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JIeKTUHBI IPEeICTaBIISIOT COOO0M TPYITY OEJIKOB, ITMPOKO paclipoOCTPaHEHHBIX BO BCEX LIAPCTBAX KUBOI
MPUPOIbI, HO 0€3yCIOBHBIMU “YeMMUOHAMU” MO MHOTOYUCIEHHOCTU U pa3HOOOpa3uIo JEKTUHOB SIB-
JsoTes pacteHns. @yHaaMeHTaJIbHOE CBOMCTBO 00paTHUMO CBSI3BIBATLCS CO CIIEIM(UIECKIMU YIIIEBO-
JaMM JIeaeT JICKTUHBI BAXKHBIMH YYaCTHUKAMM CUCTEMBI “TIIMKOKOIA”, KOTOpasi B paCTUTETEHOM Opra-
HU3ME C €r0 HEBEPOSATHBIM YITIEBOAHBIM pa3sHOOOpasmeM MMeeT 0coboe GYHKIMOHAILHOE 3HAaYEHMUE.
CTpyKTypHOE pa3HOOOpasye JIEKTUHOB CIYKUT OCHOBOM MX MHOTOYMCIEHHBIX (DYHKIIMI, BKITIOYAKOIINX
repegavyy CUTHAJIOB, CBSI3aHHBIX C POCTOM U pa3BUTHEM, a TaKXKe C peaKLUsIMU pacTeHU Ha OnoTHYe-
CKHe ¥ abMOTUYECKHUe pa3apaxuTesr. B 0630pe mpencraBieHa peTpoCeKTHBa pa3BUTHSI JIEKTHHOJIOTUH
pacTeHWI M COBpeMEHHBIE TIPEACTABICHUS O KIacCU(PUKAIIUKA PACTUTEIBHBIX JIEKTUHOB, UX JIOKAIN3a-

NN, N3BCCTHBIX U ITOTCHIMAJIbHBIX (I)YHKL[I/IHX.
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BBEJEHUE

PactutenbHble JEKTUHBI SBISIOTCS BecbMa 00-
IIMPHOM TPYyNIoi OeIKOB, PACITO3HAIONINX YTJIe-
BOIBI, UTO IIPUBJIEKAeT K HUM OCOOBI HMHTEpeC
mMKobuosnoroB pacreHuit. HMcrtopusi usydyeHust
JIEKTUHOB KaK OTIEIbHOIO KJIacca OEJIKOBBIX MOJIE-
KyJI C OCOOBIMU CBOMCTBaMHU Hayajiach C OIMMCAaHUS
pacturenbHOro Oeyka puimHa B 1888 1. D10 KpaitHe
TOKCUYHOE BEILIECTBO, BBIICICHHOE U3 CEMSH KIIe-
meBUHBI (Ricinus communis), NCIIOIL3YETCS pacTe-
HUEM B Ka4eCTBE 3allIMTHOTO areHTa IPOTUB TPaBoO-
sIHBIX opraHu3moB. B 1995 r. B cratbe Peumans u
Van Damme ObL10 TIpeaioXeHO onpeaeaeHue pac-
TUTEJbHBIX JIEKTUHOB, KOTOPOE OIMCHIBAET MX KaK
“Bce pacTuTelibHbIE OeJIK1, oOnagaollre 1Mo Kpai-
HEeli Mepe ONHMM HEKATAIMTUYSCKUM JTOMEHOM,
KOTOPBIM OOpaTUMO CBSI3bIBACTCSI ¢ KOHKPETHBIM
MOHO- uiau oymrocaxapugom” [1]. B moctreHOM-
HYIO 3pY, IIOCJIe TOro KaK CTaJIu JOCTYIHBI IOJIHEIE
MOCIEI0BAaTEIbHOCTA TEHOMOB MHOTMX PaCTeHUN 1
npoBeaeH OMoMH(MOPMATUYECKMI aHAINU3 II0CHe-

Cokpamenusi: LecP — pacTBopuMble JIEKTUHOBBIE OelKU (OT aHIII.
lectin protein), LecRLP — neKTMHOBBIN pelLenTop-nonoOHbIi Ge-
Jok (ot aHmI. lectin receptor-like protein), LecRLK — nektuHoBast
peuenTop-nogodHas KMHa3a (oT aHmI. lectin receptor-like kinase),
CrRLKIL — 6enku, momoOHBIE peLenTop-NogoOHONW KHUHa3e
Catharntus roseus 1.

JIOBATEJbHOCTEN OEJIKOB C JIEKTUHOBBIMM JIOMEHA-
MU, OBUIO BBISIBIICHO, YTO OOJIBIIMHCTBO JEKTUHOB
pacTeHUI IPENCTaBISIOT CO00i OETKM, B KOTOPBIX
JIEKTUHOBBIM IOMEH CBSI3aH C OMHUM WJI HECKOJIb-
KWUMM OEJIKOBBIMHM JTOMEHAMU ¢ APYroit (pyHKIIMeii.
Pa3Hble JEKTMHOBBIE NOMEHBI MOTYT ObITh CKOM-
OMHUpPOBaHBI, HAIIPUMED, C TOMEHOM IPOTEUHKU-
Ha3bl, ToMeHOM F-box, ToOMeHOM IIMKO3UATUAPO-
nma3el (GH) [2, 3]. DTu maHHBIE BHECIN YTOUHCHUS
B OIpenejieHne PacTUTENIbHBIX JEKTUHOB, COIIACc-
HO KOTOPOMY BC€ O€JIKM, KOTOpPBIE COomepKaT OIUH
WJIM HECKOJIBKO JICKTMHOBBIX TOMEHOB WJIM MMEIOT
JTOMEHHYIO apXUTEKTYpy, BKIIOYAIOIIYI0 ONWH WU
HECKOJIPKO JICKTMHOBBIX JOMEHOB B COYETAaHUU C
IPYIUMM OCIKOBBIMM OOMEHAMM, MOTYT paccMa-
TpUBaThCS KakK JeKTUHBI [4]. JIeKTWHOBBIIT mOMeH
MOXET CIIeIU(UIHO 1 00OpaTUMO CBSI3BIBATh YIJIE-
BOIbI, HO OOJDKEH OBITh JIMIIEH (bepMEHTAaTUBHOI
akTuBHOCTU. OrpenelieHUe JEKTUHOBBIX IOMeE-
HOB CYIIECTBEHHO IIEPEKIIMKACTCSI C OIpeeIeHU-
eM yrieBon-cBsi3pIBaommx Momyineit (CBM — ot
carbohydrate binding module). Hanboee mu3Bect-
HBEIM nipuMepoM 6enkoB ¢ CBM caiyxar memmona-
3bl, KCUJIaHa3bl, XUTUHA3HI [5]. UcTopruuecku Oenku
¢ CBM paccmarpuBaloTcst OTASIBLHO OT JISKTUHOB,
nockoinbKy CBM o0HapyXnBaroTCsI B OCHOBHOM B
COCTaBe MOJIMCaxapya-AeTpagupyomnx GepMeH-
TOB M UX (DYHKIHMIO CBSI3BIBAIOT C ITOBBIICHUEM
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s dexTuBHOCTN (PEPMEHTATUBHON peakUUU IIpHU
B3auMMOIEMCTBUM Oenka ¢ cyocrparom [6]. UmeH-
HO 103ToMy CBM-0enkn BKITIOUEHBI B 0a3y maH-
HBIX CAZY (Carbohydrate-Active enZYmes), Torga
KaK JICKTMHBI B HEl OTCYTCTBYIOT. XOTSI Ha CEroi-
HSIITHUM ITeHb n3BecTHBI Oenku ¢ CBM 6e3 dep-
MEHTaTUBHOW aKTMBHOCTM, MU HAOOOPOT — OENKH,
BKJIIOYAOIINE, HAPSIAY C JIEKTUHOBBIMM, TOMEHBI C
KaTaIMTHIecKOl (pyHKIIMEi, 3TH ABa KJiacca Oel-
KOB ITOKa pacCMaTpUBAIOTCS OTAEIBHO.

JaHHbIll 00630p 00600111a€T COBpeMEHHbIE Mpe/l-
CTaBJICHUS O PACTUTEIbHBIX O€JIKaX C IEKTUHOBBEIMU
JOMEHaMM, MX pa3zHooOpasum n pyHKuusx. Jlex-
CHKa B 00JIaCTH JIEKTMHOJIOTMY PAaCTeHUI HE yCTO-
sI71aCh ¥ MPOOOJIKAET IOMOJIHATHCS 1 pa3BUBATHCS,
II03TOMY Ha3BaHUS JIEKTUHOB B 0030pe IIpUBEICHBI
KaK Ha KUPWLINIIE, TaK ¥ Ha JJaATUHUIIE, COKpAIIeH-
HbIe Ha3BaHUS — TOJIBKO Ha JJATUHMUIIL.

1. MHOI'OOBPA3SUME PACTUTEJIbHbBIX
JEKTUHOB

JIeKTUHBI B MUpe pacTeHUI PEenCTaBICHBI LI~
POKO M pa3HOOOpa3HO. DTO KacaeTcsl KaK pacipo-
CTpaHEHUsI BHYTPHW PacCTUTEIBHOTO ILIapCcTBa (JIeK-
TUHBI OOHApYXXEHBI Y BCEX BUIOOB PACTCHUI1), TaK
M paclipefe/ieHus] BHYTPU OTIEIbHO B3STOIO pac-
TeHUs (Kak Ha OpraHU3MEHHOM, TaK M Ha KJIETOY-
HOM ypoBHe). JIeKTUHEI BBISIBJICHBI BO BCEX OpTaHaX
pacTeHMii — B KOPHSIX, M00eTax, JIMCThSIX, IIBETKAX,
iogax u ceMmeHax [7, 8]. B OombmomM KonmdecTBe
JIEKTUHBI IPUCYTCTBYIOT B 3aITacalolInX TKaHsIX (ce-
MEHaX, JIYKOBUIIAX, KOPHEBUINAX) HEKOTOPBIX BU-
OB pacTeHMIi, THOTJA OOHAPYKMBAIOTCS B 3aMeET-
HBIX KOJIMYECTBAX B IMIPOBOMSIINX TKAHIX (KCHIeMe
u dirosme). Ha kiieTouHOM ypOBHE JIEKTUHEI 00OHA-
PYXEHBI B KJICTOYHOI CTEHKE (B TOM UYMCIIE 3asIKO-
pEeHHBIMU Ha TIJIa3MaTideckoit MeMOpane), B DI1P,
B anmmapate [obpaku, B XJIOpOIIACTax, B IAPE, B IIH-
TOIIa3Me, ¥, KOHEYHO, B BaKyoJin. J10JIst BaKyoOJIsIp-
HBIX JIEKTUHOB B KJIETKAaX 3allacalollnxX TKaHel Jo-
BOJIbHO 3HAYMUTEJIbHA OTHOCUTEIIHFHO APYTUX TPYIII
BaKyoOJISIpHBIX 0enKoB [9, 10]. B ommuune oT Bakyo-
JISIPHBIX, SIAEPHBIC, IUTOILIa3MaTUIECKIE U KIIETOT-
HOCTEHOYHBIE JEKTUHBI OOBIYHO IIPUCYTCTBYIOT B
HeOOIbIIMX KOJIUMYeCcTBax. bobinoe pazHooOpasue
3THX IPYIII JIEKTUHOB OBLIO BBISIBJICHO IIPH aHAIM3E
pacim¢poBaHHEIX TCHOMOB PaCTeHUIA.

IloMmnMmo pa3HOOOpa3us B pacIpelcieHNH IO
OpraHu3My, HY>KHO OTMETHUTb M CTPYKTYypHOE pa3-
HOOOpa3ue JIEKTMHOB, KOTOpPOE€ OOYCIOBJICHO WX
(byHImaMeHTaIPHEIM CBOIICTBOM — paclo3HaBaThb
yoieBonbl. CTpPYKTypHOE MHOTooOpasue YIIeBO-
OB PacTeHW HaK/IambIBacT OTIIEYaTOK Ha OCO-
OCHHOCTH JOMEHHOM OpraHM3allid PaCTUTEIbHBIX
JIEKTUHOB, KOTOpas CYIIECTBEHHO OTIMWYAeTCS OT
JTOMEHHOI CTPYKTYphbl JEKTUHOB >XUBOTHBIX. Ilo-
Ka3aHo, YTO He BCe JICKTMHBI, OOHApYXeHHBIC IPHU
CEeKBEHMPOBAHMM T€HOMOB pacTEeHUil, MPOSBISIOT

®U3NO0JIOTUA PACTEHUM

CIIOCOOHOCTh K armIIOTUHALIMKA 3PUTPOIIUTOB, KO-
TOpasi JOJITHE TOAbl pacCMaTpUBajach KakK TUarHO-
CTMYECKas, a TEPMUH “arrilOTUHUH CIIYXXWJI CUHO-
HUMOM K cJIoBYy “JekTuH” [8]. B HacTosIIee BpeMs
IIJIs1 OTHECEHUS OeJiKa K JIEKTMHAM U UX Kjiaccudu-
KallMy UCIIOJb3YIOTCS IPYTUE MTPUHLUIIBL.

1. 1. Knaccugukayus sekmunos Ha 0OCHoge
AMUHOKUCAOMHOU NOCAe008AMeNbHOCU

Bce nmextmHBI paHee KiaccuPUIMpOBaIM Ha
MSTh TPYOII B 3aBUCHMOCTA OT MOHOcCAaxapuia,
K KOTOPOMY OHH IIPOSIBJISIIOT HAMOOJIBIIIEe CPOI-
CTBO: MaHHO3a, TajakTo3a/N-aleTuIrarakro3a-
MUH, N-aleTWINII0KO3aM1H, Gyko3a u N-aleTui-
HelipamuHoBas kucaoTa [11, 12]. Ve U3 Ha3BaHUit
0003HAYCHHBIX JINTAHAOB OYEBHUIHO, YTO JICKTHU-
HBI K TOMY BpeMEHU UCCIIENOBAINCh, B OCHOBHOM,
B CBSI3M C DIMKO3WJIMPOBAHHBIMH O€JIKaMU KJIETOK
KMBOTHBIX WJIM (pparMeHTaMM OaKTepUaJIbHBIX I0-
JINMEPOB, a HE C MOJMcaxapuaaMy KJIETOYHBIX CTe-
HOK pacCTeHUM.

Ilocne aHanM3a TEHOMHBIX HOAHHBIX KJIACCHU-
(uKamusg JIEKTUHOB, MCXOOHO IIOCTPOEHHAs Ha
YIJIEBOMHOM CITeIM(MUIHOCTH, ObLIa IIEpecCMOTpe-
Ha. OCHOBOI IJII COBPEMEHHOM KiIacCU(pUKAIINN
CJIY>KUT CXOJICTBO C aMMUHOKMKCJIOTHOI ToOcCieaoBa-
TETBbHOCTBIO JICKTUHA, IS KOTOPOTO SKCIIEPUMEH-
TaJIbHO TPOAEMOHCTPUPOBAHA CIIOCOOHOCThL CBSI-
3bIBaThCA € yrieBogamu. IIpu 3ToM B OOJIBILIMHCTBE
CJTy4yaeB UCMOJb3YIOT BBIYMCICHHYI0 aMUHOKUCIIOT-
HYIO TOCJIEMOBATEIBHOCTD, OTIPENEIEHHYIO C TIOMO-
b0 OMOMH(MOPMATUYECKUX TTOAXOIOB MO HYKJIEO-
TUAHOM TIOCIENIOBaTEIbHOCTU COOTBETCTBYIOLLIETO
ydacTtka reHoma. Ha ocHoBe Takoro moaxoza B JieK-
TUHOJIOTUM PACTEHUI B HACTOSIIIEe BpeMsl BbIIEIsI-
10T 16 ceMeiicTB OENIKOB C TIEKTUHOBBIMU TOMEHAMMU,
KOTOpPBIE YacTO IOJy4YaloT Ha3BaHUE KaK MPOU3BO-
JHBIE OT JJaTUHCKOrO Ha3BaHUS BUIA, [le UX Mpen-
CTaBUTEJIM OBLIM BIIEPBbIE OXapaKTePU3OBaHbI:
Legume (BriepBble onvcaHbl y Leguminosae), GNA
(arrmotuHuH Galanthus nivalis), Nictaba (armmoTu-
HUH Nicotiana tabacum), XaKaauHbl (JIEKTUH JIXKEK-
dpyra (jackfruit)), amapaHTUHBI, KaTbPETUKYIUHEI
(KanpUuii-3aBUCUMBbIE JIEKTUHBI 2HIOILIA3MaTU-
YEeCKOT0 pPeTUKYJIyMma), TajlaKTO30-CBS3bIBAIOIIE
JIEKTUHBI, TAJIEKTUH-TIOO00HbBIC JICKTUHBI, JICKTUHBI
¢ LysM nomeHamu (MOTUB JM3KUHA), TeBEUHBI (Oe-
Jok narekca Hevea brasiliensis), CRA (chitinase-
related agglutinin — arrIlOTUHWUH, POACTBEHHBIN
xutuHazaM kiaacca V), jgektuHbel C-tuma (CLEC,
Kanpluii-3aBucuMble JieKTuHbI), EUL (armmortn-
HUH Euonymus europaeus), puuuH B, ABA (arrmo-
TUHUH Agaricus bisporus), imaHoBUpUHLI [13, 14].
B o6uyio kiaccudukalno He BXOAST, HO psiI UC-
cliefoBaTesieit K JJeKTUHAM MPUYUCSIET IpyIiny 6e-
KOB C MAaJICKTMHOBBLIMU (JIEGKTUHEI, CBSI3BIBAIOIIINE
MaybTo3y) M MaJeKTUH-IOJOOHBIMUA TOMEHAMU
(PF11721, PF12819) [4, 15]. ManeKTUH-OA0OHBII
JOMeH (paKTUUECKM BKJIIOYAET ABA MaJeKTMHOBBIX
Ne 2
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JoMeHa B TaHaeme [16]. MajneKTUHOBBIM JOMEH C
naeatugnkaropom PF11721 BkitoueH B 6a3y yrire-
BOI-akTUBHBIX (pepMeHTOB CAZy ¢ maeHTH(PUKA-
topoM CBMJ57, TTIOCKONBKY y 0aKTepuii 3TOT JOMEH
CBSI3aH C pa3JWYHbIM DIMKO3UIAa3HBIM IOMEHAM
(GH2, GH16) [16], npu 3TOM GOJIBILIMHCTBO JIEKTH -
HOBBIX ToMeHOB B 0a3e CAZy OTCYTCTBYIOT, TaK KaK
110 OIPEAEICHUIO OHM He 00JIagaioT (pepMeHTaTHB-
HOI aKTUBHOCTBIO. OIHAKO B paCTEHUSIX MaJeKTH-
HOBBIi1 1 MaJIeKTUH-Ton00HbIN foMeHbI (PF12819) B
OeJIKax IIPUCYTCTBYIOT B KOMOMHAIINY C HEAKTHBHbI-
MM B OTHOIIIEHUH YIJIEBOIOB IOMEHAMU: C KUHA3HBIM
moMmeHoM min ¢ LRR-momenamm (JreimH-60raTeie
noBTophl) [15]. Hexoropass wucropmyeckas 3aIry-
TAaHHOCTb B OTHECEHUU WM HEOTHECEHUHU OEJIKOB K
JIEKTUHAM, OCOOSHHO MEXIY MCCIIeIOBaTeIsSIMU, 3a-
HUMAIOIIMMUCS Pa3HBIMM TPYIIIIAMUA OPTaHU3MOB,
OUYEBMIHA TAKXKe IJIST TaJIaKTO30-CBI3hIBAIOIINX U Ta-
JIEKTUH-IIONOOHBIX JIEKTUHOB. B KileTKaxX KMBOTHBIX
TAJIEKTUHLI B OCHOBHOM MpPEICTABICHbI KaK “4u-
CThle” JIEKTMHBI M CJIyXKaT BaXXHBIM KOMITOHEHTOM
BHEKJIETOYHOI'O MAaTPUKCa, a Y paCTCHUI1 aHAJIOTHUY-
HBII JOMEH BXOIUT B COCTaB 00Jiee CIIOXKHBIX OCJIKOB,

IIe Opyrue IOMEHBI 00jamaroT (epMeHTaTUBHOI
akTHBHOCTBIO. [Ipy JanpHEIIeM U3IOXKEHUN MbI, B
COOTBETCTBUU C COBPEMEHHBLIM oOIpenesicHreM [4],
paccMaTtpuBaeM 18 ceMeliCTB pacTUTENILHBIX OEIKOB
¢ JIEKTMHOBBIMU JOMEHAMU, BKJIIOYAs MAJIEKTUH U
MaJIEKTUH-TIOTOOHbBIe OeJTKM (Tada. 1).

1.2. IlpedcmaesaenHocms AeKMUHOB 8 PACMUMENbHBIX
2eHOMAX U HEKOMOpble ACNeKmbl I80AI0UUU
PacmumenbHuix AeKMmuHos

Onupasics Ha TaHHBIE paciIn(ppOBaHHBIX TEHO-
MOB pacTeHU, ObUIO BBISICHEHO, YTO pacIIpeneie-
HUE JICKTMHOBBIX MOTHMBOB BHYTPHM PaCTUTEIBHOTO
mapcTBa BapuabenbHO. B reHOMax IIBETKOBBIX pac-
TEHU B pe3ynbrare 0MoMH(MOPMATUIECKOTO CKpPH-
HUHTA BBISIBJISIETCS, KaK IIPaBUJIO, OKOJIO TpexX-de-
TEIpEX COTEH TIeHOB, KOOUPYIOIIMX JEKTUHBI |2,
17—19]. Hdons reHOB JEKTUHOB Cpeou Bcex Oe-
JIOK-KOAUPYIOIINX T€HOB OOBIIHO COCTAaBJISIET OKO-
10 1%. Hanbonee npeacTaBIeHHBIMHA CEMECTBAMU
npu 3ToM gBistoTes ceMmeiictBa GNA, Legume u
MaJIeKTUH-II0O00HBIX 0enkoB (puc. 1). Takas 3ako-
HOMEPHOCTD XapaKTepHa JIJIsI BCEX TPYII CEMEHHBIX

Taomuna 1. JTonst 6eIKOB ¢ KWUHA3HBIMU IOMEHAMM CPEIU JIEKTUHOB 16 pa3IMuyHbBIX CEMEICTB y JIbHA U KYKYpY3bl
(nexTHbl ABA 1 LIMaHOBUPWHBI y TPUBENEHHBIX BUJOB pacTeHUt OTCyTCTBYIOT) [18, 19]

Zea mays Linum usitatissimum
CewmeiicTBO Hﬂeﬂmﬁgjiff B basax KOJI-BO KMHa3/o0111ee KOJI-BO K1Ha3/0011ee

KOJI-BO TCHOB KOJI-BO TCHOB
GNA PF01453 68/81 (83%) 96/109 (88%)
Legume PF00139 46/51 (90%) 65/72 (90%)
MaJIeKTHH-TTOT00HBIE PF12819 22/32 (69%) 36/46 (78%)
LysM PF01476 10/29 (34%) 16/36 (44%)
KakanuHsr PF01419 3/20 (15%) 0/4
Nictaba PF14299 0/18 0/38
laytekTH-I0MOOHBIE PF00337 0/17 0/11
lay1akT030-CBSI3BIBAOIIIE PF02140 0/13 0/24
KanbpeTukyauHbl PF00262 0/11 0/8
IeBenHsbl PF00187 0/10 0/17
MaJjieKTUHBI PF11721 6/9 (67%) 10/14 (71%)
AMapaHTUHBI PF07468 0/4 0/19
Putia B PF00652 0/3 0/1
EUL PF14200/PTHR31257 0/2 0/1
C-tun PF00059 1/1 (100%) 2/2 (100%)
CRA — 0/0 0/4
HUroro: 156/301 (52%) 225/406 (55%)
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Puc. 1. PacnipeneneHue ceMeiCcTB IEKTMHOB B TEHOME pacTeHUit: pe3yxoBunku Tans (Arabidopsis thaliana) [14, 17, 20], con
(Glycine max) |2, 14, 21], noHa (Linum usitatissimum) [ 18], puca (Oryza sativa) |2, 14, 22], KyKypy3bl (Zea mays) [19], ambopen-
Jbl (Amborella trichopoda), Tyv (Thuja plicata*), duckomutpesisl (Physcomitrium patens) [23], BonbBokca (Volvox carteri*),
xnamuaoMoHansl (Chlamydomonas reinhardtii*). Pasnnunbie ceMeiicTBa IEKTUHOB 0003HAUYEHBI pa3HBIMU 1IBETaMM, COOKY
CIIpaBa IIPENCTABIEHO OOIee KOJIMIECTBO OEITOK-KOIUPYIOIIX FE€HOB B TEHOME COOTBETCTBYIOIIErO pacTeHus: (COIaCHO
Phytozome). * — mouck mo PFAM B 6a3e nannbsix Phytozome (https://phytozome-next.jgi.doe.gov/, noctyn 25.07.2023).

pacTeHuii. B 3BOMIOLIMOHHO 00JIee paHHUX TaKCO-
Hax Kak o0Illee KOJIMYECTBO T€HOB, KOIMPYIOIINX
JIEKTUHBI, TaK U UX paclipele/ieHue 110 ceMelicTBaM
CYLIECTBEHHO oTinuaercs [23].

Hekotopble cemeiicTBa JIEKTUHOB y pacTEeHUit
pacmpocTpaHeHbl 0COOEHHO HEPaBHOMEPHO, B YaCT-
HOCTH TaKWe TPYIIIbl KaK aMapaHTHHBI, XaKaJlH-
Hbl 1 EUL. Tak, reHbl ceMeiicTBa aMapaHTMHOB He
00HApYXMBAIOTCSI B T€HOME HEKOTOPBIX PaCTeHUIA
(HarmpuMep, Vv pe3yXOBUIOKU, pyica M COM), a Y ApYy-
TMX BUIOB KOJIMYECTBO I€HOB B CEMEMCTBE MOXET
BapbMpPOBaTh OT OMHO3HAYHBIX JO IBY3HAYHBIX YM-
cen (Hammpumep, 4 TeHa y KyKypy3sl U 19 y abHa).
T'ennl nextuHOB cemeiictBa EUL obHapyxuBaroTcst
B €IMHUYHBIX KOJUYECTBAX B T€HOMAaX ABYIOJIbHBIX
pacTeHuii, OMHAKO Yy OMHOMOJIBHBIX U 00JIee HU3KO-
OpPTaHM30BAaHHBIX PAaCTeHWN (B YaCTHOCTH, Y MXOB)
3TO KOJIMYECTBO MOXET TOXOMUTH IO IECSITU U OoJiee
[24]. TToxoxast cuTyalMst XapaKTepHa JIJIsT ceMeiicTBa
’KaKaJIMHOB, KOJIMYECTBO I€HOB B KOTOPOM MOXKET
CWJIBHO BapbMpOBaTh y Pa3HBIX BUIOB PaCTCHUIA.
Hanpumep, 50 TeHOB 0€JTKOB C SKaKaJIMH-TIONOOHBI-
MM JOMEHAMU UACHTU(PUILIMPOBAHO Y PEe3yXOBUIKM,
30y puca, 20 y KyKypy3sl 1 BCero 4 reHa y JJbHa; TIpu
3TOM Ha (OPWIOTeHETUIECKOM IPEBE JICKTUHBI CeMeTi-
CTBa XKaKaJIMHOB Pa3JIMYHBIX BUIOB PACTCHUI pa3e-
JISTIOTCST MexX Iy coboii [18, 19].

DBOIIOLMOHHAS UCTOPUS Pa3HBIX CEMEICTB JIEK-
TUHOB PacTeHMI1 pa3BUBaIach MO-pa3zHoMY. st Iek-
THHOBBIX ToMeHOB Legume, GNA, LysM, puniaa B,
’KaKaJIMHOB 1 MAJICKTUHOB IIPEATIOJIaraeTCsl HaJIm4Ire
y TIOCJEOHEro OOIIEero mpeaka OakTepuili M apxeid,
Torga Kak JeKTUHbl ABA M LIMaHOBUPUHBI BEAyT
CBOE€ ITPOMCXOXACHWE M3 1LIapCTBa TPUOOB, IIe OHMU
MMEIOT HamOoJiblIee pacipocrpaHenne. O0Hapyxe-
HHE TeX K¢ [IMaHOBUPUHOB Y HEKOTOPBIX OaKTEpHUii 1
3yKapHOT, KpOMe ITPUOOB, CBSI3BIBACT C TOPU30HTAIIb-
HBIM TIepeHOCOM TeHOB [ 3].

JlexTHOBBIE MOMeHBI TeBemHOB 1 Nictaba pa3s-
BIJIVICH Y 3YKapUOTUYECKNX OPTaHU3MOB, IIPU 3TOM
JIIOMEH T'eBEeMHOB OOHAPYKMBAETCS BO BCEX TPYIIIIAX

®U3NO0JIOTUA PACTEHUM

3YKapuoT U, IT0-BUINMOMY, IIPUCYTCTBOBAJ B T€HO-
Me€ UX IIOCJIETHETO 00IIIero npeaka. B cBoro ouepens,
moMmeH Nictaba oO0HapyXeH y rpuboB, HO HamboJee
IIMPOKOE paCIPOCTpaHCHUE IIOJYUMI Y PACTCHUIM,
a TOMOJIOTUYHBIE TeHBI B TCHOMAaX APYTMX OpraHM3-
MOB, BepOSITHEE BCETO, OBUIM IIOTEPSIHBI B XOIIE 3BO-
Jrornn [3].

Tpu cemelicTBa JIEKTMHOB YHUKAJIBHBI IS
pacteHuit: cemeiicteo EUL (mpenmnoyioxXuTeabHo,
BO3HUKJIO BIIEPBBIE y MOXOOOpPAa3HBIX), CEMEUCTBO
aMapaHTUHOB (pa3BUJIOCh y IUIAYHOB), M MaJleK-
TUH-TIONOOHKBIE OelKu (0OHApYXHMBAIOTCSI Y BCeX
pacrenwuii) [2].

1.3. Ocobenrnocmu domerHOI Opeanu3ayuy

IIpu aHanM3e reHOMOB PACTEHUIA BBISBISIIOTCS
0COOEHHOCTU TOMEHHOI OpraHu3aluu pacTUTE b-
HBIX JIEKTUHOB, KOTOPBIE OMPEACIISIIOT 0COOEHHOCTHU
(byHKIIMOHUPOBAHUS 3THUX OEJIKOB B paCTUTEIbHbBIX
KJIeTKax 1 TKaHsx. [TpeactaBuTen 0OfHOro U TOro Xe
OEIKOBOro CeEMeCTBa MOTYT UMETh Pe3KO OT/IMYa-
IOLIYIOCST TOMEHHYIO opraHu3anuio (puc. 2a). Cpe-
IW JIEKTUHOBBIX OEJIKOB PEIKO BCTpEYaeTCsl apXu-
TeKTypa, o003HauaeMasi Kak MEpOJIEKTUH, KOTopast
BKJIIOYAET TOJbKO €IMHUYHBINA JIEKTUHOBbII TOMEH.
Yaue nBa v 60j1ee ToMOJOTMYHBIX, WU UASHTUY-
HBIX JIEKTUHOBBIX JOMEHA PACITOJ0XEHbI TAHAEMHO.
Takue JeKTUHBI 0003HAYalOT KaK XOJOJEKTUHBI.
Cpenu XOJIOJIEKTUHOB BBIAEISIOT OCOOBIN Kjacc
CyNepJeKTUHOB, KOTOpble MMEIOT IBa WM OoJee
YIJICBOI-CBSI3bIBAIOIIMX JTOMEHA, CIEeUM(PUUHBIX
B OTHOLIEHWU CTPYKTYPHO Pa3IWYHBbIX YIJIEBONOB
[26, 27]. Jast 0603HaYEHNST apXUTEKTYpHI O€jiKa B
TOM cJIyyae, Korjaa JOMEH JIeKTUHA CBSI3aH ¢ HEPOo-
CTBEHHBIM JOMEHOM (Hampumep, KMHA3HbIM WU
NIMKO3UATUAPOAA3HBIM), BBEICHO MOHSITUE XUMeE-
poJieKTUH. UMEHHO XMMEPOJIEKTUHbI OOHAPYKEHbI
B OOJIBIIIOM KOJIMYECTBE MPU CEKBEHUPOBAHUM pac-
TUTEIbHBIX TCHOMOB.

B 3aBUCHMMOCTH OT HAJIMYMS TpaHCMEMOpPaHHO-
To JOMEHa, KOTOPBIiA YaCTO BCTpEUYaeTCs Y JEKTUHOB
Ne 2
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pacTeHMii, ¥ ero COUYeTaHUsI C APYTUMM JOMEHAMU, B
YacCTHOCTHM KMHA3HBIM KaK HanboJee IpeacTaBIeH-
HBIM, Pa3JIMYAIOT TPU TUIIA APXUTEKTYPhI JIEKTUHOB,
KOTOPBIC BCTPEYAIOTCS y IPENCTaBUTEIEH pa3HBIX
cemeiicTB (puc. 20). IlepBbIit TUIT — He CBSI3aHHBIN
¢ MeMmOpaHOU O€0K, ¢ CHTHAJIbHBIM IIENTUIOM
win 0e3 Hero U JEKTUHOBBHIM JOMEHOM (IOMeHa-
MH), KOTOPBIM MOXET OBITh HOIOJHEH IPYTUMU
HEJIEKTMHOBBIMU TOMEHAMU;, TaKUe PacTBOPHUMEIE
JIEKTUHOBBIE Oenku obo3HavaroTcss LecP. Xume-
POJIEKTUH, IO CTPYKTYpe aHAJOTMYHBINA IIepBOMY
THITy, HO 3asKOPEHHBIA B MeMOpaHe C ITOMOIIbIO
TpaHCMEMOPAHHOTO IOMEHA, COCTaBJISIET BTOPOM
THUII U Ha3bIBAeTCS JIEKTUHOBBIM PelenTOp-II0000-
HeIid 6enok (LecRLP). Hakonen, tpetuit Tum ap-
XUTEKTYpbl — JIGKTUHOBAs peLeNTOp-Ioao0Has
knHa3a (LecRLK), BkiTfouaromas B KauecTBe 00sI-
3aTeIbHBIX KOMIIOHEHTOB HE TOJIBKO CUTHAJIbHBII
nentun ¢ N-KOHIIA, Jajee JISKTMHOBBII M TpaHC-
MeMOpaHHbIMA JOMEHbI, HO U IMTOIIa3MaTUYeCKU
KMHA3HBII TOMEH, KOTOPBIA BCELIa PACHOJIOXKEH C
C-xonna 6enka. Cpenn N3BeCTHBIX MTOCICAOBATEThb-
HOCTEH pacTUTENIFHBIX JIEKTUHOB 00Jjiee ITOJIOBUHEI
MPUXOOUTCS Ha apXUTEKTYpy PeleITop-Iomo0HOi
KuHa3el (Tabm. 1); mpeobnagaHne TaKoi TOMEHHO
opraHu3aluy CIeIuGpUIHO [JII PACTUTEIHLHOTO
napctna [15].

Kuna3Hble mOMEHBI ONMCAaHBI B IIOCJIEIOBA-
TEJIbHOCTSIX JICKTUHOBBIX O0€JIKOB 13 CEMH Pa3ind-
HbIX ceMeiicTB (puc. 2B), B ToM uucie y 70—90%
MpencTaBuTeIei Hanbojee OOIIMPHEBIX CEMECTB —

(a)

119

GNA, Legume M MaJeKTUH-IOMOOHBIX OEIKOB
(tabn. 1). B ogHOM U TOM Xe CeMelCTBE JIEKTH-
HOBBIX 0enkoB cTpykTypa LecRLK MoxeT Bapbu-
poBaTh 3a CUYET PA3JIMYHOIO KOJMYECTBA TaHIEM-
HO PACIOJIOXEHHbBIX JIEKTMHOBBIX HOMEHOB, WJIMU
HaJIMYMsI/OTCYTCTBUSI HOIIOJHUTEIBHBIX Xapak-
TEepHBIX 2J1eMeHTOB, Takux Kak LRR, PAN/Apple
u T. 1. (puc. 2B). Takum oOpa3zom, 11T ISKTUHOBBIX
O€JIKOB pacTeHUIl XapakKTEpHO MOIYJIbLHOE CTpPO-
€HHE C pa3INYHbIMM KOMOWHALMSIMU OTAEIbHBIX
JTOMEHOB 1 pa3InYHON UX JOKaIu3alueil B o0LIei
CTPYKTYP€ MOJIEKYJIHbI.

Ilpu aHanu3e reHOMOB BBISIBJIEHO, YTO KOM-
OMHALMK TOMEHOB MUMEIOT CBOIO CITeUM(PUKY pac-
npeneneHusd. Hampumep, OelKOBbIe CTPYKTYPHI,
BKmovatomue goMmeHbl GH u reBerHa wim puim-
Ha, MOBCEMECTHO PACIIPOCTPAHEHbI Y 3€JIEHBIX pac-
teHuit (Viridiplantae), B To BpeMs KaK KOMOWHALIMSI
momeHa GH m momena GNA wmwiu LysM orpanu-
yeHa MoxoobpasueiMu (Bryophyta). s xomOu-
Hauuu nomeHoB GH u reBemHa creumduka mpu-
CYTCTBYET U B MOPSIAKE PACHOJOXEHUSI TOMEHOB,
¥ TUIIE DIMKO3UATUAPOIIA3HOTO JoMeHa (pucC. 3B).
IlocnenoBarenbHOCTH TeBemH-GH cnenmduyuab
s Beicimx pacteHuit (Embryophyta), a mocie-
noBaTenbHOCTs GH-reBemH BCTpedyaeTcsl TOJIBKO
y 3eneHbIX Bogopocieit (Chlorophyta). Ilpu sToM
TOJBKO y MOXx000pa3HbIX BcrpedaeTcst GH momen
18 cemeiicTBa, B TO BpeMs KaK y OCTaJIbHbIX BBIC-
IIMX paCTeHUI C TOMEHOM TeéBeMHa CKOMOWHUPO-
BaH GH nomeHn 19 cemeiictpa [3]. Oba 3TuX ceMeii-
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Puc. 2. lomeHHast opraHu3anuy 1 o0IIast apxuTeKTypa JEKTUHOB. (a) — TUITBI IEKTUHOB: MEPO-, XOJIO-, CyTIep-, U X1UMe-
pOJIeKTUHBI. (6) — BapraHTbI apXUTEKTYpbl XUMEPOJICKTUHOB M UX 0003HAUYEHUS: 2 — PACTBOPUMBIE OeIKM 6€3 TpaHCMEeM-
opanHoro qomeHa LecP, 6 — 3askopeHHbIe B MeMOpaHe 0e3 KHa3zHoro qoMeHa LecRLP, B — TpaHcMeMOpaHHBIe OeJIKU ¢
kuHa3HbIM joMeHoM LecRLK (1o [15] ¢ Mmogudukanusimu). (B) — BapuaHTbl JOMEHHOIT OpraHu3aly JIEKTUHOBBIX OETKOB
C Pa3IMYHBIM COYETaHWEM JIEKTMTHOBBIX M KITHA3HBIX TOMEHOB, a TaKKe JIEKTUHOBBIX M IuKo3uaruaponasueix (GH). Ku-
Ha3HBII TOMEH Bceraa pacrnoioxkeH ¢ C-kKoHiia 6enka. () — [Ipumepbl coueTaHunit pa3HbIX TOMEHOB IUISI JIEKTUHOBBIX OelT-
koB u3 cemeiictB GNA u LysM [3, 25]. TM — tpancMmeMmOpaHHbIit nomeH, SP — curnansHbiil nentua, [IM — rurasmanzemma.
PucyHok coznan ¢ momoriibio biorender (https://www.biorender.com/).
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CTBa IIMKO3UATUAPOJA3 BKIIOYAIOT (DEPMEHTHI C
XUTUHA3HOU aKTUBHOCTBIO, a 18 ceMeliCTBO elle U
3HI0-[3-alleTWINIIOKO3aMUHMUAA3bI, OCYIIECTBIIS-
fomme ruaponn3 N, N'-1Tuane TMiaxuToono3niIbHOTO
3B€HA B BBICOKOMAHHO3HBIX NIMKONENTHUIAX Y [JIU-
KompoTenHax [3].

2. JUTAHAbBI PACTUTEJIBHBIX JEKTUHOB
2. 1. Buodvl aueandoé pacmumenvHuix 1eKMUHOB

KiirouoM K NMoHMMaHMIO OMOJIOTMYECKON PO
JICKTUHOB B PAaCTUTEILHOM OPTaHU3ME SIBJISIOTCS
JINTaHObI, KOTOPBIE PACIO3HAIOTCS YIJIEBOH-CBSI-
3BIBAOIIMMU  JOMEHAMM OEJIKOBOM MOJIEKYJIbI.
JIeXTUHBI B3aUMOJEICTBYIOT C YIJIEBOJAMM CaMOI
pa3HOOOpPa3HOM CTPYKTYPHI — OT HPOCTHIX MOHO-
M OJIMTOCaxXapuAOB IO CJIOXHBIX Pa3BETBICHHBIX
MOJIMCAaXapUIOB. YIJIEBOOHBIE MOOIU(MUKALIMUA TJIH-
KO3WJIMPOBAHHEIX OCJIKOB, JIMIIONOJMCAXapUIOB U
IIMKOJIUIUIOB TaKXe SIBJISIOTCS JIMTaHOAMH YIJIe-
BOJI-CBSI3BIBAIONINX JOMEHOB JIEKTUHOB [4].

VYrneBoas! SIBASIIOTCS Hanbojee pacnpoCTpaHEH-
HBIM TUIIOM OMOMOJIEKYI B Ipupoae. OHM UCIOJIb3Y-
IOTCSI B KAYECTBE CTPOUTENBHBIX OJIOKOB KOMITIOHEH-
TOB KJIETOYHBIX CTEHOK, B KAYECTBE OMOXMMUIECKOTO
TOIUIMBA B SHEPreTUYECKOM OOMEHE, YIOBIIETBOPSIS
KaK KpaTKOCPOYHBIE, TaK U JOJITOCPOYHBIE SHEpre-
TUYECKME TTOTPEOHOCTU B BHIE CBOOOMHBIX M 3ara-
CEHHBIX MeTaboJMUTOB. B Bume CTPYKTYpHBIX KOM-
TIOHEHTOB BXOISAT B COCTaB CJIOXHBIX ITOJIMMEPOB:
HYKJIEMTHOBBIX KHCJIOT (HalipuMep, pudo3a 1 1e30K-
crpr003a), TUMOIOINCaXapUI0B, [JIMKO3aMUHOT/IN-
KaHOB M IoJImcaxapuaoB. I1poliecchl NIMKO3MIMpo-
BaHMSI OSJIKOB M JIMITMIOB OKA3bIBAIOT BIIMSIHIE HA MX
CTPYKTYPY, VKIIAIKY, TOKAITN3aNIo 1 (PYHKIMIO [28].
CrpykrypHas nH(pOpMaLNs, Konupyemasl yIIeBoaa-
MM, 9aCTO BOCIIPMHUMAETCS KJIIETKOM Yepe3 B3anuMO-
NeHCTBHE JICKTUH-YIJICBO/I.

JIeKTUHBI pacTeHUII MOIYT TakKXe B3alMOIEii-
CTBOBaTh C TUApO(GOOHBIMU JUraHgamMu (HaIpu-
Mmep, nopupuHamu, ¢urtoropmMoHamu). Bo3zmox-
HOCTH TaKWX B3aMMONEUCTBUI MOKA3AHBI in Vitro v
paccuMTaHbl B KOMITBIOTCPHBIX MOZEISIX, IIPSMBIX
CBHUACTEIBCTB B3aMMONEHCTBUA C (UTOrOPMO-
HaMM in vivo He 3aperucrpupoBaHo [4, 29]. Cpe-
OA JITAHIOB JIEKTMHOB OIMCAH 3KCTPAKIETOY-
HEIE AT®. B cemeiictBe Legume y A. thaliana nBa
MPEICTABUTENISI OXapaKTepU30BaHBI KaK IIEPBEIC
nypuHepTUIecKne perenTophkl pactenuii [30, 31].
3to penenTopHble KMHA3bl LecRK-1.9 (n13BecTHas
takke kKak DORN1 (DOES NOT RESPOND TO
NUCLEOTIDES1)) n LecRK-1.5, mmg koTophIx
BBOIUTCSI HOBOE 0003HAYECHHUE, 110 aHAJIOTHH C HO-
MEHKJIaTypOil ITypUHOPEUEITOPOB XWBOTHBIX —
P2K1 wn P2K2. Eme ognH TIpeAcTaBUTENIh 3TOTO
cemeiictBa — kmuHa3a LecRK-1.8, pacnonoxkenHas
Ha (PUIIOTeHETUYECKOM IpeBe B OMHOI KJIaAe C BhI-
LICYIIOMSIHYTBIMI KWHAa3aMHM, SIBIISIETCSI CEHCOPOM
akcrpakierounoro HAJI* [30, 32, 33].
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2.2. Ilpunyunst pacno3nasanus aueanoos

K HacrosieMy BpeMeHM HaKOILICHBI JaHHBIE O
MOJIEKY/IIPHOI OpTaHU3allMU U CTPYKTYpPe IJIs psiaa
JIEKTUHOBBIX TOMEHOB pacTeHMIA, OXapaKTepu30Ba-
HbI KOHCEPBAaTUBHbIE aMUHOKMCIOTHBIE OCTAaTKM B
caiiTax CBSI3BIBaHUS YIJIEBOIOB, MMEIOTCSI JAaHHBIE
PEHTIE€HOCTPYKTYPHOIO aHajium3a, B HEKOTOPHBIX
CIyJasiX TMOJIy4eHbI JaHHBIE IJI JEKTUHOB, COKPU-
CTAJUTM30BAaHHBIX ¢ MX jJuraHgamu [34—36]. Css-
3bIBAIOIINE CAWTHI JICKTMHOB COAEpPXKAT ITOJISIPHBIE
OCTaTKM, KOTOpPhIE 00pa3yloT BOOOPOIHBIE CBSI3U C
MHOTOYHCIICHHBIMIA THAPOKCWIBHBIMU TPYIIIIaMU
YIJIEBONOB, BO3HUKAIOIIME IIPY 3TOM OOIIMpPHBIC
CEeTU M3 BONOPOMHBIX CBsI3€ii, UTPAIOT KIIOUYEBYIO
poib B cnenrpuke auranga. Bo B3anmomneiictBuu ¢
JINTAaHIOM YYacCTBYIOT TaKXe apoMaTHIecKue 00Ko-
BBI€ LIETIM OCTATKOB TpUIITO(haHa U TUPO3MHA, HOHBI
KaJbLIMsl WIM Maruus [6, 15].

DT MeXaHU3MBl HCHOJB3YIOTCS B JIEKTHMHAX
pa3IUYHBIX CEMEICTB IJI CBSI3BIBAHUS MOHOCAXa-
PHMIHOTO OCTOBA B IIEPBUYHOM CaiiTe CBSI3BIBAHUS,
HO BBICOKAsl CEIEKTMBHOCTh M Pa3HOOOpasue Ho-
CTUTAIOTCS 3a CUYET JOIOJIHUTEIbHBIX U BTOPUYHBIX
CaiiTOB CBSI3BIBAaHMSI, KOTOPBIC YCUJIMBAIOT KOHTAK-
THl C OJINTOCAXapyUIaMM WIM IJIMKOKOHBIOTAaTaMMU.
JOIMOMHUTENbHBIC CAMTBI CBSI3BIBAHMS 9aCTO YHHU-
KaJTbHBI JJIST OTAENIHBHBIX YJIEHOB ceMencTB [37].

CmibHOE CcpoIcTBO (B MUKPOMOJISIPHOM-Ha-
HOMOJISIDHOM JWalna3oHe) JIEKTUHOBBIX IOMEHOB
C JINTAaHIOM 4YacTO peajin3yeTcs 4yepe3 MYJIBTHBA-
JICHTHBIe B3aumMoneiicTBus. Kiacrepn3oBaHHBIC
VIJIEBOI-CBSI3BIBAIOIINE CAlTHI MOTYT BO3HUKATH
Oyaromapsi HAIMYUIO IBYX WJIM 0OoJiee JIEKTMHOBBIX
IIOMEHOB B OIHOM O€JIKe, JIM0O B XOIe OJIUTOMEPH-
3allMi OJHOBAJEHTHBIX OenkoB [6]. st JEKTUHOB
MHOTOKpPAaTHO OIKCAHbI BApUAHThI IU- U TeTpaMe-
pH3alny, 9TO IMOBBIIIAET CIIEHU(UIHOCTD CBSI3BI-
BaHUS U ee BapnaberbHOCTh [37, 38].

3. PEAJIM3ALIMA OYHKIIUN JTEKTUHOB
B PA3JIMYHbBIX KJIETOYHbIX
KOMITAPTMEHTAX

IlaTHanuaTh-aABagLIaTh JIET Ha3ad MCCIeqoBa-
HUSI POJIM JIEKTUHOB B PACTUTEJIbHOM OpraHU3MeE,
KOTOpbIE IIMPOKO OBbLIM MpeaCTaBACHbI U B Halei
CTpaHe, ObLJIM COCPEIOTOYEHBI HA EMMHUYHBIX, B OC-
HOBHOM BOIOPAaCTBOPUMBIX, JeKTHUHaX. B KauecTBe
OCHOBHBIX MHCTPYMEHTOB HCIIOJIb30BaJIaCh peak-
s aTTIIOTUHALIAY 1 (B PEIKUX CIydasx) UIMMYHO-
XMMUYECKHE MOAXOAbl, a COAECPXKAHUE OTIEIbHBIX
JIEKTUHOB CONpSTaJloCh C BO3IEUCTBHEM OIpene-
JIEHHBIX (PAaKTOPOB pa3aUdHON Tipuponsl [39—41].
OcHOBHBIE uAen 0 (PYHKIUSIX JIEKTMHOB B pacTe-
HUSIX, pa3paboTaHHBIE B TO BpeMsl, MOXXKHO CYMMU-
poBaTh CAeAyIIUM 00pa3oM: 1) JTeKTUHBI HYKHBI
JIJT1 y3HABAHUS ITATOTEHOB U OOPLOBI C HUMU, 2) He-
KOTOpPBIE JEKTUHBI OTHOCSITCS K 3alTaCHBIM OeIKaM,
MOCKOJIbKY HaKaIlJIMBAIOTCS B 3HAUMUTEIbHBIX KOJIU-
Ne 2
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yecTBaxX (B OCHOBHOM B ceMeHax); 3) Mpu pasind-
HBIX BO3ACHCTBUSIX MOXKET IIPOMCXOIUTH U3MEHEHHE
conepXaHUs N3y4aeMbIX IEKTUHOB.

OMUKCHBIE TE€XHOJIOTUM BBISIBUWIM COTHU Oell-
KOB C JIEKTUHOBBHIMM OOMEHAMM, OTHOCSIIHUECS K
nmecsaTkaM ceMelictB [2, 15]. boraryio numy s
pa3MBIIUIEHUIT 0 QYHKIIMSIX JISKTMHOB HAIOT IIOJ-
HOT€HOMHBIE MCCIENOBAaHUS TPAHCKPHUIITOMOB IS
(pM3MOTOTMYECKY OTINIAIONINXCS 00pa3IoB PaCTH-
TeJIbHBIX TKaHel [ 18, 19]. Ha ocHoBaHnu MHOXeCTBa
THUIIOB CTPOEHUS JIEKTUHOB 1 pa3IMYHOIO XapaKTepa
nx muddepeHINATbHON KCITPECCUN MOXHO Cpasy
MpearojaraTh MHOTOYMCICHHOCTh (DYHKIIMI, YTO
JIOIOJIHUTEIBHO ITOAKPEIUIIETCS pa3HOOOpa3ueM 1
crnenUKOM JIOKATU3aln OETKOB C JIEKTMHOBHI-
MU ToMeHaM¥ B pacteHnu (puc. 3). Tak, HarpuMep,
OBLIO CoEIaHO IPEANOJIOKEHHE, YTO IIATTEPHBI 3KC-
MIPECCHUM T€HOB OCJIKOB C JIEKTMHOBBIMU JTOMEHAMU
B TKaHSIX CTeOJISI JIbHA CBSI3aHBI C OTIIOXEHUEM pa3-
JIMYHBIX TUTIOB KJIETOYHBIX CTEHOK [18]. MBI Oynem
paccMaTpuBaTh HAKOIUIEHHBIE JaHHBIE O MEXaHMU3-
MaX (QYHKIIMOHUPOBAHUS YITIEBOI-CBSI3BIBAIOIINX
OCJIKOB B IIPUBSI3KE K Pa3IMIHBIM KOMITAPTMEHTAM
PaCTUTEIILHOM KIIETKH.

3.1. Pasznoobpasue u QpyHKuuu 1eKmuHos,
NOKAAU30BAHHBIX 8 BAKYOAU

BHyTpu KIIeTKM JIEeKTHUHBI IIPEACTaBICHB B pa3-
JINYHBIX OpraHaxXx M B MHOTOYMCJIEHHBIX KOMIapT-
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MEHTax pacTUTeIbHOI KileTkm (puc. 3). B xomm-
YeCTBEHHOM OTHOILIEHUU OOJbIlIEe BCETO JIGKTUHOB
0oOHApyXMBaeTCd B CEMEHAX U 3aracalollnX TKAHIX
(ykoBuma, Kopa, kopHesuie) |7, 8, 13]. Otu 6en-
KM JIOKAJIM30BaHBI B BUie OEIKOBBIX TEJI B 3araca-
Iollleil BaKyoJIM, TIe OHU MOTYT BBHICTYIIATh B POJIU
BHYTPUKJIETOUYHBLIX 3aIlacOB a30Ta IJISI MOJIOAOTO
pacTeHus1, 1100 BBIMOJHSITh 3alUUTHbIE (DYHKIIWH,
SIBJISISICH HETIOCPEACTBEHHO TOKCUYHBIMU JIJISI ITaTO-
reHoB [44, 45]. I1o mpuumHe BEICOKOTO COAEePKaHUS
MMEHHO TaKue JIEKTUHbI ObUIM BIEpBbIE OOHApy-
KEHBI U OXapaKTepU30BaHHI y pacTeHuil. CaMbIMU
M3BECTHBIMU TPUMEPAMU TaKUX JEKTHHOB SIBJISI-
IOTCSI PULIMH M3 KIeIeBUHBI (Ricinus communis),
(puToreMarnmOTUHUH 13 (acoid OOLIKHOBEHHOM
(Phaseolus vulgaris) n arrIIOTMHUH U3 TTOICHEXHM -
ka (Galanthus nivalis) — TipencTaBUTENIN CEMENCTB
puunH B, Legume u GNA coorBerctBeHHO [10].
DT BaKyoOJSIpHBIC JICKTMHBI PEaM3yIOT 3alllnT-
HyI0 (YHKIIMIO, NEICTBYS B XKEIYyIOYHO-KUIIIEYHOM
TpaKTe HACEKOMBIX, IIc OHM MOTYT CBSI3BIBATBCS C
IJIMKOIIPOTeMHAMU SIIUTEINAIBHBIX KJIETOK [8].

B Bakyonu B crienMaabHbIX O€JKOBBIX 00pa3o-
BaHMSIX (JIIOTOMIAX) JIOKATM30BaH OElIOK TeBEeWH,
JNABIIMI Ha3BaHUE COOTBETCTBYIOIIEMY JIEKTUHO-
BOMY JIOMEHY, KOTOPBI CBSI3BIBACT XUTUH MeMOpaH
pa3IMYHBIX maToreHoB [46]. 3amuTHas (GYHKIUS
BaKyOJISIPHBIX JICKTUHOB, IIPUHAJIEKAIIINX CeMeii-
CTBY T€BEMHOB, peau3yeTcs Yepe3 MHrMOupoBaHue

rOPMOHaNBLHLINA
CUrHanNWHr

Aerpagauma

6enkoe e

dzon,qwr
6enkos

_ S &)

rNMUKO3MNu-
poBaHWe ¢=

Benkos {

|

3KCnpeccua
reHoe

"

e s i o
pemMopenvHr
XpomaruHa

\____;_______J
BUoMEXaHMKE
KNeToYHOW

CTEHKK

®

Puc. 3. CybOxierouHas JIOKanu3aiusl pacTUTETbHBIX JIEKTUHOB [4, 18, 42, 43]. PucyHok co3maH ¢ momotisio biorender

(https://www.biorender.com/).
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pOCTa IMaTOreHHBIX TPMOOB IIPU IIPOPACTAHUU CEME-
HU [47]. JIpyrre n3BecTHBIE OCJIKM CeMEMCTBa TreBe-
WHOB — armIIOTUHWH 3aponbiieit mureHuisl (WGA)
" armmoTUHUH KpanuBbl Urtica dioica (UDA). Te-
BEUHBI, IOMMMO YIJIEBOI-CBSI3bIBAIOIIETO JOMEHA,
yacTo nMeroT C-KOHIIeBOI KaTaTUTUIECKUI TOMEH
XUTUHA3bl. AHTU(QYHTUIUIHBIE CBOMCTBA XUTHUHA3
00€eCIIeunBaIOTCs HEIOCPEACTBEHHO KaTaJIuTH4e-
CKMM IOMEHOM, OOHAKO IPUCYTCTBUE JEKTUHOBO-
ro JOMEHa MPUBOIUT K YCUJIIEHUIO 3TOTro 3 deKra,
MPEAIIONOXNUTENIPHO, 3a CUeT yBennueHUsT appuH-
HocTH Oenka K cyocrtpary [48]. ComracHo Hab6mI0-
JeHusM, gooasneHue reeendHa 1 UDA K rpu6koBoii
cpeje IMPUBOAUT K 00pa30BaHUIO TOJICTHIX TU(, a He
K X JIM3UCY, KaK IIpY BO3IENCTBUU XUTHUHA3 0Oe3
JIEKTUHOBOTO IOMeHa. bpoKapT ¢ coaBT. IIpearono-
KWIM, YTO 3TH HEOOJBIINE XUTUH-CBSI3bIBAIOIINE
OeslKM 00pa3yloT MOIMNEPEeUYHbIE CBSI3U C XUTUHOM,
MpeaoTBpalias pocT KJIETOK Ha KOHYMKAaX pacTy-
mux Tud [49]. D10 CBsI3BIBaHME MOXET 3aMEIIUTD
pocT rug, neiicTBys Kak repBasi JMHUS MHTETPUPO-
BAHHOM CUCTEMBI 3A1IUTHI PACTCHUIA.

OnucaHo TakXKe y4acTHe BaKyOJISIPHBIX JEKTHU-
HOB (mipencrasureneit cemeiictB Legume 1 GNA)
B IIpolleccax Peryjssliny KOHIIEHTpalluu CBOOOI-
HBIX caxapoB, oOpasyloluxcss B Xxoae (POTOCUH-
TETUYECKOI0 IMKJIAa BOCCTAHOBJICHMS yIiiepoma H
TPaHCIIOPTUPYEMBIX M3 XJIOPOIUIACTOB B BaKyOJIH
KJIETKY, TIe IPOUCXOOUT OOpaTHUMOe CBSI3BIBAaHUE
VIJIEBOIOB C JIEKTMHAMU Y IIPUIAHNE UM OCMOTHYE-
ckoit nHepTHOCTH [9, 50]. B TO Xe BpeMst oOpaTu-
MbI€ B3aMMOICHUCTBUS JIEKTUH-YIJICBOMI TIO3BOJISIOT
MONAePKUBATh OOCTATOYHO CTAOWIBHBIN YPOBEHB
YIJIEBOIOB 111 HEMEMICHHBIX S9HEPreTUIECKUX T10-
TpebHocTei [9].

B Bakyonmm oOHapyXWBaIOTCA TaJaKTO30CBSI-
3pIBAIOIINE TIPEACTABUTEIN CEMENCTBA IKaKaJll-
HOB [51]. ITo naHHBIM OMOMH(pOPMATUUECKOTO aHa-
JI3a IIOCJIeA0BATEIbHOCTE! IEKTUHOB IIpencKa3aHa
JIOKAJIM3ays B BaKyOoJd W HEKOTOPHIX IIPEACTaBU-
teneit cemeiictB LysM m CRA [3].

3.2. Pasnoobpasue u pyHKyuU 1eKMUHO8,
JAOKAAUB0BAHHBIX 8 S0pe U YUmoniasme

B ropasmno MeHBIIINX KOJIMYECTBAX, B CpaBHEHUN
C BaKYyOJISIDHBIMHU, B KJIETKE COHCPXKATCS JICKTUHHI,
MIPEUMYIIECTBEHHO JIOKAIN30BaHHBIE B SIAPE U IIH-
ToIuia3Me. ECTh psim JIeKTUHOBBIX CEMEICTB, IIpeI-
CTAaBUTEIM KOTOPBIX MMEIOT TOJIBKO SIEepHO-IIM-
ToIjla3MaTuueckylo jJokanusauuio — ABA, EUL,
Nictaba, amMapaHTUHBI, LIMAHOBUPUHEI (puc. 3).
I[Ipu sTOM, B 3THUX KOMIIAPTMEHTaX MOIYT IIPU-
CYTCTBOBATh M IIPEICTABUTEIN HEKOTOPHIX APYTHUX
CEMEICTB JICKTUHOBBIX OCJIKOB, MMEIOIIMX OoJjee
IMUPOKU HAOOP MECT JIOKAIW3alldM, HaIpUMEp,
GNA, Legume, xxakanuHsl (puc. 3).

BepositTHbie MexaHU3MBI peanu3anuy (GyHKIIA
JICKTUHOB B SIIEPHO-IIUTOILIA3MATUIECKOM KOM-
MapTMEHTE CBSI3aHBI C MX yYacTHEM B IIpolieccax
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TpaHcriopta PHK 1 6e1K0B B i1p0 U yHKIIMOHUPO-
BaHMEM HYKJIEOIIOp, a TaKxKe MomrduKaIieil TucTo-
HOB HyKJIe0COM. CBSI3b ¢ (PYHKIIMOHMPOBAHUEM HY-
KJICOTIOp IIPEArojiaraeTcs Mo aHaJIOTMH ¢ KJIEeTKaMu
KMBOTHBIX U JUISI pACTCHMI ITOKA He TIOATBEPXICHA.
B wactHOCTH, TTOKA3aHO, YTO UMITOPT OCIIKOB B SIIPO
KJIETOK >KMBOTHBIX WHTHUOMPYETCS armIIOTHHUHOM
3apoapiineid meHuubl (WGA), clocoOHbIM CBSI-
3BIBAaThCS C IIMKOIIPOTEMHAMM SIICPHBIX II0p, B3a-
nmoneiictBys ¢ O-GIlcNAc octatkamu [52]. Bropoe
MIPEATIoNOXEeHe OCHOBAHO HA TOM, YTO €AMHUYIHEIC
octatku N-auerunrmoko3damuHa (GlcNAc), coequ-
HeHHbIe O-TIIMKO3UIHO CBSI3BIO C OCTATKAMM CEPH-
Ha WIX TPEOHWHA — pacIpoCTpaHeHHas ITIMKOMO-
IUKaUs SIePHO-IUTOIUIA3MATUIECKIX OEIKOB.
OHa xapakTepHa, BYaCTHOCTH, JIJIsI psida KOPOBBIX T -
CTOHOB, TIPUYEM YPOBEHb NX O-TIMKO3MINPOBAHUS
3aBUCUT OT (pa3bl KeTouHoro uukia [53]. ITokazaHo,
yto ructoHbl H2A, H2B u H4 saBnsioTcss MUILIEHSIMU
psina JekTrHOB Ipynibl Nictaba, U 3To B3auMoneii-
ctBue 3aBUcUT OT Hammuust O-GIcNAc [54]. Hc-
cJiemoBaHUE TpeX HeXMMEpPHbIX romosoros Nictaba
A. thaliana (0o603HaueHHBIX KaK AN3, AN4 u ANS)
nokaszano, YTo AN4 u ANS noKanusyrorcs B siape 1
HuToI1asMe, Torna Kak AN3 — ToJIbKO B IMTOIUIa3Me
[55]. CeasweiBanue Nictaba ¢ O-GIlcNAc-mogudpuim-
POBaHHBIMU TUCTOHAMMU B SIAPE ObLIO MOATBEPKAECHO
in vivo [53]. DTH JaHHbIE TTO3BOJISIOT MPEANOJIOXHUTD,
yro Nictaba aeiicTByeT KaK MOOYJISITOP 3KCIIPECCUU
TEHOB, UCMOJIb3Yysl peMOIEINPOBAHUE XPOMATHHA.
st ocoboil rpymnnbl OSIKOB BHYTPU CeMeit-
ctBa Nictaba, a UMeHHO IJid (PJIO3MHBIX OEJIKOB
PP2, 6b1710 npeanoaoxeHo B3aUMOIeiiCTBIE ¢ pa3-
JuyHbIMU MoJekyaamu PHK, B yacTHOCTU C BbI-
COKOCTPYKTYpPUPOBaHHBIMM BuUpouaHbiMu PHK
[56]. beaxu PP2 (phloem protein) U3BECTHEHI ellie
¢ 70-x romoB MpOIIOrO BeKa, OOHApy>XeHbl MpU
MPOTEOMHBIX aHaaM3aX (PJIO3MHOIO CoKa IMpeacTa-
BuTenelt cemeiictBa Cucurbitaceae v mo3gHee ObUTH
oxapakTepu3oBaHbl Ha ypoBHe CDNA [57]. OTu xu-
TUH-CBSI3bIBAIONIMEe OENKU SBISIOTCS CTPYKTYp-
HBIMU OeJKaMHu MPOBOASIINX 3J€MEHTOB BBICIIMX
pacteHuii. Ilociie uneHTU(PUKALIMU B JIUCTBSIX Ta-
0aka MHAYLIMPYEMOIrOo CTPECCOM JIEKTMHA, Ha3BaH-
Horo Nictaba, cTago NOHSTHO, YTO B HoMeHe PP2
MOMMMO YIJIeBOA-CBs3biBaloiero Nictaba-nomeHa
MPUCYTCTBYET IOMOJHUTENbHAs N-KOHLeBas I0-
CE€I0BATEIBHOCTL (IIPUOIM3UTENBHO U3 65 aMu-
HOKHCJIOTHBIX OCTaTKOB) M KopoTkKasa C-KoHleBast
MOCJeA0BaTeIbHOCTD, CoAepKallias ABa UUCTEUHO-
BBIX OCTaTKa, BaXKHBIX JJIsI 00pa30BaHUSI MEXMOJIe-
KYJISIpPHOI TUCYAb(MUAHOM CBSA3U MEXIY JeKTUHAMU
PP2 u ¢nosMHBIMU OenKaMU HENEKTUHOBOM TPU-
ponbl PP1. IucynbduaHas cBs3b pOpMUpPYETCS TPU
MOBpEeXIeHUN (DIO3IMBI U KOHTAKTE CTPYKTYPHBIX
OEJIKOB C BO3AYXOM M, KaK CJIEICTBUE, 0Opa3yeTcs
CTPYKTYypa HamnomoOue XKeCTKOTO Tefisl, 4YTo, MO-BU-
JUMOMY, TIpeaoTBpallaeT UHPUIMPOBaHUE MTOBpe-
KIEHHOI TKaHU MUKpoopraHusMamu [58].
Ne 2
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Hekotoprie 6enkm ¢ momeHoM Nictaba Moryr
B3aMMOIEHCTBOBaTh M C BBICOKOMAaHHO3HBIMHM U
ciaoxXHbIMM N-mnkaHamu. C UCIIOIb30BaHUEM Te-
HETUYECKON KOHCTPYKILIWM, B KOTOPOM I€H, KO-
pyIOLIMIi TaKo# 610K, ObLI CIIUT C MOCAeI0BaTeIb-
HOCTbIO, KOOUPYIOLIEH 3eAeHbIi (payopecleHTHbIA
6enok (GFP), mokazaHo, 4To pacIiojiokeHUEe Me-
yeHoro Oenka Nictaba B gape pacTUTEIBHON KIIeT-
KM co BpeMeHeM MeHsercs [59]. Yepes mBammaTh
YyeThIpe Jaca mocjie TpaHcopMamu Kietok BY-2
MedeHbIii Nictaba ToMOTeHHO 3KCIIpeccUpOoBalIics B
siApaxX pacTUTEIbHBIX KJIETOK. B manmpHelIeM 1eK-
TUH HaKaIUIMBAJICS Ha SIIepHOI 000JI0UKeE.

C da3zoil KJIIETOYHOTrO IMKJIA CBSI3aHa pean3a-
g QYHKIUN OpyTroi TPYIbI JICKTUHOBBIX OEJTKOB
C SIEpHOM JNOKaau3aluned — CIeHU(PUIHBIX I
pacTeHUil KMHE3WMHOB, MMEIOIIMX MAJIEKTUHOBBIA
noMeH [60]. Mx skcnpeccus MOBBILIEHA B TKAHSIX
C BBICOKOW JI0JIElf MHTEHCUBHO NENSAIINXCS KIIETOK
M, BEpOSITHO, OHU, KaK W IPyrue MOTOPHBIE Oeil-
KM, BOBJICUECHBI B MPOLIECCHI KJIETOYHOTO AEICHUS.
BHyTpukieTouHas JoKaau3anus KMHE3MHOB C Ma-
JICKTUHOBBIM JOMEHOM MEHSIETCSI B 3aBHCHMOCTHU
OT KJIETOYHOIO IMKJA: B MeTadasde UX JIOKaau3a-
s CBSI3aHa ¢ TYOY/JIMHOM BepeTeHa NeJIeHMs, a Ha
0oJiee IMO3MHUX CTAAMAX OHM OOHAPYXMBAIOTCS B
cpemHei 30He (pparmoIniacta, B MuHTepdase xe oelr-
KM JIOKAJIM30BaHBKI B A1Ipe, TM00 YIAISIOTCS U3 KIe-
TOK, KaK 3TO OBUIO IT0Ka3aHO IJISI KIIETOK CEMEHHO
ob6ostouku [60].

[IpenmomaraeTcst Takke ydvacThe JIEKTUHOB B
TaKOM CJIOKHOM PETYISITOPHOM MEXaHU3Me Kak
YOMKBUTUHUPOBAHNE, ITOCKOJIBKY HEKOTOPBIE JIEK-
THHOBBIE JOMEHHI (B yacTHOCcTH, Nictaba, LysM u
JKaKajJMH) B PaCTUTEIBHBIX TeHOMAaX IIPEICTaBIICHBI
B KOMOMHALIMU C OEJIKOBbIMM JoMeHamu F-box —
XapaKTepHBIM MOTHMBOM [UISI B3aMMOINCMCTBUS C
6enmkoM SKkpl, KOTOpPBIIT BXOOUT B KOMILIEKC, 0Oe-
CIIEYMBAIOIINIT TIPUCOCOIUHEHNE YOMKBUTHMHA IS
JaJbHENIIEro HampaBIeHUsT B IpoTeacomsl |2, 61].
YoukBuTUHUpOBaHUE OEJIKOB Y PACTEHUi, ITOMU-
MO CEIICKTUBHOI Ierpamalri OelIKOB, peryjmpyer
TaKKe ILIeJIbIil PsiI KIETOYHBIX IIPOIIECCOB, BKIIIOYAS
MONYJISIIIAIO  OeMOK-O€IKOBBIX  B3aMMOACICTBHIA,
Mop¢oreHe3, BOCIPHUATHE TOPMOHOB M CUTHAJIMHT,
KJICTOUYHBII IIMKJI, OTBETH Ha a0OMOTUYECKMIT CTpecC
M B3aUMOIEUCTBME pacTeHUil ¢ matoreHamu [62].
benok ¢ F-box nomMeHOM ompendensier CyOCTpaTHYIO
CIeu(pUIHOCTh KOMIUIEKCA, OCYIIECTBIISIONIC-
ro yomkBuTHHUpoOBaHMe. Kak mpaBuio, KOHCep-
BatuBHBbIM F-box goMeH pacnonoxeH ¢ N-KoHIa
OenkoBoIT MOJeKyibl, a C-KOHIIEBOM TOMEH SIBJISI-
eTCSI BapraOeJbHBIM 1 OTBEYAeT 3a CBSI3BIBAHHE C
O6enkoM-muleHblo. s F-box OGenka ceMeiicTBa
Nictaba y A. thaliana (At2g02360) skcneprMeHTalb-
HO IIPOIEMOHCTPUPOBAaHA BO3MOXKHOCTh PacIO3Ha-
BaHMS U N-, 1 O-TIIMKaHOB, CBUIETCIBCTBYS, YTO B
HEPOACTBEHHBIX OJIMIOCaXapUIHBIX MOTHUBAX MOTYT
HAXOIUTCS SIIMTOIBI, Y3HABaeMbIe OTHUM U TeM XKe
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JIEKTUHOBBIM JOMEHOM [61]. I psina Ipyrux mpe-
craBuTeneil rpynibl JeKTHHOB Nictaba ¢ F-box no-
MeHOM Y A. thaliana IponeMOHCTPUPOBAHO B3aNMO-
neiicteue ¢ 6enkamu ASK (Arabidopsis-SKP1-like),
ellle OMHUM KOMIIOHEHTOM KOMIUIEKCa YOMKBUTUHH-
poBaHus. Bce 3T0 maeT ocCHOBaHMSI IIPEATIONIOXUTD,
4TO, 110 KpaifHell Mepe, HEKOTOphIe JIEKTUHEI ¢ F-box
JOMEHAMI MOTYT UTpaTh BaXXHYIO POJIb B TOMEOCTAa-
3¢ DIMKONPOTEUMHOB, BOCIIPMHUMASI HEeIPaBUILHYIO
VKJIAAKy DIMKOIIPOTEMHOB M YJacTBYyS B YOMKBH-
TUH-IIPOTEACOMHOM CHCTEeME AeTpamaiii.

KoHnueHTpaumst spepHO-IUTOIUIA3MAaTUISCKIX
JICKTUHOBBIX OCJIKOB BHYTPU KJIETKM YacTO BO3-
pacraeT Ipu BO3ACHCTBUU CTPECCOBBIX (DAKTOPOB
pa3nuuHoil mpuponsl [51, 63]. DTH JITEKTUHBLI Ha-
3bIBAlOT “MHAOYyLMOEeNbHBIMKU . bbula pa3paboTaHa
KOHIICIIIINSI, COITIACHO KOTOPOIl JIEKTHH-OITOCpe-
MIOBaHHBIC OEJIOK-YIJICBOAHBIC B3aUMOICHCTBUS B
IUTOIIa3Me U SIpe WUTPaAloT BaXXHYIO POJIb B H-
3MOJIOTMU CTpeEcca pacTUTeNbHON KiaeTku [13, 63].
Cnenyet, OmMHAKO, OTMETUTh, YTO BO BCEX CIIyJasix
KOHIICHTpAIlUM LMTOIIa3MAaTUUECKUX JICKTUHOB
B TKAaHSIX pacTeHUil ocTaroTcsl HU3KUMHU. [loaTomy
OBLIO BEICKA3aHO IIPEAIIONOXKEHUE, YTO OTH JICKTHU-
HBbI YYaCTBYIOT B CUTHAJIBHBIX PEaKILUsIX B PacTH-
TETbHBIX KJIETKAX/TKAHSIX WM MEXIY pacTeHUSIMU
u apyrumu opranusmamu [10, 13, 51, 63]. Ilpen-
rnoJjiaraeTcs, 4YTO 3TU MPOLIECCHl TECHO CBS3aHbI C
WHTeHcUUKauueil N-TIMKO3WINPOBAaHUSI OEJIKOB
Mnpu cTpecce, MOCKOJbKY MHOTHE 3alllMTHbIE Oel-
KA ABISIIOTCST N-DIMKO3WIMpPOBaHHBIMU [51, 64].
AHanu3 yriaeBoa-0eJIKOBbIX B3aMMOACUCTBUIA -
MOHCTPUPYET, YTO OOJBIIMHCTBO PACTUTEIIBHBIX
JIEKTUHOB TPEANOYTUTEIbHEE B3aMMOIEHCTBYET CO
CJIOXXHBIMM BBICOKOMAaHHO3HBIMU N -TIIMKaHaAMM
(yrmeBogHble MOTUMUKALIMY TTMKO3UIUPOBAHHBIX
0EJIKOB), YEM C MOJIEKY/IaMH MPOCTHIX caxapos [65].
IIpeamnonaraercs, 4To 3TO CIPABEIJINBO U IS SIACP-
HO-IIUTOIUIA3MAaTUIECKUX JIEKTUHOB, XOTSI JAHHBIX
00 UuX YIIeBOAHON CIeuU(PUUHOCTH HAKOIMJIECHO
cpaBHUTeNILHO HeMHoro [51]. ITpeacraBieHsl apry-
MEHTHI B IOJIb3y TOro, yTo Nictaba MoxeT B3auMo-
JeicTBOBAaTh C N-IIIMKO3UJIMPOBAHHBIMU O€IKaAMU:
CBSI3BIBaHME JICKTUHA C SIIEPHBIMU O€JIKAMU ITOYTH
MOJHOCTBIO OTCYTCTBYET ITOCJIe 00pabOTKM o0pa3-
noB ¢epmentoM PNGazoit F, ocyuiectBasionieit
JeTIuKo3uiIupoBaHue [59].

B oTBeT Ha abMOTUYECKUE CTPECCOBBIE CTUMY-
JIbl, TOpaHeHWe, WH(OULUUPOBAHMUE, IOBBIIIACTCS
JKCIpeccust TeHOB KaKaJIuHOB [66]. DTo ceMeiicTBO
pa3nessioT Ha ABE TPYIILI IO YIIEBOXHOM CIEll-
NPUIHOCTU M CYOKJIeTOYHOM JoKamm3auun [13].
larakT030CBSI3bIBAIONINE TIPEACTABUTEIN JIOKAIM -
30BaHbl B BaKyoOJIsIX, TOrIa KaK MaHHO30CBSI3bIBa-
oue — B gape U uurtoriasme [67]. st HEKOTO-
PBIX IpeACcTaBUTeNei OblIa MOKa3aHa BO3BMOXHOCTh
HeKJacCU4ecKoil cekpeuuu B anoract [68]. Ia-
JIAKTO30CBSI3BIBAIOIINE KAKAJIMHBI XapaKTEPHBI
JIJISI PACTEHUIA CEMEMCTBA TyTOBBIE, TOIMA KaK MaH-
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HO30CBSI3bIBAIOIINE PACIIPOCTPAHEHBI Y BCEX 3elIe-
HBIX pacteHuit [13]. XKakaauH-momoOHBII 6eToK
JAX1 A. thaliana Moxet obecrniednBaTh YCTONYM-
BOCTh pacTeHMsI K MOTEKC-BHUpPyCaM 3a CUET CHHU-
KeHud HakoneHus BupycHoit PHK [69]. JomeHbI
JXKaKaJnHa, CyIsl IO BCEMY, TaKXKe MOTYT CIYXHUTh
JIOBYIIKAMM JJIST MOJEKyI-3(p¢PeKTOpOB IaTore-
HOB, CIIOCOOCTBYSI YCTOMYMBOCTH PaCTeHUS K MH-
¢drumposanmio [70]. Jaa Genka Orysata (Tipen-
CTaBUTEIb CEeMeMCTBa KaKaJWHOB Yy puca) ObuLIa
IMoKa3aHa BBICOKAs MHCEKTHLMAHAS aKTUBHOCTD
[71]. Insg HeKOTOpbIX OEIKOB IOKa3aHa BO3MOX-
Has poJib B IIpoIieccax POCTa U Pa3BUTUS pacTeHUI
[72]. ZKakanmH-ponCcTBEHHBIE OEJTKU, JTEKTUHOBBII
IOMEH KOTOPBIX COCOVWHEH C OTUPUTeHT-IOMEHOM,
MOTYT OBbITh BOBJIEYEHBI B MpPOLECChl OMOCUHTE3a
JINTHWHA, TIOCKOJBKY OCJIKM CeMeiicTBa IMPUTEHT
pacTeHUii IPUHUMAIOT YIacTHhe B 00eCIIeYeHUH pe-
TMO- U CTEPEOCEIEKTUBHOCTA pPEaKIMii COemMHe-
HUSI MOHOJIMTHOJIOB B motumep [73, 74].

K samepHO-LMTOIIa3MAaTUYECKUM  JIEKTUHAM
OTHOCATCS M amapaHTuHHBI (puc. 3). Tounas pyHK-
Ius 3TUX OEJIKOB HEM3BECTHA, IIPEIroJiaraercs,
YTO OHM YYACTBYIOT B CTpeCcC-UHAYLIMPOBAHHOM
CUTHAJIMHTE U CIIOCOOCTBYIOT afaITallii pacTeHUM
K HeOsaronpusSTHBEIM yciioBusiM [75]. CyiecTBeH-
HOE TIOBBIIIEHUE 3KCIIPECCUM T€HOB aMapaHTUHOB
HaOIonaiy B KOHYMKaX KOPHEH IMPOPOCTKOB JIbHA
YCTOMYMBHIX K (py3apro3y COPTOB IIPH 3apaxkeHUU
Fusarium oxysporum |76].

ArrmotuauH FEuonymus europaeus (EEA, ce-
metictBo EUL), BriepBeie 0OHapyXKeHHBIN B 1954 1.,
TaKkKe BXOOWUT B TPYIMILy CTPeCcC-MHAYLMOEIbHBIX
OCJIKOB C JIEKTUHOBBIM HoMeHOM. CeMelCTBO JIeK-
uHOB EUL mnpucyTcTByeT y Bcex Ha3eMHBIX pac-
teHnit [24]. HecMoTpss Ha BBICOKOE CXOACTBO B
AMMHOKMCJIOTHOM MOCJIeIOBaTeIbHOCTH, IS Oell-
KOB 3TOTO CEeMEICTBa IOKa3aHa pa3jIMyHasl yIie-
BomHag crenuduyHocTh [77, 78]. Jns mexTmHa
puca OsEULDIb mpm momomm JIByTMOPUIHOTO
ananm3a n BiFC (6umonekymsipHOii (piayopecieHT-
HOM KOMIUIEMEHTAIIMM) TI0Ka3aHO B3aMMOICH-
creue ¢ JHK-cBsaswiBatomum 6enkom MNBIB,
TUCTOHOM 4, S-ageHO3WIMETUOHUH CHHTAa30il 2
U pSAOM APYIUMX CTPECCOBBIX OEJIKOB B YCIIOBU-
six 3acyxu [79]. EmmHCTBeHHBINM O€JI0K ceMeicTBa
EUL, oGHapyxeHHBII v A. thaliana, o6o3Hauae-
MbIit ArathEULS3, nmeeT nmToriasMaTUIeCKyo 1
SIIEPHYIO JIOKAJIM3AIUIO IIPU OTCYTCTBUU CTpecca,
OIHAKO CITOCOOEH K HEKJIACCHMYECKOIl CeKpelun
BO BHEKJIETOYHOE IIPOCTPAHCTBO IO BO3IEHCTBU-
eM cTpeccoBbIX (pakTopoB [77, 80]. ArathEULS3,
CyIsI IO BceMy, HeoOXoauM st (pyHKIIMOHHUPOBA-
Hus yereun [81]. Takske BBICKa3aHO TIPEITIONOXKE-
Hue, yto ArathEULS3 MoxXeT OBITH YacTblO OoJiee
KPYITHOTO OEIKOBOTO KOMIUIEKCA, BKIIIOYAIOIIETO
oorateiii mmnuHoM PHK-cBg3pIBatommii 0ejok, n
TaKKM 00pa3oM y4acTBOBATh B PETYIISILIMU IIPOIIEeC-
coB TpaHckpunun [80].

®U3NO0JIOTUA PACTEHUM

INETPOBA u np.

3.3. Dynxyuu 1ekmurno8, 10Kau306anHbIx 6 1P
u annapame loavoxcu

B sHmoMemOpaHHOII cHCTEMe JIOKAJIM30Ba-
HBI 0COOBIE JIEKTUHBI, UMEIOIINe CIeHn(PUIECcKyIO
¢ysK1IMIO. Peub uaeT, B mepByIO o4epenb, O Kajabpe-
TUKYJIMHAX, HA3BaHNE KOTOPBIX IIPOUCXOIUT OT ABYX
CJIOB: KaJIbIIMA U PeTUKYIyM. B sHmomiazmaTude-
CKOM PETHKYIyMe CBOOOTHBIC KaIbPETUKYIUHBI 1
MeMOpPaHOCBSI3aHHBIC KaJIbHEKCUHBI BBIIIOIHSIOT
pOJIb IIAIICPOHOB U BOBJICYEHBI B “KOHTPOJIb Ka-
yecTBa” INIMKONIPOTeMHOB. CBSI3BIBasI ITIMKAHOBBIC
CTPYKTYPBl HOBOCHHTE3UPOBAHHBIX OEIKOB, 3TH
JIEKTUHBI IIPEAOTBPAIal0T WX HECIeIU(pHIeCKYIO
arperamnyio 1 CIIOCOOCTBYIOT IPaBUJILHOMY IIPOTe-
Kaumio 3tanoB donmuHra [82]. JlaHHBIIT mpoliecc
BeCbMa KOHCEPBATHBEH Y KMBOTHBIX U PAaCTECHUIA,
YTO CBHUIETEIBCTBYET O €T0 BaXXHOCTU TSI (PU3HO-
sorum Kinetku [83]. B kireTkax JKUBOTHBIX POJIb ITa-
TIEPOHOB BHITIOIHSIOT TAKXKE MAIEKTUHBI, IIPH 9TOM,
Yy pacTeHU 3TH OEJIKK Jallle MMEIOT MHYIO CyOKIIe-
TOYHYIO JIOKAJIM3AIIO U He BOBJICUCHHI B IIPOIIEC-
cbl pommuHra. OmHAKO B HEeTaBHEM HCCIICAOBAHUM
OBUIO IIPONEMOHCTPUPOBAHO CBSI3BIBAHHE MaJleK-
tuHa puca OsMLDI1, nokanusoBanHoro B DIIP u
anmnaparte loabaku, ¢ romojoroMm pudodopunHa I
puca (OsRpnl) — ongHO# U3 CyObeAMHULL KOMILIEK-
ca oJjurocaxapwiTpaHcdepasbl, 3aleiiICTBOBAHHOMN
B KOHTpPOJIe Ka4eCTBa ITIMKOIIPOTEHHOB [84].

B anmapate Tonbmxu JOKaauM30BaHbl OEJIKU
¢ TrajakTo3wiTpaHchepa3sHBIM ITOMEHOM CeMeii-
ctBa 31 (GT31), KoTOphIE Y KMBOTHBIX YY4AaCTBYIOT
B CO3peBaHUU N-TIIIMKAHOB; CpeAu HUX €CTh IPYII-
na XUMEPOJEKTUHOB C TaJeKTUHOBBHIMM JIOMEHA-
Mmu. Y A. thaliana (Mo tTaHABIM (PUIIOTEHETUYECKOTO
ananm3a cemeiictBa GT31) Takue XUMepOTEKTUHBI
BBIIEJISTIOT B OTHOENbHOE TToncemMeiicTBo 1. I omHo-
ro 4ieHa IonceMelictBa, obo3sHadaemoro GALTI,
3KCIEPUMEHTAJIbHO YCTAaHOBJIEHO y4YacTHE B CO-
3peBaHMU NN-TJIMKAHOB: OH BBIIIOJHSIET (PYHKIIUIO
raJakTo3WwITpaHcGepasbl U IIEPEHOCHUT TajlakKTo3y
(Gal) Ha xonneBoii octatok GIcNAc ¢ ¢popmupo-
BaHUeM [3-1,3-cBsI3M HA HaYabHOM 3Tare GopMu-
poBanwus srurTorna JIpionca [85]. B crpykType Oenka
TaJICKTUHOBBII TOMEH PaCIIOIOXeH MexXay N-KOH-
LIeBOM 00J1aCThI0, OTBETCTBEHHOM 3a 3asIKOpUBaHUE
Ha MeMOpaHe, U KaTaluTudeckuM gomeHom. Ilpen-
roJiaraeTcs, YT0 HU OOMH U3 APYTHUX YJICHOB IIOICEe-
MEICTBa HE YJ4acTBYeT B co3peBaHMU N-TIIMKAHOB
[82]. HemaBHO OBLIO MPEAIIOIOXEHO, YTO YJICHBI
3TOro IIOACEMEeIiCTBa, COmEpXKaIllero JEKTUHOBEIC
JIOMEHbI, UHULIMUPYIOT OMOCUHTE3 apabuHorajak-
TaHa ITyTeM IIepeHO0Ca raJlakKTo3bl Ha TUAPOKCHUIIPO-
JINHBI apaGMHOTaJIaAKTAHOBBIX OeJIKOB [86].

3.4. Pasnoobpasue u pyHKUUU NeKMUHO8,
JAOKAAUB0BAHHBIX HA NAAIMAMUYECKOL MeMOpaHe
U 8 KAemO4HOll CmeHKe

IlomaBnsgmomee OOJBIIMHCTBO JEKTUHOB, JO-
KaJIM30BaHHBIX Ha ILJIa3MaTUYECKO MeMOpaHe W,
Ne 2
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COOTBETCTBEHHO, MMEIOIIMX IOCTYII K IJIMKaHaM
KJIETOUHOM CTEHKH, SIBJISIOTCS pPELenTop-IIog00-
HBIMU OelKaMM M KMHa3aMu. DTO NPeaCTaBUTEIN
6 cemeiicTs tekTrHOB: Legume, GNA, LysM, C-tu-
na, mainektnH-mogmooHele 1 CRA (puc. 3) [10, 87].
OHU y4YacTBYIOT B MOHUTOPHMHI€ COCTOSIHUSI KJIe-
TOYHOM CTEHKU, BO B3aMMOIECHCTBUU C CUMOMOH-
TaMHU U IIaTOT€HAaMU, SIBJISIIOTCS IIEPBHIM 3BEHOM B
LIEII0YKaX CUTHAJbHBIX KAacKaloB, 3aIlyCKaeMBbIX
OMOTHMYECKMMHU W aOMOTUYECKUMHU CTpecc-(aKTo-
pamu [10].

OrpoMHOe pa3HOOOpa3ue YIIEBOTHBIX CTPYK-
TYyp, C KOTOPBIMHU CTaJIKMBAIOTCS JICKTMHOBBIE HO-
MEHBI PELENTOPHBIX KMHA3, OIpeesieT mpeoodia-
JaHUEe BTOM apXUTEKTYPHl CPeIy BCeX JIEKTHMHOBBIX
O6enkoB pacteHMil: okojo 50% TocienoBaTeib-
HOCTE JIEKTMHOBBIX OEJIKOB COCTABIISIIOT pelleIl-
TOopHBIe KnHa3bl (Tabdi. 1). [Ipu sTOM 3HAUYUTENH-
HBIIl BKJIAaO B TaKyld MHOTOYMCJICHHOCTh BHOCST
IBa KPYIHBIX JIEKTUMHOBBHIX ceMmelicTBa — Legume
n GNA, 80—90% KOTOpBIX SBISIOTCS KMHA3aMH.
DBOJIIOIMOHHbBIC PACHIUPEHMS ITUX CEMEMCTB 1IN
3a CYET MeXaHM3Ma TaHIEMHOM MYIUIMKAILIMU, YTO
SIBJISICTCSI PACIIPOCTPAHEHHBIM SIBJICHHEM Y pacTe-
HUM 1 MOXET IPUBECTU K (PYHKIIMOHAIBLHOM TUBEP-
reHunu reHoB [88]. B ommcanum ¢pusmomornueckoit
pOJU JIEKTUHOBBIX KMHA3 MCCJIEIOBAaHUS COCpPEno-
TOYEHBI B OCHOBHOM Ha pacIio3HaBaHUM UMU KOM-
TMIOHEHTOB MaTOTeH-aCCOIMMPOBAHHBIX MOJICKYJISIP-
HbiXx nattepHoB (ITAMII) n/mm60 MOJEeKyIIpHBIX
MaTTEPHOB, ACCOLUMMPOBAHHBIX C MOBPEXICHUEM
(IAMITI), nmerommx yriaeBOTHBIe KOMITOHEHTHI.

B BocmpusiTe N-aleTUIBHBIX TPYIIT XWATH-
HOBBIX oJuTocaxapumoB (KommoHeHTH I[TAMIT),
MOCTYMAIOMMX OT IIaTOr€HOB WJIM CHMOMOHTOB,
BOBJIEYEHbl Oenku ¢ gomMeHoMm LysM. Peunentop-
Hag kwHa3za A. thaliana AtCERKI1 (chitin elicitor
receptor kinase 1) sIBiIsIeTCsI OCHOBHBIM YYaCTHHUKOM
CUTHAJILHOTO MYTH PEHEIIUN XUTUHA U OEHCTBYET
B KauecTBe Kopenenrtopa [89, 90]. MccnenoBanus
KPUCTAIUITMIECKOM CTPYKTYPHI ITI0KA3aK, YTO OJIH-
TOMephl XUTHHA CBS3BIBAIOTCSI ¢ LysM-moMeHamu
mumepoB AtCERKI1 [91] u mpendronarajiock, 4To
AtCERKI1 y A. thaliana MoxeT CIyXUTb TPSIMBIM
penieriTopoM xuTrHA. OgHAKO IT03MHEee OBLIO 00HA-
pyXeHo, uto apyrasi kuHaza — AtLYKS — ¢ LysM no-
MEHOM Y A. thaliana neMOHCTpUPYET KPaTHO OOJIb-
Iee CpoACTBO K oymromMepaM xutnHa [92]. Kpome
TOTO, IIPUCYTCTBHE 3TOTO OelIKa HEOOXOmMMO IS
obpaszosannsa gumepoB AtCERKI1 n ¢ochoprmm-
pOBaHMS 3TOM KMHA3bI, B TO BpeMs KaK KMHA3HBII
nomeH camoit AtLYKS HeakTuBeH, HO HeoOXoouM
s B3anMopeiicteusg mexny AtCERK1 n AtLYKS.
Takum o6pa3oM, pelienuuss XUTMHOBOIO CHUTHaja
komriekcoM AtCERKI1-AtLYKS u ero mepemaua
Ha BHYTPUKJICTOYHBIE CHUTHAJbHBIE KacKagbl MHU-
TOTE€H-aKTMBUPYeMOil TmpoTernHkuHa3bl (MAIIK)
peanu3yercs 4yepe3 aKTUBHOCTh KWHA3HOTO TIOMEHaA
AtCERKI1 [93]. CTpyKTypHO pOINCTBEHHBIC XUTH-
Ne 2
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HY NENTUAONIMKAHBI KJIETOYHOI CTEHKM OaKTepuit
pacro3HalTcd peuenTopHbiIMU Oenkamu ¢ LysM
pomeHoM — LYM1 u LYM3, koTopble HEe UMEIOT KU-
Ha3HOI'O JOMEHAa 1 IJISI 3aIlyCKa BHYTPUKIICTOUHOTO
CUTHAJILHOTO KacKaja 3aIllluThl OT OaKTepHaIbHBIX
HHPEKLM yepe3 mpoiecchl pochopuIrupoBaHuUs
BMecte ¢ CERKI1 006pa3yioT peuenTopHbIii KOM-
wiekc [94]. MexaHU3MBI BOCIIPHMSITHSI CUTHAJIa de-
pe3 JIeKTUHHI ceMmelicTBa LysM y pa3HBIX BUIOB pac-
TEHU MOTYT pa3iandatbest. HampuMmep, y 6enka puca
OsCERKI1 nexTrHOBBI JOMEH HE B3aMMOIEICTBY-
eT CIenuUIecKd ¢ XUTUHOM U IIPEIIIojIaracTcs,
YTO C OJIMTOCaXapuIaMy XUTWHA B3aMOIEIiCTBYyeT
OsCEBiP (romonor LYM1/3) 1 0o0pa3yeT KOMILIEKC
¢ OsCERKI, 4T0 cnoco0cTBYeT pa3BUTHIO UMMYH-
HBIX peakumii y pactenus [95].

Poinb petenTopa onurocaxapuaoB XUTHHA IIPeENT-
ToJjiaraeTcs IJIsI KMHA3bl C YIJIEBOI-CBI3bIBAIOIINM
nomeHoM cemeiictBa CRA — CHRKI. Anomnact-
Hbelii fomeH CHRKI1 pgeMoHcTpupyeT 3HAYMTEIb-
HYIO TOMOJIOTMI0O aMUHOKHUCJIOTHOM MOCaen0BaTe/b-
HOCTM C XMTWMHA30#, HO He 00JagaeT XUTUHA3HOI
aKTMBHOCTbBIO, TMMOCKOJbKY B aKTMUBHOM LIEHTPE OT-
CYTCTBYIOT HEKOTOPbIE aMUHOKMCJIOTHBIE OCTATKHU,
3aJeiiCTBOBAaHHbIEC B peaau3aluy (PepMEeHTATUBHOI
¢dyHkimu xutuHaz [87]. s KMHA3HOrO JOMEHa
CHRKI1 nokazaHa BO3MOXHOCTb aBTOGoChopu-
JIMPOBAHUS U IKCIIEPUMEHTAIBHO MPOAEMOHCTPU-
poBaHa JIOKanu3alus 3Toro Oeilka B MeMOpaHax
pacTUTeNbHBIX KaeToK. Dkcnpeccus reHa CHRKI B
pacteHusix N. tabacum pe3Ko Bo3pacTaeT Ipu rpuod-
HOI MaTOreHHOM aTake W MHMULHUPOBAHUU BUPY-
coM TabauyHoi Mo3auku [87].

MeHee uM3ydeHHBIMU B KOHTEKCTe (DYHKIMOHU-
pPOBaHUS SIBJISIIOTCSI peLENTOp-TIoN00HbIE KUHA3bI C
JIeKTUHOBBIMU ToMeHamu Legume u GNA, Ho no-
Ka3aHO MX y4acTHe B MMMYHHBIX OTBETaX pacTeHUIA.
PeuenTopHble kuHa3bl ¢ Legume-goMeHOM MpU-
HUMAIOT ydyacTue BO B3aUMMOAECHCTBUU PacTEeHUil C
JpYyTMMM OpraHM3MaMMu (HacekoMble, OaKTepuH,
OOMMLIEThI, TPUOBI) U SIBJISIIOTCSI KOMIIOHEHTAMU CH-
cTeM 3almThl [15]. JlekTMHOBAas pelenTopHasl KuHa-
3a, NMpuHaaaexamas gaHHoMy cemelictBy, DORN1
(wmm P2K1), mpencrasnsier coboii MepBbIA pelen-
Top BHeKJIeTouHOoro AT®, mmeHTHOULIMPOBAHHBII
y pactenuii [30]. IIpu moBpeXxaeHUM KJIETOK pacTe-
HUS BCJIEACTBUE PA3JIMYHBIX CTPECCOBBIX CUTyallUit
MoJieKyIIBl AT® BEICBOOOXIAIOTCS BO BHEKJIIETOYHOE
MPOCTPAHCTBO U CJyKaT B KayeCTBE KOMIIOHEHTOB
OAMII, unnyuupys najiee COOTBETCTBYIOIIME Kile-
TOYHBIE pPeaKLMU (HalpuMep, MOBBILIEHNE YPOBHS
nuro3oisHoro Ca*t, dochopummpobanue MAIIK u
akcnpeccuio reHoB) [96]. [Toka He moay4eHO CBUIE-
TENBCTB TOTO, UYTO CIIeHM(PUIECKOe B3aMMOIEHCTBIE
mexay yrneBogamu u LecRLK Legume-tumna peanu-
3yeTCs MJIM MOXKET y4acTBOBATh B Iiepeaavye CUTHAIOB
ITAMII [4]. HakanmmmBaroTcsI CBEICHMS, UTO TIepe-
Jada curHanoB Takux LecRLK MoxeT ObITh onocpe-
JIOBaHa MOCPEICTBOM 0eI0K-0eIKOBbIX B3aUMOIEi-
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CTBUIA, HanpuMep, Ta ke KnHaza DORNI1 ygactByeT
B HOMIEPXKAHNUM aare3uy KJIETOYHOM CTEHKH K I1Ia3-
MaTUYeCKoii MeMOpaHe MOCPEICTBOM 0eI0K-0enKo-
BBIX B3aMMOIEHCTBUI C y4aCTMEM TPUIECOTUIHBIX
motuBoB Arg-Gly-Asp (RGD) [97].

Peuentopaeie knHa3bel ¢ GNA-ITOMEHOM pac-
MO3HAIOT BBICOKOMAaHHO3HbIe N-IMKaHbl. MMeH-
HO 4epe3 MaHHO3y HMAET CBSI3bIBAHHE KOMIIOHEH-
TOB KIJIETOYHOM CTEHKM IIaTOT€HOB JIEKTUHOM
nepua CaMBL1 (MaHHO30CBSI3BIBAIOIINIA JIEKTUH 1
Capsicum annuum), 9TO UTpaeT PoOjb B Pa3BUTUU
peakuuy TUIIepuyBCTBUTENbHOCTH [98]. JIekTrHO-
Bas pelenTop-IIog00HAasl KMHAa3a 3TOT0 ceMelicTBa
LORE (LIPOOLIGOSACCHARIDE-SPECIFIC
REDUCED ELICITATION) y A. thaliana aktn-
BUPYET MMMYHHBIII OTBET pacTeHMS 4epe3 B3au-
MOJAEUCTBUE C JUIIOIOoJIMcaxapuJaMu OaKTepuid,
YTO MHAYLMpPYET aBTopocdopuimpoBaHie JaHHO
pelenTop-noao0OHOi KUHA3kl U AajibHeliinee (oc-
(opunrpoBaHue €10 IIUTOILIA3MATUYECKUX KUHA3
PBL34, PBL35 u PBL36 [99]. PeuentopHast kuHa-
3a ¢ GNA-gomenoMm Tomonst PtRLKI1 — xkimtoueBoit
PEryJIsiTOp KOJOHU3ALUMU KOPHE pacTeHuit rpuda-
mu Laccaria bicolor [100]. dpyroit nmpencraBuTEIb
cemeiictBa GNA — SpSRLK-5 Tomara — saBisercsa
0enkoM ycToiunBoCcTH K F. oxysporum [101].

ITomMmumo ydyactussi B (DOpMUPOBAHUU 3aLLUT-
HOTO OTBeTa, HeKoTophle penentopbl ¢ GNA-mo-
MEHOM BOBJICYEHBI B IIPOLIECCHI POCTA U Pa3BUTHUS
pacteHmsi. JIGKTUHOBBINA JTOMEH IIPUCYTCTBYEeT B
aIToIUIACTHOM YacTH PELeNTOPHBIX KMHA3 S-JIOKY-
ca (SRK), ygacTByommx B pa3BUTUM peaklIMK Ca-
MoOHecoBMecTUMOCTH y Brassicaceae. O1tm KmHa3bl
CHOCOOHBI pacro3HaBaTh LIMCTEMH-OOratbie Oe-
Ky meITbIEI S-1Tokyca (SCR), kommpyembie TeM ke
S-TarmIoTHIIOM, YTO MPUBOOUT K MHTUOMPOBAHUIO
npopactanmg TeUTbLBI [102, 103]. Penemnrropnas
kmuHa3a A. thaliana ARK2 3a cuer B3auMoneicTBUS
¢ E3-nurazoii 9 (AtPUBY) yuyacTByeT B peryisimun
pocTta OOKOBBIX KOpHEIl B YCIOBHSIX (docdaTHOTO
ronoganwus [ 104]. OgHako B 060MX cIydasx IMpeaIro-
JlarTaeMble MAaHHO3O0CBSI3bIBAIOIINE CBOIICTBA JIEK-
trnHOBOTO nomMeHa GNA-tuma y LecRLK He Onumm
TIOOTBEPKICHBI.

K umciay manbojee aKTMBHO M3y4aeMBIX B IIO-
cJemHee BpPEeMsS OTHOCSTCS MaJIeKTUH-IIOMOOHEIS
oenku. Jnga kuHa3el FERONIA (FER) ¢ manek-
TUH-TIONOOHBEIM JOMEHOM IIPOIEMOHCTPHPOBaHA
MpsiMast CBSA3b C TOMOTAIAKTYPOHAHOM, KOMITOHEH-
TOM TIEKTUHOBOM COCTaBJISIIOIIEN KJIIETOYHOM CTEH-
ku [105], x0T B 11e710M MHPOPMAIINT O B3aUMOIEH-
CTBUU JICKTMHOBBIX JOMEHOB PELCITOPHBIX KIHA3
C YIJIEBOOHBIMHM CTPYKTypaMM KJICTOUYHOI CTEHKH
camoro pacteHust kpaiiHe Maino. KnHasza FER saB-
JISIETCI CaMOM WM3y4YeHHOW Ha CETONHSIIHUNA IEHb
n3 rpynnbl CrRLKI1L (6enkoB, ITOmOOHEBIX pelleln-
Top-nonoOHoit kuHaze 1 Catharanthus roseus). Pe-
LIENITOP-IOAO0HBIE KMHA3BI 3TOM TPYMIIBl UIPAIOT
POJIb CEHCOPOB COCTOSHMSI KJICTOUHOI CTEHKU pac-
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teHn1. C BHEKIIETOYHBIMU JOMEHAMM 3TUX OEJIKOB
CIIOCOOHBI B3aMMO/Iei1ICTBOBATh KOPOTKME TTETITUIbI
RAPID ALKALINIZATION FACTOR (RALF),
YTO CIIOCOOCTBYET 00pa30BaHMIO KOMILIEKCAa KMHA3
rpynnsl CrRLKI1L ¢ 6enkamu LRE (LORELEI) u/
m6o LLG (LORELEI-nnono6HbIe rmuko3uidocha-
TUIWIMHO3UTOJI-3asIKOPESHHEIE O0€IKI), YTO, B CBOIO
ouepenb, npuBoauT K aktuBauuu RopGEF (ROP
guanine nucleotide exchange factor) [106]. Tem ca-
MbIM KrHa3b! Tpyrmbl CrRLK 1L MoryT mpumHuMaTh
y4acTue B Iepeaade pa3HoOOpa3HbIX CUTHAJIOB, pe-
TYJIMPYIOIINX POCT KJIETOK, MOP(OreHe3 pacTeHUI,
pa3sMHOXeHUE, UMMYHUTET, TOPMOHAIbHbBIN CUTHA-
JINHT ¥ peakln’ Ha cTpeccoBble dakTopsl (puc. 4)
[107]. Psim aTammoB B 3TUX mporieccax U3ydyeH J0oCTa-
touHo TTogpooHo. Kiraza FER Bmecte ¢ LLG1 yua-
CTByeT B O0Opa30BaHMM KOMILIEKCA ITaTTepH-pac-
MO3HALIMX pelenTopoB, unaynupyemom ITAMII
[108]. B TO ke Bpems, B3aMMOIeiiCTBHE 3TOTO Ke
peuentopa ¢ RALF1 u RALF23 mogaBnster pactsi-
>KeHUE KJIETOK 3a CUeT MHTMOMPOBaHUS aKTUBHOCTHU
H*-AT®a3s1 2 (puc. 4) [106, 111]. ITokasaHo yya-
crue FER B BocnpusiTum MeXaHMYECKOTO cTpecca
MOCPENCTBOM aKTUMBaLIMKM curHaabHoro nytu ROP6,
B pe3yabrare 4ero HaOIIOmaeTcsl peopraHu3aius
KOPTHKaJbHBIX MUKpOTpYOouek (puc. 4) [109].

Hpyroii 6emok rpyrmel CrRLK1L —THESEUS 1
(THE1) gBnsiercs pH-3aBUCMMBIM pelienToOpoOM
RALF34, cBg3bIBasicCh ¢ KOTOPBIM, OH NMPUHUMAET
y4acTue B PErysSlMy MHUIHALNUA OOKOBBIX KOp-
Heit [112]. TTokaszano, yto THE1 Takxke sBmsercs
YaCcThI0 CHCTEMbI KOHTPOJS ILIEJIOCTHOCTU KIIe-
TOYHOI CTEHKM B pacTyIIuUX KieTKax A. thaliana n
aKTHUBALlMs 3TOr0 pelenropa HaOIogaeTcs IIpHu
HapyLIeHUSIX CHHTe3a ILEJUIIONO3bI U IPYIuX IIO-
BPEXIESHUSX KJIIETOYHOM CTEHKU BCIIEACTBHE adMO-
THUYECKOTO MJIM OnmoTudeckoro crpecca [113]. Yua-
CTHE B YIUIMHEHUH KJIETOK BO BpeMsI BET€TaTUBHOTO
pocTa B poJIi KOMIIOHEHTHOB OJHOTO CUTHAJIFHOIO
nytu npeanoiaaraetcs st FER, THE] u ewe onHoit
kuHa3el 310l rpynmmiel HERCULES RECEPTOR
KINASE 1 (HERKI1) [114]. Eme omHa KuHa3a
rpymmiel CrRLKIL (ERULUS) ¢ysKOMOHMpYET
KaK HETaTMBHBIN PETy/ISITOP aKTMBHOCTU IIEKTHH-
METWJIACTepa3 U, MPEIIOI0XKUTEIFHO, YIacCTBYET B
PEeTYJISILINN COCTaBa KJIETOYHOM CTEHK! B KOPHEBBIX
BoJjiockax [115].

HeTtanpHO M3ydaeTcs BKJIAM psma IpeaCcTaBUTe-
neit rpyrel CrRLK 1L B mpomecchl penmponyKinu
pacrenuii. Penenroper ANXUR 1/2 (ANX1/2) u
BUDDHA’S PAPER SEAL 1/2 (BUPS1/2) — 06-
pa3yloT TreTepOMEpHBbIe KOMIUIEKCHI Ha ITOBEpX-
HOCTM KJIETOK ITbUIBLIEBEIX TPyOOK A. thaliana,
KOTOpPBIE CIIOCOOHBI BOCIPMHMMATH CHUTHAJIbHBIC
nentuabl RALF4/19, BeipabatsiBaeMble COOCTBEH-
HO KJIETKaMM NbUIbLIEBOI TpyOKHu [116]. DTO npu-
pomuT K aktuBanmu ROP2-RBOHH/J mytu 006-
pa3oBaHUsI aKTUBHBIX (popM Kuciopona (ADPK) u
MOOAEPXKAHUIO IIEIOCTHOCTH KIJIETOYHOM CTEHKU
Ne 2
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Puc. 4. Pan dyukuuii, omucanubix mist CrLRK1L. ITosicHeHus qaHbl B TeKcTe. PrucyHok co3mad Ha ocHoBe [60, 108—110] ¢
MonuduKanusmMu ¢ momolibio biorender (https://www.biorender.com/).

BO BpeMs ymirMHeHus: kjetok [117]. B To ke Bpe-
MsI, BEIpaOaThIBAEMBIN SMIIEKIETKON CUTHAJIbHBII
nentun RALF34, mocturas mBIIBIEBON TPyOKH,
crocobeH KoHKypupoBaTb ¢ RALF4/19 3a cBs3bI-
BaHHE C PELENTOPOM U, BEPOSTHO, €ro B3anMMO-
nevicteue ¢ komruiekcoM ANX-BUPS BrizbiBaeT
pa3pbiB MbLIbLEBOM TPYyOKM M BBICBOOOXIEHUE
cnepMaro3ounaos (puc. 4) [116, 118]. B HemaBHUX
HCCcIIefOBaHUIX MMoKa3aHo, uTo BMecTe ¢ FER ku-
Ha3el ANJEA (ANJ) m HERK 1 crtoco6HBI B3aumMo-
JIeificTBOBATh C CEKPETUPYEMBIMU MTBLIBIEBOM TPYO-
xoit RALF6/7/16/36/37 (puc. 4) njiss HOpMaJIbHOIO
(byHKIIMOHUPOBAHMS IIPOLECCOB PEMPOAYKINU U
npegoTBpaiieHns nonucnepmuu [119]. Yepes apy-
rue RALF-6enku (RALF23/33), HO ¢ ydacTuem
tex ke kuHa3 (FER/ANJ), B ppuIblie LIBETKA IIPO-
xomut peryiasauus cuaTe3a ADPK depe3 curHaib-
HE1# TyTh ROP GEF-ROP2-RBOHD. DT0T ciHTE3
MOIABJISIETCS MOCTIe OIBLICHUS IBETKA, IIOCKOJIBKY
nentuasl MeUTEHEI POLLEN COAT PROTEIN B
(PCP-Bs) xoukypupyior ¢ RALF23/33 3a cBSI3bI-
Banue FER/ANJ, B KoHeYHOM HTOTe, 3TO CIIO-
COOCTBYeT rMApaTally NBUIBLBI U IPOpacTaHUIO
OBLILLEBBIX TpYyOOK [117].

B rpyrmmre CrRLK 1L ormmcaHbl Takke perenTo-
pel LETUM 1 un 2, koTopble 4epe3 oOpa3oBaHUE
komIiekca ¢ LLG1 mpuHMMAaloT ydyacThe B MM-
MYHHBIX peaKIsIX pacTeHuit yepe3 oeok SUMM?2
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(suppressor of MKK1MKK?2) — BHYyTpUKIETOUHBI
UMMYHHBIN petienitop rpynmiel NLR (nucleotide-
binding domain leucine-rich repeat) [108].

bynyun MeMOpaHOCBsI3aHHBIMU OeJIKaMu, JeK-
THUHOBBIE JOMEHBI KOTOPBIX JOKAIM3YIOTCS B aro-
IUIacTe, MaJeKTUHOBBIC PELIENTOP-MOO00HbIE KU-
Ha3bl KOHTAKTUPYIOT CO MHOTMMHU KOMIIOHEHTaMU
KJIETOYHOCTEHOYHOTO MaTpPUKCa, ITOMUMO TEIITH-
noB, nektuHa u OenkoB ceMeiictBa LRE u LLG.
DT 6osiee MUPOKKUE B3aUMOIEHCTBUS MOTYT 00e-
CIICYUTh CUTHAJIBHYIO CBSI3b C MOJICKYJaMH, y KO-
TOPBIX OTCYTCTBYET LUTOILIA3MATUYECKUI TOMEH,
TakuMu Kak GPI-3agkopenHbie O0ekm ¢ apabnHO-
raJlakKTaHOBBIM MOMYJIEM M IUIACTOIMAHMH-IIOH00-
HBIM JOMEHOM WJIM CBSI3aTh IIEPECTPOIIKA B KIIe-
TOYHOM CTEHKE C BHYTPUKJIETOYHBIMU IIPOLIECCAMM,
Kak B cllyyae ¢ B3aumopeiictBueM Mexny FER u
skcreHcnHaMu (LRX) — Genkamu, TecHO cBsA3aH-
HBIMU C KJIETOYHOM CTEHKOU U COAEpKAIIUMMU JIEH-
muH-60raTeie TIOBTOPHI [20, 120]. Okono coTHM
3KCTEHCUHOB, HECKOJIBKO ECSITKOB MaJICKTHH-IIO-
JIOOHBIX KMHA3, noaTopa Aecsatka RALF-nentunos
(opMUPYIOT pa3BeTBICHHYIO CETb BO3MOXHOCTEH
IUIST TIepeaadyyd CUTHAJIOB OT YIJIEBOOHBIX CTPYKTYP
KJICTOYHOI CTeHKH, CO3aBasi MHOXECTBEHHYIO I10-
JIMBAPMAHTHOCTD JISI TOHKOM PEeryJIsIIuK Pa3BUTHS
PaCTUTEIFHOTO OPTaHM3Ma 1 €T0 B3aUMOICHCTBHSI C
OKPYKAIOIIE Cpeno.
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SAKJIIOYEHHUE

O060061as mpeacTaBIeHHbIE MaTEPUAITBI, MOX-
HO OTMETUTh, UYTO [IJisI PACTEHUI XapaKTepHBI:
a) BBICOKasI IIPEICTaBICHHOCTDb OSIKOB C JIEKTUHO-
BBIMUM JOMEHaMU; 6) ocobast pacrpoCcTpaHEeHHOCTh
OTHEJIbHBIX CEMEHCTB JICKTUHOBBIX TOMEHOB;
B) pa3HooOpa3ue Habopa WIEHOB HEKOTOPBIX Ce-
MEHCTB JIEKTMHOB B 3aBUCHMOCTH OT BHMIa pacTe-
HUS; T') MOIYJIbHAsI OpraHU3alus OSIKOB C JIEKTH-
HOBBIMU OTOMEHAMM; 1) COYETaHUE JIEKTUHOBBIX U
KMHa3HBIX JOMEHOB B OJHOM OeJIKe; BEICOKAS TOJIS
Takux OejKoB. JIEKTMHOBBIE JOMEHBI, UX HAOOp
M COYETaHME C IPYTUMHU DJIEMEHTaMU B CTPYKTY-
pe 0elKa MOT'YT OTHOCUTBLCS K TeM BaxKHBIM KOM-
MOHEHTaM, KOTOpbIe O00eCIeYynBalOT “CcaMOCTh’
pa3uYHBIX BUAOB pacTeHUil. JIeKTuHOBbIE Oen-
KM JIOKQJIM30BaHbI BO BCEX OpraHax pacTeHMii, B
Pa3IMYHBIX CYOKJIETOYHBIX KOMIIAPTMEHTAaX; OHU
YYacCTBYIOT B Pa3JIMYHBIX MTPOLECCAX U BBITTOTHSIOT
pazHooOpa3Hbie GyHKINHY (puc. 3). BorbIMHCTBO
JICKTUHOB IIPUCYTCTBYET B PACTUTEIbHBIX TKAHSX B
MaJbIX KOJIMYECTBAX.

DOyHKIIMOHUPOBAHME 3HAYUTEILHOM YaCTH JICK-
TUHOB PacTeHUIl CBSI3aHO C MX B3aWMOIEHCTBHEM
C IJIMKO3WIMPOBAaHHBIMM OenkaMu. KoHKpeTHBIE
MPOIIECCHI, B KOTOPHIX 3a1eCTBOBAHBI TAKME JIEK-
TUHBI, MHOTOYMCJICHHBI, YTO CBS3aHO C Pa3HOO-
Opa3umeM (YHKIUI IIMKO3WIMPOBAHHBIX OCIIKOB,
CBOIICTBa KOTOPBIX MOTYT MOIYJIUPOBATHCS 3a CUET
B3auMOIeHCTBUS ¢ JIeKTuHaMu. K 2101 rpy1e oT-
HOCATCS OOJIBIIMHCTBO JICKTMHOBBIX OEIKOB pac-
TEeHUH C SOePHO-IIMTOILIAa3MAaTHIECKOM JIOKAJIH-
3amueil, BKJIOYask Te, KOTOPhIe B3aMMOACHCTBYIOT
C DIMKO3WJIMPOBAHHBIMUA TUCTOHAMU WJINA CIyXaT
IIarepoHaMHu, OCYIIECTBIISIIOIIMMM KOHTPOJIb IIpa-
BIWJIBHOCTM (DOJIIMHIA IJIMKOIIPOTEMHA, pacio3-
HaBasl ero IIuKaHbl. Kpome TOro, JeKTHHOBEIE
IOMEHBEI MOTYT OBITh CTPYKTYPHBIMHU 3JIEMEHTAMU
OEJIKOB, y4aCTBY$I, BEPOSITHO, B (DOPMUPOBAHUH JI0-
TOJIHATEIbHBIX CafiTOB IIJI B3aMMOICHCTBUS C Iap-
THEpaMM, KaK, HaIlpuMep, B clydae CIIeI(UIHBIX
IUIST paCTeHUI KWHE3MHOB C MAJIEKTMHOBBIMU JIOME -
HaMM WX TaJaKTO3WITpaHCchepas ¢ TaIeKTHHOBBI-
MU TOMEHAMHU.

Bonee momoBuHBEI GENKOB € JIGKTMHOBBIMU JIO-
MEHaMU colepKaT TpaHCMeMOpaHHbBIe U KMHA3HEIS
JoMeHbl (Taba. 1), mpuyeM JIEKTUHOBbIE JOMEHBI
pacmoiarajorcsl 3a IIpeAejiaMy Inia3MajleMMBl U
MMEIOT OOCTYN K INIMKaHaM KJIETOYHOIl CTEHKH,
a KMHA3HBIII JOMEH JIOKAJIM30BaH B IIMTOILIA3ME.
HMMeHHO Takme JIEKTMHOBBIE PELENTOP-IIOMO00HBIC
KMHAa3bl 0COOCHHO XapaKTePHBI IJIsI PACTCHUIA, YTO
CBSI3aHO, BEPOSITHO, C MCKIIIOYUTEIBHBIM Pa3HOO-
Opa3ueM M MHOTO(YHKIIMOHAIbHOCTBIO IIOJIM- W
OJIMTOCaXapUI0B, KOTOPEIE MOTYT IIPUCYTCTBOBATH B
arorutacte. MparMeHTHl MOJKCaXapuI0B, KOTOPEIS
00pa3yloTcs IIpU aTake IIaTOreHOB, MOLYT PacIo3-
HaBaTbCS JICKTMHOBBIMU JOMEHAMM U TIepeIaBaTh
CHUTHAJI 1aJiee BHYTPb KJIETKHN — 3aIUTHAS (DYHKIIUS
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0eJKOB C JIEKTMHOBBIMM JOMEHaMW Bcerga Ipen-
rnoJjarajach 1 B psje ClIy4aeB HaaeXXHO MPOAEMOH-
CTpUPOBaHa 3KCIEPUMEHTABHO.

B nocnenHue roabl 0coOblii MHTEpEC U BHUMA-
HUE BbI3bIBaeT (DYHKIIMOHUPOBAHWE JIEKTUHOBBIX
peLenTop-nog0OHbIX KUHA3 U JIEKTUHOBBIX O€JIKOB
KJIETOYHOI CTEHKU B XOJA€ Pa3BUTHUS PACTUTEIbHO-
ro opraHusMma. B yacTHocTH, mpearnogaraeTcs, 4To
Takue OeJKU, B3aUMOIEHCTBYS C IoJMcaxapuiaMu
U IPpYyrMMU KOMIIOHEHTaMU KJIETOYHOM CTEHKHU,
MO3BOJISIIOT OLEHUBATh €€ COCTOsSIHUE (Hampumep,
MexaHW4YecKue TapameTpbl) U (POpMUPOBAThH CO-
OTBETCTBYIOIIME CUTHaJbl. B 3Toil 00JacTU 3KcC-
nepuMeHTaabHasgd (aKTOJOrUsl TOJAbKO HAYMHAET
HakKaIUIMBaTbCs, MOCKOJbKY MCCAEeAOBaHUSI CTall-
KMBAIOTCS C CEPbE3HBIMU METOAMYECKMMU CIIOX-
HoCTIMM. Kakoil KOMIIOHEHT KJIETOYHOM CTEHKM
y3HaeT JIeKTUHOBBII noMeH? Uto dhochopunupyer
KUHa3HbIM noMeH? Kakoii cTUMyIN U 3a CYET 4ero
NpUBOOMUT K mepenadye curHana? s momaBisiio-
1ero OOJBIIMHCTBA JIEKTUHOBBIX PELENTOP-II0-
JOOHbIE KMHA3 3TH BOIPOCHI IMTOKa OCTalOTCs 0e3
OoTBeTa. 3amaya OCJIOXHSIETCS TeM, 4YTO (pOpMUPO-
BaHMe U Tepegaya CUTHaJa CBS3aHbI HE MPOCTO C
paboToil MHAMBUOYAJIbHOTO OenKa, a ¢ (yHKILU-
OHUPOBAHUEM CJIOXHOM CETH IapTHEPOB, B KO-
TOPYIO MOTYT BXOAMTb T'OMO- U T€TEPOJOTMYHbBIE
JIEKTUHOBBIE peLenTop-NoA00HbIe KWHA3bl, pa3-
HOOOpa3HbIe IJIMKaHbI, O€JIKM KJIETOYHOU CTEHKU,
KaXAblid U3 KOTOPBIX KOOUPYETCS, KakK IMpaBUIIoO,
OOJbIIIUM MYJBTUTEHHBIM CEMEWCTBOM C SIPKO
BbIpaXkeHHOI nuddepeHInalbHOl 3KCIIpPeccu-
eil oTAeNbHBbIX MpeacTaBuTeneii. BzaumoneitcTeus
B 9TOM CETU 3aBUCSIT OT MPUCYTCTBUS MOHOB Me-
TajuioB U BenuuuHbl pH. Bes aTa MHOroBapuaHt-
HOCTb, BEPOSITHO, U CO3IAeT Ty CJAOXHYIO CUCTEMY
CBsI3ei, KoTopasl xapakTepHa AJisl (GPyHKLIUOHUPO-
BaHMS XUBOro. IIpy 3TOM JIEKTMHOBBIE JOMEHBI
UIPaAIOT OCOOYIO POJIb B PACTEHUSIX, YTO CBSI3aHO C
0co00#i pacIpoCTPaHEHHOCTbIO U (PYHKIMOHAJIb-
HOM 3HAYMMOCTBIO PA3JIMYHBIX YIJIEBOJAOB B 3TOM
TUIIE OPraHM3MOB. A 3HAUYUT, MPEICTOUT paclliu-
PSTh MOAXOIbI A1 UX UCCAeA0BaHUSA U HOPMUPO-
BaTh HOBBIE BJIEMEHTHI B MPEACTABIEHUIX O (PYHK-
LIUOHUPOBAHUM PACTUTEIBHOIO OpraHu3ma.

PaboTa BbINIOJIHEHA B paMKaX TOCyI1apCTBEHHOIO
3ananusi PenepaqbHOrO MCCIEeNOBATENbCKOTO 1IEH-
Tpa “KazaHckuii HaydHbIi LieHTp Poccuiickoit aka-
JeMUU HayK” U MPU YacTUYHOM noaaepkke Poccuii-
cKoro HayyHoro ¢oHzaa (rmpoekt Ne 20-64-47036).

Hacrosias craTbs He COOCPXKUT Kakux-Jmbo
UCCJIEAOBAHUI C y4aCTUEM JIIOAEU M KUBOTHBIX B
KayecTBe OOBEKTOB. ABTOpH 3asBJISIOT 00 OTCYT-
CTBUUA KOH(I)J'[I/IKTa MHTCPECOB.

ToM 71 Ne 2 2024



10.

11.

12.

13.

COBPEMEHHOE COCTOAHUE JEKTUHOJIOTUU PACTEHUI

CIIMCOK JIMTEPATYPBI

Peumans W.J., Van Damme E.J.M. Lectins as plant
defense proteins // Plant Physiol. 1995. V. 109. P. 346.
https://doi.org/10.1104/pp.109.2.347

Van Holle S., De Schutter K., Eggermont L., Tsane-
va M., Dang L., Van Damme E.J.M. Comparative
study of lectin domains in model species: New in-
sights into evolutionary dynamics // Int. J. Mol. Sci.
2017. V. 18. P. 1136.

https://doi: 10.3390/ijms18061136

Van Holle S., Van Damme E.J.M. Messages from the
past: New insights in plant lectin evolution // Front.
Plant Sci. 2019. V. 10. P. 36.
https://doi.org/10.3389/fpls.2019.00036

De Coninck T., Van Damme E.J.M. The multiple roles
of plant lectins // Plant Sci. 2021. V. 313. P. 111096.
https://doi.org/10.1016/j.plantsci.2021.111096
Gavande PV., Goyal A., Fontes C.M.G.A. Carbohy-
drates and carbohydrate-active enzymes (CAZyme):
An overview // Glycoside Hydrolases. 2023. P. 1.
https://doi.org/10.1016/B978-0-323-91805-3.00012-5
Boraston A.B., Bolam D.N., Gilbert H.J., Davies G.J.
Carbohydrate-binding modules: fine-tuning poly-
saccharide recognition // Biochem. J. 2004. V. 382.
P. 769.

https://doi.org/10.1042/BJ20040892

Van Damme E.J.M., Allen A.K., Peumans W.J. Iso-
lation and characterization of a lectin with exclusive
specificity towards mannose from snowdrop (Galan-
thus nivalis) bulbs // FEBS lett. 1987. V. 215. P. 140.
https://doi.org/10.1016/0014-5793(87)80129-1

Van Damme E.J.M. 35 years in plant lectin research:
a journey from basic science to applications in ag-
riculture and medicine // Glycoconjugate J. 2022.
V. 39. P. 83.
https://doi.org/10.1007/s10719-021-10015-x
Nonomura A.M., Shevela D., Komath S.S., Biel K.Y,
Govindjee G. The carbon reactions of photosynthesis:
role of lectins and glycoregulation // Photosyn. 2020.
V. 58. P. 1090.

https://doi.org/10.32615/ps.2020.064

De Coninck T., Van Damme E.J.M. Plant lectins:
Handymen at the cell surface // Cell Surf. 2022. V. 8.
P. 100091.
https://doi.org/10.1016/j.tcsw.2022.100091

Goldstein 1.J., Poretz R.D. Isolation and chemi-
cal properties of lectins. In the lectins: properties,
functions and applications in biology and medi-
cine. Michigan: Academic Press. 1986. P. 33. ISBN:
9780124499454,

Goldstein 1.J., Winter H.C., Poretz R.D. Plant lec-
tins: tools for the study of complex carbohydrates.
In Glycoproteins II. Amsterdam: Elsevier. 1997.
P. 403. ISBN: 9780080860909.

Van Damme E.J.M., Lannoo N., Peumans W.J. Plant
lectins // Adv. Bot. Res. 2008. V. 48. P. 107.
https://doi.org/10.1016/S0065-2296(08)00403-5

®U3NO0JIOTUA PACTEHUM ToM 71 Ne 2

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

2024

129

Jiang S.Y., Ma Z., Ramachandran S. Evolutionary
history and stress regulation of the lectin superfamily
in higher plants // BMC Evol. Biol. 2010. V. 10. P. 1.
https://doi.org/10.1186/1471-2148-10-79

Bellande K., Bono J.J., Savelli B., Jamet E., Canut H.
Plant lectins and lectin receptor-like kinases: how do
they sense the outside? // Int. J. Mol. Sci. 2017. V. 18.
P. 1164.

https://doi.org/10.3390/ijms18061164

Kumar V., Donev E.N., Barbut FR., Kushwah S.,
Mannapperuma C., Urbancsok J., Mellerowicz E.J.
Genome-wide identification of Populus malectin/
malectin-like domain-containing proteins and ex-
pression analyses reveal novel candidates for signaling
and regulation of wood development // Front. Plant
Sci. 2020. V. 11. P. 588846.

Eggermont L., Verstraeten B., Van Damme E.J.M. Ge-
nome wide screening for lectin motifs in Arabidopsis
thaliana // Plant Genome. 2017. V. 10. P. plantge-
nome2017.02.0010.
https://doi.org/10.3835/plantgenome2017.02.0010
Petrova N., Nazipova A., Gorshkov O., Mokshina N.,
Patova O., Gorshkova T. Gene expression patterns
for proteins with lectin domains in flax stem tissues
are related to deposition of distinct cell wall types //
Front. Plant Sci. 2021. V. 12. P. 634594.
https://doi.org/10.3389/fpls.2021.634594

Aglyamova A., Petrova N., Gorshkov O., Kozlova L.,
Gorshkova T. Growing maize root: Lectins involved
in consecutive stages of cell development // Plants.
2022. V. 11. P. 1799.
https://doi.org/10.3390/plants 11141799

Yang H., Wang D., Guo L., Pan H., Yvon R., Gar-
man S., Wu H., Cheung A.Y. Malectin/Malectin-like
domain-containing proteins: a repertoire of cell sur-
face molecules with broad functional potential // Cell
Surf. 2021. V. 7. P. 100056.
https://doi.org/10.1016/j.tcsw.2021.100056

Zhang Q., Chen S., Bao Y., Wang D., Wang W.,
ChenR., Li Y., XuG., Feng X., Liang X., Dou D. Func-
tional diversification analysis of soybean malectin/
malectin-like domain containing receptor-like Kki-
nases in immunity by transient expression assays //
Front. Plant Sci. 2022. V. 13. P. 938876.
https://doi.org/10.3389/fpls.2022.938876

Jing X.Q., Shalmani A., Zhou M.R., Shi P.T., Muham-
mad I., Shi Y., Sharif R., Li W., Liu W., Chen K.M.
Genome-wide identification of malectin/malec-
tin-like domain containing protein family genes in
rice and their expression regulation under various
hormones, abiotic stresses, and heavy metal treat-
ments // J. Plant Growth Regul. 2020. V. 39. P. 492.
https://doi.org/10.1007/s00344-019-09997-8
Aesaamosea A.P, Xakumosea A.P., lopwxos O.B.,
Topwkoea T.A. Physcomitrium patens — MOOENb IS
W3yYeHUS DBOJIONUMN OCIKOB C JEKTUHOBBIMU I0O-
MeHaMM y pacTeHuii // ®dusunoyiorusi pacTeHUIA.
2024. T. 71.



130

24.

25.

26.

27.

28.

29.

30.

31

32.

33.

34.

35.

36.

37.

INETPOBA u np.

Fouquaert E., Peumans W.J., Vandekerckhove T., On-
genaert M., Van Damme E.J. Proteins with an Euon-
ymus lectin-like domain are ubiquitous in Embryo-
phyta // BMC Plant Biol. 2009. V. 9. P. 1.
https://doi.org/10.1186/1471-2229-9-136

Tsaneva M., De Schutter K., Verstraeten B., Van
Damme E.J. Lectin sequence distribution in QTLs
from rice (Oryza sativa) suggest a role in morphologi-
cal traits and stress responses // Int. J. Mol. Sci. 2019.
V. 20. P. 437.

https://doi.org/10.3390/ijms20020437

Tsaneva M., Van Damme E.J. M. 130 years of plant lec-
tin research // Glycoconjugate J. 2020. V. 37. P. 533.
https://doi.org/10.1007/s10719-020-09942-y

Silva RM.S., Buzo FF, Pavani R.T., de Mendonca
Ludgero A.K., Taylor KM.H., Duarte C.E.M. Plant
lectins: an overview // Peer Review. 2023. V. 5. P. 303.
https://doi.org/10.53660/812.prw2242

Varki A., Gagneux P. Biological functions of glycans.
In: Essentials of Glycobiology. 3rd ed. // New York:
Cold Spring Harbor Laboratory Press, Cold Spring
Harbor. 2015. PMID: 28876862.

Komath S.S., Kavitha M., Swamy M.J. Beyond car-
bohydrate binding: new directions in plant lectin re-
search // Org. Biomol. Chem. 2006. V. 4. P. 973.
https://doi.org/10.1039/B515446D

Choi J., Tanaka K., Cao Y., Qi Y., Qiu J., Liang Y.,
Lee S., Stacey G. Identification of a plant receptor for
extracellular ATP // Sci. 2014. V. 343. P. 290.
https://doi.org/10.1126/science.343.6168.290

Pham A.Q., Cho S.H., Nguyen C.T., Stacey G. Arabi-
dopsis lectin receptor kinase P2K?2 is a second plant
receptor for extracellular ATP and contributes to in-
nate immunity // Plant Physiol. 2020. V. 183. P. 1364.
https://doi.org/10.1104/pp.19.01265

Bouwmeester K., Govers F. Arabidopsis L-type lectin
receptor kinases: phylogeny, classification, and ex-
pression profiles // J. Exp. Bot. 2009. V. 60. P. 4383.
https://doi.org/10.1093/jxb/erp277

Wang C., Zhou M., Zhang X., Yao J., Zhang Y., Mou Z.
A lectin receptor kinase as a potential sensor for ex-
tracellular nicotinamide adenine dinucleotide in Ara-
bidopsis thaliana // eLife. 2017. V. 6. P. ¢25474.
https://doi.org/10.7554/eLife.25474

Pusztai A., Bardocz S. Biological effects of plant lectins
on the gastrointestinal tract metabolic consequences
and applications // Trends Glycosci. Glycotechnol.
1996. V. 8. P. 149.

https://doi.org/10.4052/tigg.8.149

Edelman G.M., Cunningham B.A., Reeke Jr G.N.,
Becker J.W., Waxdal M.J., Wang J.L. The covalent
and three-dimensional structure of concanavalin A //
Proc. Natl. Acad. Sci. U.S.A. 1972. V. 69. P. 2580.
https://doi.org/10.1073/pnas.69.9.2580

Vijayan M., Chandra N. Lectins // Curr. Opin. Struct.
Biol. 1999. V. 9. P. 707.
https://doi.org/10.1016/S0959-440X(99)00034-2
Taylor M.E., Drickamer K. Convergent and divergent
mechanisms of sugar recognition across kingdoms //

®U3NO0JIOTUA PACTEHUM

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

Curr. Opin. Struct. Biol. 2014. V. 28. P. 14.
https://doi.org/10.1016/j.sbi.2014.07.003

Barre A., Bourne Y., Van Damme E.J., Rougé, P. Over-
view of the structure—function relationships of man-
nose-specific lectins from plants, algae and fungi //
Int. J. Mol. Sci. 2019. V. 20. P. 254.
https://doi.org/10.3390/ijms20020254

Illakuposa D.M., bespykosa M.B. CoBpeMeHHbIE
MPEACTaBIACHUSI O IIPedIolaraeMblXx (YHKIIMSIX
JICKTUHOB pacteHuit // KypHan OO1Ieit 61oI0Tun.
2007. T. 68. C. 109.

babowa A.B. JlekTuHBI 1 TIpobJieMa pacro3HaBaHUS
¢uTOIIaTOreHOB pacTeHUeM-xo3simHOM // KypHau
O6uieit 6uonorun. 2008. T. 69. C. 379.

Poocnosa H.A., lepawenkos I'A., babowa A.B. NH-
IyKIUs (pUTOreMarrIIOTHHUPYIOIIEH aKTUBHOCTH B
pacTeHusX Kaprodens in vitro apaxuaoHOBOM KUC-
noroit // @usnonorus pacrenuit. 2002. T. 49. C. 603.
De Schutter K., Van Damme E.J.M. Protein-carbohy-
drate interactions as part of plant defense and animal
immunity // Molecules. 2015. V. 20. P. 9029.
https://doi.org/10.3390/molecules20059029

Van Holle S., Van Damme E.J.M. Distribution and
evolution of the lectin family in soybean (Glycine
max) // Molecules. 2015. V. 20. P. 2868.
https://doi.org/10.3390/molecules20022868
Nsimba-Lubaki M., Peumans W.J. Seasonal fluctua-
tions of lectins in barks of elderberry (Sambucus nig-
ra) and black locust (Robinia pseudoacacia) // Plant
Physiol. 1986. V. 80. P. 747.
https://doi.org/10.1104/pp.80.3.747

Wetzel S., Demmers C., Greenwood J.S. Seasonally
fluctuating bark proteins are a potential form of nitro-
gen storage in three temperate hardwoods // Planta.
1989. V. 178. P. 275.
https://doi.org/10.1007/BF00391854

Berthelot K., Peruch F., Lecomte S. Highlights on He-
vea brasiliensis (pro) hevein proteins // Biochimie.
2016. V. 127. P. 258.
http://dx.doi.org/10.1016/j.biochi.2016.06.006
Chrispeels M.J., Raikhel N.V. Lectins, lectin genes,
and their role in plant defense // Plant Cell. 1991.
V.3.P. 1.

https://doi.org/10.1105/tpc.3.1.1

Iseli B., Boller T.,, Neuhaus J.M. The N-terminal
cysteine-rich domain of tobacco class I chitinase
is essential for chitin binding but not for catalytic or an-
tifungal activity // Plant Physiol. 1993. V. 103. P. 221.
https://doi.org/10.1104/pp.103.1.221

Broekaert W.E, Van Parijs J.A.N., Leyns F, Joos H.,
Peumans W.J. A chitin-binding lectin from stinging
nettle rhizomes with antifungal properties // Sci.
1989. V. 245. P. 1100.
https://doi.org/10.1126/science.245.4922.1100
Naithani S., Komath S.S., Nonomura A., Govind-
jee G. Plant lectins and their many roles: Carbohy-
drate-binding and beyond // J. Plant Physiol. 2021.
V. 266. P. 153531.
https://doi.org/10.1016/j.jplph.2021.153531

Ne 2

TOM 71 2024



S1.

52.

53.

54.

55.

56.

57.

S8.

59.

60.

61.

62.

COBPEMEHHOE COCTOAHUE JEKTUHOJIOTUU PACTEHUI

Lannoo N., Van Damme E.J.M. Nucleocytoplasmic
plant lectins // Biochim. Biophys. Acta / Gen. Subj.
2010. V. 1800. P. 190.
https://doi.org/10.1016/j.bbagen.2009.07.021
Yoneda Y., Imamoto-Sonobe N., Yamaizumi M., Uchi-
da T. Reversible inhibition of protein import into the
nucleus by wheat germ agglutinin injected into cul-
tured cells // Exp. Cell Res. 1987. V. 173. P. 586.
https://doi.org/10.1016/0014-4827(87)90297-7
Delporte A., De Zaeytijd J., De Storme N., Azmi A.,
Geelen D., Smagghe G., Guisez Y., Van Damme E.J.
Cell cycle-dependent O-GlcNAc modification of
tobacco histones and their interaction with the
tobacco lectin // Plant Physiol. Biochem. 2014.
V. 83. P. 151.
https://doi.org/10.1016/j.plaphy.2014.07.021
Schouppe D., Ghesquiére B., Menschaert G., De Vos W.H.,
Bourque S., Trooskens G., Proost P, Gevaert K., Van
Damme E.J. Interaction of the tobacco lectin with his-
tone proteins // Plant Physiol. 2011. V. 155. P. 1091.
https://doi.org/10.1104/pp.110.170134
Eggermont L., Stefanowicz K., Van Damme E.J.M.
Nictaba homologs from Arabidopsis thaliana are in-
volved in plant stress responses // Front. Plant Sci.
2018. V. 8. P. 2218.
https://doi.org/10.3389/fpls.2017.02218
Gomez G., Pallds V. Identification of an in vitro ribo-
nucleoprotein complex between a viroid RNA and a
phloem protein from cucumber plants // Mol. Plant-
Microbe Interact. 2001. V. 14. P. 910.
https://doi.org/10.1094/MPM1I.2001.14.7.910
Wang M.B., Boulter D., Gatehouse J.A. Characteri-
zation and sequencing of cDNA clone encoding the
phloem protein PP2 of Cucurbita pepo // Plant Mol.
Biol. 1994. V. 24. P. 159.
https://doi.org/10.1007/BF00040582
Read S.M., Northcote D.H. Subunit structure and in-
teractions of the phloem proteins of Cucurbita maxima
(pumpkin) // Eur. J. Biochem. 1983. V. 134. P. 561.
https://doi.org/10.1111/j.1432-1033.1983.tb07603.x
Lannoo N., Peumans W.J., Van Pamel E., Alvarez R.,
Xiong T.C., Hause G., Mazars C., Van Damme E.J.
Localization and in vitro binding studies suggest that
the cytoplasmic/nuclear tobacco lectin can interact
in situ with high-mannose and complex N-glycans //
FEBS lett. 2006. V. 580. P. 6329.
https://doi.org/10.1016/j.febslet.2006.10.044
Galindo-Trigo S., Grand T.M., Voigt C.A., Smith L.M.
A malectin domain kinesin functions in pollen and
seed development in Arabidopsis // J. Exp. Bot. 2020.
V. 71. P. 1828.
https://doi.org/10.1093/jxb/eraa023
Stefanowicz K., Lannoo N., Proost P., Van Damme E.J.
Arabidopsis F-box protein containing a Nictaba-relat-
ed lectin domain interacts with N-acetyllactosamine
structures // FEBS Open Bio. 2012. V. 2. P. 151.
http://dx.doi.org/10.1016/j.fob.2012.06.002
Stefanowicz K., Lannoo N., Van Damme E.J.M. Plant
F-box proteins-judges between life and death // Crit.
®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

2024

131

Rev. Plant Sci. 2015. V. 34. P. 523.
https://doi.org/10.1080/07352689.2015.1024566

Van Damme E.J.M., Barre A., Rougé P., Peumans W.J.
Cytoplasmic/nuclear plant lectins: a new story //
Trends Plant Sci. 2004. V. 9. P. 484.
https://doi.org/10.1016/j.tplants.2004.08.003
Pattison R.J., Amtmann A. N-glycan production in the
endoplasmic reticulum of plants // Trends Plant Sci.
2009. V. 14. P. 92.
https://doi.org/10.1016/j.tplants.2008.11.008

Van Damme E.J.M., Smith D.F., Cummings R., Peu-
mans W.J. Glycan arrays to decipher the specificity of
plant lectins / The Molecular Immunology of Com-
plex Carbohydrates-3 In Advances in Experimen-
tal Medicine and Biology // Ed. Wu A.M. Springer
Science. 2011. P. 757.
https://doi.org/10.1007/978-1-4419-7877-6_39
Song M., Xu W., Xiang Y., Jia H., Zhang L., Ma Z.
Association of jacalin-related lectins with wheat re-
sponses to stresses revealed by transcriptional profil-
ing // Plant Mol. Biol. 2014. V. 84. P. 95.
https://doi.org/10.1007/s11103-013-0121-5

Lannoo N., Van Damme E.J.M. Lectin domains at the
frontiers of plant defense // Front. Plant Sci. 2014.
V. 5.P. 397.

https://doi.org/10.3389/fpls.2014.00397

Pinedo M., Orts E, de Oliveira Carvalho A., Regen-
te M., Soares J.R., Gomes V.M., de la Canal L. Mo-
lecular characterization of Helja, an extracellular
jacalin-related protein from Helianthus annuus: In-
sights into the relationship of this protein with uncon-
ventionally secreted lectins // J. Plant Physiol. 2015.
V. 183. P. 144.
https://doi.org/10.1016/j.jplph.2015.06.004

Esch L., Schaffrath U. An update on jacalin-like lec-
tins and their role in plant defense // Int. J. Mol. Sci.
2017. V. 18. P. 1592.
https://doi.org/10.3390/ijms 18071592

Krattinger S.G., Keller B. Molecular genetics and evo-
lution of disease resistance in cereals // New Phytol.
2016. V. 212. P. 320.
https://doi.org/10.1111/nph.14097

Al Atalah B., Smagghe G., Van Damme E.J.M. Ory-
sata, a jacalin-related lectin from rice, could protect
plants against biting-chewing and piercing-sucking
insects // Plant Sci. 2014. V. 221. P. 21.
https://doi.org/10.1016/j.plantsci.2014.01.010

Jiang J.FE, Xu Y.Y, Chong K. Overexpression of
OsJACI, a lectin gene, suppresses the coleoptile and
stem elongation in rice // J. Integr. Plant Biol. 2007.
V. 49. P. 230.
https://doi.org/10.1111/j.1744-7909.2007.00428.x
Ma Q.H., Liu Y.C. TaDIR13, a dirigent protein from
wheat, promotes lignan biosynthesis and enhances
pathogen resistance // Plant Mol. Biol. Rep. 2015.
V. 33. P. 143.
https://doi.org/10.1007/s11105-014-0737-x

Paniagua C., Bilkova A., Jackson P., Dabravolski S.,
Riber W., Didi V., Houser J., Gigli-Bisceglia N., Wim-



132

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

INETPOBA u np.

merova M., Budinskd E., Hamann T., Hejatko J. Diri-
gent proteins in plants: modulating cell wall metab-
olism during abiotic and biotic stress exposure // J.
Exp. Bot. 2017. V. 68. P. 3287.
https://doi.org/10.1093 /jxb/erx141

Dang L., Rougé P, Van Damme E.J.M. Amaran-
thin-like proteins with aerolysin domains in plants //
Front. Plant Sci. 2017. V. 8. P. 1368.
https://doi.org/10.3389/fpls.2017.01368

Petrova N., Mokshina N. Using FIBexDB for in-
depth analysis of flax lectin gene expression in re-
sponse to Fusarium oxysporum infection // Plants.
2022. V. 11. P. 163.
https://doi.org/10.3390/plants11020163

Van Hove J., Fouquaert E., Smith D.F., Proost P., Van
Damme E.J. Lectin activity of the nucleocytoplasmic
EUL protein from Arabidopsis thaliana // Biochem.
Biophys. Res. Commun. 2011. V. 414. P. 101.
https://doi.org/10.1016/j.bbrc.2011.09.031

Lambin J., Demirel Asci S., Dubiel M., Tsaneva M.,
Verbeke 1., Wytynck P, De Zaeytijd J., Smagghe G.,
Subramanyam K., Van Damme E.J. OsEUL lectin
gene expression in rice: stress regulation, subcellular
localization and tissue specificity // Front. Plant Sci.
2020. V. 11. P. 185.
https://doi.org/10.3389/fpls.2020.00185

Sahid S., Roy C., Paul S., Datta R. Rice lectin protein
r40c1 imparts drought tolerance by modulating S-ad-
enosylmethionine synthase 2, stress-associated pro-
tein 8 and chromatin-associated proteins // J. Exp.
Bot. 2020. V. 71. P. 7331.
https://doi.org/10.1093/jxb/eraa400

Dubiel M., De Coninck T., Osterne V.J.S., Verbeke I.,
Van Damme D., Smagghe G., Van Damme E.J.
The ArathEULS3 lectin ends up in stress granules and
can follow an unconventional route for secretion //
Int. J. Mol. Sci. 2020. V. 21. P. 1659.
https://doi.org/10.3390/ijms21051659

Van Hove J., De Jaeger G., De Winne N., Guisez Y.,
Van Damme E.J. The Arabidopsis lectin EULS3 is in-
volved in stomatal closure // Plant Sci. 2015. V. 238.
P. 312.

https://doi.org/10.1016/j.plantsci.2015.07.005
Strasser R. Plant protein glycosylation // Glycobiolo-
gy. 2016. V. 26. P. 926.
https://doi.org/10.1093/glycob/cww023

Caramelo J.J., Parodi A.J. Getting in and out from
calnexin/calreticulin cycles // J. Biol. Chem. 2008.
V. 283. P. 10221.
https://doi.org/10.1074/jbc.R700048200
FengH.,QiuT, YinC., ZhaoX.,Xu G., Qi L., Zhang Y.,
Peng Y., Zhao W. The rice malectin regulates plant cell
death and disease resistance by participating in glyco-
protein quality control // Int. J. Mol. Sci. 2022. V. 23.
P. 5819.

https://doi.org/10.3390/ijms23105819

Strasser R., Bondili J.S., Vavra U., Schoberer J., Svobo-
da B., Glossl J., Léonard R., Stadlmann J., Altmann F,
Steinkellner H., Mach L. A unique (1, 3-galactosyl-

®U3NO0JIOTUA PACTEHUM

86.

87.

88.

89.

90.

91.

92.

93.

94.

transferase is indispensable for the biosynthesis of
N-glycans containing Lewis a structures in Arabidop-
sis thaliana // Plant Cell. 2007. V. 19. P. 2278.
https://doi.org/10.1105/tpc.107.052985

Basu D., Wang W., Ma S., DeBrosse T., Poirier E.,
Emch K., Soukup E., Tian L., Showalter A.M. Two hy-
droxyproline galactosyltransferases, GALTS5 and
GALT2, function in arabinogalactan-protein glyco-
sylation, growth and development in Arabidopsis //
PLoS One. 2015. V. 10. P. e0125624.
https://doi.org/10.1371 /journal.pone.0125624

Kim Y.S., Lee J.H., Yoon G.M., Cho H.S., Park S.W.,
Suh M.C., Choi D., Ha H.J., Liu J.R., Pai H.S.
CHRKI, a chitinase-related receptor-like kinase in
tobacco // Plant Physiol. 2000. V. 123. P. 905.
https://doi.org/10.1104/pp.123.3.905

Liu PL., Wan J.N., Guo Y.P, Ge S., Rao G.Y. Adap-
tive evolution of the chrysanthemyl diphosphate syn-
thase gene involved in irregular monoterpene metab-
olism // BMC evolutionary biology. 2012. V. 12. P. 1.
https://doi.org/10.1186/1471-2148-12-214

Yang C., Wang E., Liu J. CERK1, more than a co-re-
ceptor in plant-microbe interactions // New Phytol.
2022. V. 234. P. 1606.
https://doi.org/10.1111/nph.18074

Miya A., Albert P, Shinya T., Desaki Y., Ichimura K.,
Shirasu K., Narusaka Y., Kawakami N., Kaku H.,
Shibuya N. CERK1, a LysM receptor kinase, is essen-
tial for chitin elicitor signaling in Arabidopsis // Proc.
Natl. Acad. Sci. U.S.A. 2007. V. 104. P. 19613.
https://doi.org/10.1073 /pnas.0705147104

LiuT, Liu Z., Song C., Hu Y., Han Z., She J., Fan F,
Wang J., Jin C., Chang J., Zhou J.M., Chai J. Chi-
tin-induced dimerization activates a plant immune
receptor // Sci. 2012. V. 336. P. 1160.
https://doi.org/10.1126/science.1218867

Cao Y., Liang Y., Tanaka K., Nguyen C.T., Jedrze-
jezak R.P., Joachimiak A., Stacey G. The kinase LYKS5
is a major chitin receptor in Arabidopsis and forms a
chitin-induced complex with related kinase CERK1
// eLife. 2014. V. 3. P. e03766.
https://doi.org/10.7554 /eLife.03766

Yamada K., Yamaguchi K., Shirakawa T., Nakag-
ami H., Mine A., Ishikawa K., Fujiwara M., Naru-
saka M., Narusaka Y., Ichimura K., Kobayashi Y.,
Matsui H., Nomura Y., Nomoto M., Tada Y. et al.
The Arabidopsis CERK 1-associated kinase PBL 27
connects chitin perception to MAPK activation //
EMBO J. 2016. V. 35. P. 2468.
https://doi.org/10.15252/embj.201694248

Willmann R., Lajunen H.M., Erbs G., New-
man M.A., Kolb D., Tsuda K., Katagiri F., Flieg-
mann J., Bono J.J., Cullimore J.V., Jehle A.K.,
Gotz F, Kulik A., Molinaro A., Lipka V. et al. Ara-
bidopsis lysin-motif proteins LYM1 LYM3 CERK1
mediate bacterial peptidoglycan sensing and im-
munity to bacterial infection // Proc. Natl. Acad.
Sci. U.S.A. 2011. V. 108. P. 19824.
https://doi.org/10.1073/pnas.1112862108
Ne 2

TOM 71 2024



9s.

96.

97.

98.

99.

100.

101.

102.

103.

104.

105.

COBPEMEHHOE COCTOAHUE JEKTUHOJIOTUU PACTEHUI

Desaki Y., Miyata K., Suzuki M., Shibuya N., Kaku H.
Plant immunity and symbiosis signaling mediated by
LysM receptors // Innate Immun. 2018. V. 24. P. 92.
https://doi.org/10.1177/1753425917738885
Tanaka K., Choi J., Cao Y., Stacey G. Extracellular
ATP acts as a damage-associated molecular pattern
(DAMP) signal in plants // Front. Plant Sci. 2014.
V. 5. P. 446.
https://doi.org/10.3389/fpls.2014.00446
Gouget A., Senchou V., Govers F., Sanson A., Barre A.,
Rougé P, Pont-Lezica R., Canut H. Lectin receptor
kinases participate in protein-protein interactions
to mediate plasma membrane-cell wall adhesions in
Arabidopsis // Plant Physiol. 2006. V. 140. P. 81.
https://doi.org/10.1104/pp.105.066464
Hwang 1.S., Hwang B.K. The pepper mannose-bind-
ing lectin gene CaMBLI1 is required to regulate cell
death and defense responses to microbial patho-
gens // Plant Physiol. 2011. V. 155. P. 447.
https://doi.org/10.1104/pp.110.164848
Luo X., Wu W., Liang Y., Xu N., Wang Z., Zou H.,
Liu J. Tyrosine phosphorylation of the lectin recep-
tor-like kinase LORE regulates plant immunity //
EMBO J. 2020. V. 39. P. €102856.
https://doi.org/10.15252/embj.2019102856
Labbé J., Muchero W., Czarnecki O., Wang J., Wang X.,
Bryan A.C., Zheng K., Yongil Y., Xie M., Zhang J.,
Wang D., Meidl P, Wang H., Morrell-Falvey J.L.,
Cope K.R. et al. Mediation of plant-mycorrhizal inter-
action by a lectin receptor-like kinase // Nat. Plants.
2019. V. 5. P. 676.
https://doi.org/10.1038 /s41477-019-0469-x
Catanzariti A.M., Lim G.T.T., Jones D.A. The tomato
1-3 gene: a novel gene for resistance to Fusarium wilt
disease // New Phytol. 2015. V. 207. P. 106.
https://doi.org/10.1111/nph.13348
Nasrallah J.B., Nasrallah M.E. S-locus receptor ki-
nase signalling // Biochem. Soc. Trans. 2014. V. 42.
P. 313.
https://doi.org/10.1042/BST20130222
Ma R., Han Z., Hu Z., Lin G., Gong X., Zhang H.,
Nasrallah J.B., Chai J. Structural basis for specific
self-incompatibility response in Brassica // Cell Res.
2016. V. 26. P. 1320.
https://doi.org/10.1038/cr.2016.129
Deb S., Sankaranarayanan S., Wewala G., Widdup F.,
Samuel M.A. The S-domain receptor kinase Arabi-
dopsis receptor kinase2 and the U box/armadillo re-
peat-containing E3 ubiquitin ligase9 module mediates
lateral root development under phosphate starvation in
Arabidopsis // Plant Physiol. 2014. V. 165. P. 1647.
https://doi.org/10.1104/pp.114.244376
Feng W., Kita D., Peaucelle A., Cartwright H.N., Doan V.,
Duan Q., Liu M., Maman J., Leonie S., Schmitz-
Thom 1., Yvon R., Kudla J., Wu H., Cheung A.Y., Din-
neny J.R. The FERONIA receptor kinase maintains
cell-wall integrity during salt stress through Ca?* sig-
naling // Curr. Biol. 2018. V. 28. P. 666.
https://doi.org/10.1016/j.cub.2018.01.023
®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2

106.

107.

108.

109.

110.

111.

112.

113.

114.

115.

116.

2024

133

Ge Z., Dresselhaus T., Qu L.J. How CrRLKI1L recep-
tor complexes perceive RALF signals // Trends Plant
Sci. 2019. V. 24. P. 978.
https://doi.org/10.1016/j.tplants.2019.09.002

Franck C.M., Westermann J., Boisson-Dernier A. Plant
malectin-like receptor kinases: from cell wall integrity
to immunity and beyond // Annu. Rev. Plant Biol.
2018. V. 69. P. 301.

https://doi.org/10.1146 /annurev-arplant-042817-040557
Ortiz-Morea FA., Liu J., Shan L., He P. Malectin-like
receptor kinases as protector deities in plant immuni-
ty // Nat. Plants. 2022. V. 8. P. 27.
https://doi.org/10.1038 /s41477-021-01028-3

Tang W., Lin W., Zhou X., Guo J., Dang X., Li B.,
Lin D., Yang Z. Mechano-transduction via the pec-
tin-FERONIA complex activates ROP6 GTPase sig-
naling in Arabidopsis pavement cell morphogenesis //
Curr. Biol. 2022. V. 32. P. 508.
https://doi.org/10.1016/j.cub.2021.11.031

Zhang R., Shi PT., Zhou M., Liu HZ., Xu X.J.,
Liu W.T.,, Chen K.M. Rapid alkalinization factor:
function, regulation, and potential applications in ag-
riculture // Stress Biol. 2023. V. 3. P. 16.
https://doi.org/10.1007 /s44154-023-00093-2

Haruta M., Sabat G., Stecker K., Minkoff B.B., Suss-
man M.R. A peptide hormone and its receptor pro-
tein kinase regulate plant cell expansion // Sci. 2014.
V. 343. P 408.
https://doi.org/10.1126/science.1244454

Gonneau M., Desprez T., Martin M., Doblas V.G.,
Bacete L., Miart E, Sormani R., Hematy K., Renou J.,
Landrein B., Murphy E., Van De Cotte B., Vern-
hettes S., De Smet 1., Hifte H. Receptor kinase THE-
SEUSI is a rapid alkalinization factor 34 receptor in
Arabidopsis // Curr. Biol. 2018. V. 28. P. 2452.
https://doi.org/10.1016/j.cub.2018.05.075

Hématy K., Sado P.E., Van Tuinen A., Rochange S.,
Desnos T., Balzergue S., Pelletier S., Renou J., Hifte H.
A receptor-like kinase mediates the response of Ara-
bidopsis cells to the inhibition of cellulose synthesis //
Curr. Biol. 2007. V. 17. P. 922.
https://doi.org/10.1016/j.cub.2007.05.018

Guo H., Li L., Ye H., Yu X., Algreen A., Yin Y. Three
related receptor-like kinases are required for optimal
cell elongation in Arabidopsis thaliana // Proc. Natl.
Acad. Sci. U.S.A. 2009. V. 106. P. 7648.
https://doi.org/10.1073/pnas.0812346106

Schoenaers S., Balcerowicz D., Breen G., Hill K., Zda-
nio M., Mouille G., Holman T.J., Oh J., Wilson M. H.,
Nikonorova N., Dai Vu L., De Smet I., Swarup R.,
De Vos W.H., Pintelon I. et al. The auxin-regulated
CrRLKI1L kinase ERULUS controls cell wall compo-
sition during root hair tip growth // Curr. Biol. 2018.
V. 28. P. 722.
https://doi.org/10.1016/j.cub.2018.01.050

Ge Z., Bergonci T., Zhao Y., Zou Y., Du S., Liu M.C.,
Luo X., Ruan H., Garcia-Valencia L.E., Zhong S.,
Hou S., Huang Q., Lai L., Moura D.S., Gu H. et al.
Arabidopsis pollen tube integrity and sperm release are



134

117.

118.

119.

INETPOBA u np.

regulated by RALF-mediated signaling // Sci. 2017.
V. 358. P. 1596.

https://doi.org/10.1126 /science.aa03642

Gao S., Li C. CrRLKIL receptor kinases-regulated
pollen-pistil interactions // Reproduction and Breed-
ing. 2022. V. 2. P. 113.
https://doi.org/10.1016/j.repbre.2022.11.002

Liang X., Zhou J.M. The secret of fertilization in flow-
ering plants unveiled // Sci. Bull. 2018. V. 63. P. 408.
https://doi.org/10.1016/j.scib.2018.02.010

Zhong S., Li L., Wang Z., Ge Z., Li Q., Bleckmann A.,
Wang J., Song Z., Shi Y., Liu T, Li L., Zhou H.,

®U3NO0JIOTUA PACTEHUM

120.

Wang Y., Zhang L., Wu H. et al. RALF peptide signal-
ing controls the polytubey block in Arabidopsis // Sci.
2022. V. 375. P. 290.
https://doi.org/10.1126/science.abl4683

Hou Y., Guo X., Cyprys P, Zhang Y., Bleckmann A.,
Cai L., Huang Q., Luo Y., Gu H., Dresselhaus T.,
Dong J., Qu L.J. Maternal ENODLSs are required for
pollen tube reception in Arabidopsis // Curr. Biol.
2016. V. 26. P. 2343.
https://doi.org/10.1016/j.cub.2016.06.053

ToM 71 Ne 2 2024



OH3HOJIOTHS PACTEHHH, 2024, mom 71, Ne 2, c. 135—148

YIK 581.1

OB30PbI

IT'EHETUYECKHUE MEXAHU3MBbI PEI'YJIALIUN OBHOBJIIEHUSA KJIETOK
KOPHEBOI'O YEXJIUKA Y Arabidopsis thaliana L.

©2024 1.

B.A. Yepenko®?, H. A. Omenbsanuyk’, E. B. 3emuanckaa®  *

“Dedepanvhoe eocydapcmeentoe 6i0dxicemuoe nayuroe yupexcoenue “Dedepanvrulil Uccae008amMenbCKuil YeHmp
HUnemumym yumonoeuu u eenemurxu Cubupckoeo omoenenus Poccutickoii akademuu nayk”, Hoeocubupck, Poccus
b@edepanvroe 2ocydapemeennoe asmornommoe obpazosamensioe yupexcoerue gvicueco obpazosarua “Hosocubupckuii

HAUUOHAALHYLI Uccredosamenvckuil eocyoapcmeenHtolil yHusepcumem”, Hosocubupck, Poccus
*e-mail: ezemlyanskaya@bionet.nsc.ru

IMoctynuia B penakiuio 03.11.2023 r.
ITocne nopadotku 24.11.2023 1.
ITpunsra K myoaukanuu 24.11.2023 1.

CUHXpOHM3AIIMST MPOCTPAHCTBEHHO Pa300IIEHHBIX MPOLIECCOB IECHUs U TTOTEPU KIIETOK UTPAET Tep-
BOCTEIICHHYIO POJIb B OOHOBJICHNHU U TIOMICPXKAHUM CTPYKTYPBI OPraHOB M TKaHEH, HO O TeHETHYECKHX
MEXaHW3Max ee PeryISIIUY Ha JTaHHBI MOMEHT M3BECTHO OUCHb HEMHOTO. Y pacTeHMIt OBICTPOMY 00-
HOBJICHMIO TTOIBEPXKEH KOPHEBOI YEeXJIMK, KOTOPBIi pacriojiaraeTcsl Ha KOHUMKE KOPHs, 3alluInasl OT
MEXaHWYECKUX MOBPEXICHUI HMIITY CTBOJIOBBIX KJIETOK W BBIMOJHSS PSI APYTUX BaXKHBIX (DYHKIIWIA.
HecMoTpst Ha HenpepbIBHOE MOCTYIDICHNE M TUPOEepeHIIMPOBKY JOUYESPHUX KIIETOK OT HeJICHUS] WHU-
1yajeit (CTBOJIOBBIX KJIETOK), KOPHEBOM YeXJTUK HE YBETMUMBACTCSI B pa3Mepax 01aromapsi peryiIsipHOMY
ymaneHuio nuddepeHIMpoBaHABIX KJIETOK Ha BHEITHEM eTo KoHIle. JIJIs cTpororo momuaepskaHUs 10-
CTOSTHCTBA pa3Mepa KOPHEBOIO YeXJIMKa BaxKHO, YTOOBI IEJCHMS CTBOJIOBBIX KJICTOK OBLIM CHHXPOHM-
31MPOBaHKI C yIajJeHUEM KJIETOK BHEIITHEero ciosi. Y Arabidopsis thaliana, MonenbHOTO 00ObEKTa TEHETUKHI
pacTeHuii, KOPHEBOU YEXJIMK UMEET OUeHb MIPOCTYIO YIIOPSIIOUEHHYIO CTPYKTYPY, a CIYIIIMBAaHUE CTAphIX
KJIETOK MPOUCXOOUT €IMHBIM CJIOEM, UTO JIeJacT 3TOT BUA YIOOHOM MOIENIBIO IS MCCISIOBaHUS Me-
XaHW3MOB PETYJISAIINY OOHOBJIEHUS KJIETOK KOPHEBOTO YexJInKa. B 0630pe paccMOTpeHO moauep:kaHue
roMeocTasa CTPYKTYPHI 1 pa3Mepa KOpHEBOTo YeximKa y A. thaliana, o6CyXneHbI JaHHBIC TI0 TCHETHYC-
CKOMY KOHTPOJIIO 3TOIO IIPoIiecca M BO3MOXHBIC IIEPCIIEKTUBHBIC HAIPaBJICHUS JATbHEUIITNX UCCIIEIO0-
BaHMIi B 3TOi 001aCcTH.

Kmouesbie ciioBa: Arabidopsis thaliana, nuddepeHIMpoBKa KIETOK KOJTYMEJUIB, 3allpOrpaMMUpPOBaHHAS
rubelb KJIeTOK, MHULIMAIM KOJIYMeJUIbl, TPAHCKPUIILIMOHHBIH (haKTop, (PUTOrOPMOHBI.

DOI: 10.31857/S0015330324020024, EDN: OBXANC

BBEJEHUE

KopHu cnyxaT pacTeHUSM /IS 3aKpeIlICHUS
B IIOYBE U MOIVIOIIEHUS BOIBI C pACTBOPEHHBIMU B
Heli consamu [ 1, 2]. B KopHe BEIAEHSIOT TpY 30HBI: Ha
caMOM KOHIIE pacIiojlaraeTcs MepucTeMaTudecKas
30Ha (Takke Ha3pIBaeMasl 30HOW JeJieHni), 3a Hell
110 HAIIPaBJICHUIO K MoOery (IIpOKCUMAaJbHO) CIIeIy-
eT 30Ha YIIMHEeHUS (30Ha pocTa), W Jajee — 30HaA
InddepeHINPOBKY (30Ha CO3pEeBaHMS, TN BCAChI-
BaHus) (puc. 1). O6iactb nepexoma MEXIy Meph-
CTEMAaTUYECKOM 30HOM M 30HOM YIJIMHECHMS 4acTO
BBIIEISIIOT B OTHEIbHYIO TPAaH3UTHYIO 30HY. Y Ha-
3eMHBIX PACTeHUI, HAYMHASI C COCYIUCTBIX CIIOPO-
BBIX, Ha TUCTAIbHOM KOHIIE KOPHS JOIIOJIHUTEIHHO
MPUCYTCTBYET CHEUMAIbHBIA OpPraH, Ha3bIBACMbIA
KOPHEBBIM UYeXJIMKOM (puc. 1a). OH 3amInIaeT anm-
KaJIbHYI0 MEpPUCTEMY OT MOBPEXIEeHMUIl, CII0CO0-

Coxkpamenus: BKY — 6okoBoii kopHeBoii uexsiuk; T — tpaHckpun-
LIMOHHBIH akTop

CTBYeT aJanTalliy PaCTeHU K pa3IMYHbIM IIOUYBaM,
a TakKKe yJacTBYeT B ()OpMHPOBAHUY OTBETHHIX pe-
aKIIMI Ha LIeJIbIH PsII BHEITHUX CTUMYJIOB: TpaBUTAa-
1110, MEXaHUYECKIE pa3apaKUTeIn, IaTOTeHbI, 10-
CTYIHOCTb BOIbI, MUHEPAJIbHBIX BEIIECTB U IPYIUe
ycaoBud [1, 2].

KopHeBoii 4eXJINK COCTOUT M3 ABYX OTIEIbHBIX
yacTteii (puc. 10): HeHTpaJTbHO PACITOIOXKEHHOMN KO-
JIyMEIJIBI 1 OKPYKAIOIIEro €€ M MepPUCTEMY KOPHS
6okoBoro kopHeBoro uyeximka (BKY) [3]. AHarto-
MusI KOpHEBOIo yexiuka Arabidopsis thaliana nmeet
CXOIHYIO, XOTSI 1 0oJiee IMPOCTYIO KIJIETOYHYIO Op-
raHM3alNIo, YeM Ta, KOTOpasl OIMCcaHa IJisd IPYIuX
npeacraButenieit cemeiictBa Brassicaceae. Huina
CTBOJIOBBIX KJIETOK KOPHSI COCTOUT U3 TPEX SIPYCOB.
LleHTpaNbHBIN SIPYC COCTABISIOT KJIETKU ITOKOSI-
merocsl (OpraHM3allMOHHOTO0) IICHTPAa U MHUIIAIN
KOpBI. BepxHuii sipyc 3aHMMAIOT MHULIMAIN CTEIIBL.
KopHeBoii YexTMK NpoayHupyoT WHULIMAIA HILK-
Hero spyca. Cpenyn HUX BBIIENISIOT 12 mHULMAaei
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Puc. 1. 30HBI KOPHSI M KJIETOYHAsi CTPYKTypa KOPHEBOIO YeXJIMKA: a — CXeMaTM4ecKoe M300pakeHUe CTPOEHMST KOPHS
Arabidopsis thaliana c ykazaHueM 30H; 6 — KJIETOUHAsl OpraHu3alusl KOHUMKa KOpHS A. thaliana; 6ebIM 1IBETOM BblAeIeHa
HUIIIa CTBOJIOBBIX KJIETOK, Kyda BXOMMT IMOKOSIIIIUICS IIEHTP M CTBOJIOBbIC KJICTKM (MHUIIMAIN); B — TIPOMYKIINS KIETOK
KOJTyMEJUTHI ITyTeM aCUMMETPUYHBIX TTePUKITNHATBHBIX NeJIeHUI MHULIMAJIEH KOJTyMEJUTBI; T — TIPOIYKIIUSI KIIETOK G0KOBOTO
kopHeBoro Yexyimka (BKY) u armmbieMbl B pe3yabTrare MocaeI0BaTeIbHbBIX MTEPUKIMHATLHOTO M aHTUKJIMHAIBHOTO e ICHU I
nHunmaneit snmoaeMsl 1 BKY coorBercTBeHHO. [TyHKTHPHOI TMHMEH Ha MTaHeNsX (B) ¥ (I') OTMeUYeHa IJI0CKOCTD ACJICHMSI.
LIBeToBast KOMMPOBKA Ha 3TUX MaHEJSIX COOTBETCTBYET MaHesu (0).

KOJIyMEJUIbI, KOTOPbIE B MOIEPEYHOIl IPOEKINHU
OpraHM30BaHbI B BUAE KPyra ¢ YeThIPbMSI LIEHTPaJIb-
HBIMU KJIETKaMU, OKPYKEHHBIMM OCTaBIINMUCS
BoceMblo. KieTku Koaymelibl (OpMHUPYIOTCS B
pe3yiabrate IMepUKIMHAIBLHOrO (IapajjieIbHOIO
MOBEPXHOCTH OpraHa) AeJeHUs 3TUX WHHUIIHNAICH.
IToroMkn Kaxaoii MHULMAIM O0pa3yloT BEpPTU-
KaJIbHBIA psifi, pacIojiarasich CTpOro ApyT IIOA ApYy-
roM (puc. 1B). biaromapst Takoit pocToii opraHu-
3allUd C JIETKO OTCJEXMBAEMOUM KIOHAIbHOCTBIO
Konymeita A. thaliana TIMPOKO MCITONB3yeTCsT KaK
MOIENb IjI1 U3ydeHUsI (GYHKIIMOHUPOBAHMS HUIIN
CTBOJIOBBIX KJIETOK y pacTeHuii. MHuIIMaIM Kojy-
MeJUIBI OKPYKEeHBI 16 MHULIMAISIMUA, KOTOPBIE Tal0T
Havyano kierkamM BKY wm 3mmbnembl. AHTUKIIH-
HajbHOE (IEPIICHAUKYISIPHOE IIOBEPXHOCTHU Op-
raHa) IeJeHHe 3TOM MHHMIMAIN IPOAYLHPYET IBE
KJIETKH, U3 KOTOPBIX BHYTPEHHSISI OCTAETCsI CTBOJIO-
BOI1, a BHEIIHSS JaeT HAa4yajIo 3IuoiIeMe; IepruKIIn-
HaJIbHOE NeJICHNe MHULINAIN IPOAYLUPYET HAPYKy
xietku BKY (puc. 1r). VY A. thaliana xopHeBoit uyex-

®U3NO0JIOTUA PACTEHUM

UK comepxuT oT 180 no 260 kierox [2]. YV apyrux
BUJIOB €T0 pa3zMep MOXeT ObITh CYLIECTBEHHO 00JIb-
11e, Hanpumep, y Pisum sativum KOpHEBOW YEXJIMK
nmeet ot 4000 mo 21000 kireToK.

IlockonbKy KOpHEBOM YeXJIMK HAXOOMTCS Ha
MOBEPXHOCTH PACTYIIETO CKBO3b IOYBY KOPHSI, €TI0
BHEIIHWU CJION UCIBITHIBAET ITOCTOSTHHYIO MEXAHU-
YeCKYIO Harpy3Ky C IIOBBIIIICHHBIM PHCKOM ITOBPEX-
JIEeHWH 1 peTyJIsipHO caymmBaercs [1, 2]. DTo obcTo-
SITEILCTBO TPEOYeT ITOCTOSHHOIO BO30OHOBJICHMS
KJIETOK KOPHEBOIO YexJIMKa, KOTOpOoe O00eCIIeun-
BaeTCs PETYISIPHBIMU ACICHUSIMU €TI0 MHUIINAJICI.
B 10 ke BpeMs Wit yHKIIMOHNPOBAHMS KOPHEBOTO
YexJIMKa BaXKHO, YTOOBI He IIPOMCXOIUIIO €TO Upe3-
MEpPHOI'O pa3pacTaHusI U CTPOTO IIOMIepXKUBaIach
€ro ammKajbHas JoKanmu3auusa. Ilokazano, Hampu-
Mep, 4To yBelnueHue pasMepoB bKY, kotopoe Ha-
OmongaeTcs y MyTaHTHBIX pacTeHmii A. thaliana ¢ Ha-
pymeaueM ¢yHKuii reHa ANAC033/SOMBRERO
(SMB), MOXeT NpPWBOIWTh K 3aMEIJICHUIO POCTa
KopHS B mnHy [4]. TakuM o0pa3oM, BO3HNKAET He-
Ne 2
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00XOIMMOCTB OOeCTIeueHUS OajTaHca MEXIY MPOIYK-
uei KJIeToK U ux ynajieHueM. anee B 0030pe Mbl
pPaccMOTPUM KJIETOYHBIE MEXaHU3MBbI CTPYKTYPHOTO
roMeocTa3a KOpHEeBOTo YexivKa y A. thaliana, a Tak-
K€ TeHETUYECKWI KOHTPOJIb 3TUX IIPOIIECCOB.

KIIETOYHBIE MEXAHNW3MBbI
CTPYKTYPHOI'O TOMEOCTA3A
KOPHEBOTI'O YEXJIMKA

[lepuknuHanbHBIE OeNCHUS WHUIIAAIEH KO-
nymemnbl 1 BKY ckoopauHupoBaHbl U MPUBOIST
K (opMHPOBAHUIO HOBOIO CJIOSI KOPHEBOIO 4YeX-
JIKa, caBurasi 6oyiee ctapble CJIOU ONMXKe K Tepu-
depun [1, 2]. JInga GonbIIMHCTBA JOYEPHUX KIle-
TOK MHUIIMAJIEH KOJyMeJIbl XapaKTepHa OBICTpast
mnddepeHIMpoBKa 0e3 melleHWii, TeM He MeHee,
IeIeHUST KIIETOK KOJYMEJUIbl HaOMIIomaloTcs, HO
JocTatodyHo penako [5]. JdoyepHue KIeTKM WHUIK-
ayeil KonyMeIiel TnddepeHINPYIOTCS B CTaTOLM-
THl — KJIETKM, BOCIIPMHMMAIOIIME TPaBUTAIIMOH-
Hble curHaibl [6, 7]. OHM HAYMHAIOT HAKAIJIMBaTh
Kpaxmajl BHYTPU aMIIOILUIACTOB, YTO IPUBOOUT K
(dopMupoBaHUIO KpaXMaJIbHBIX 3epeH (CTaToJIu-
TOB), OCENAIOIINX IO JeHCTBUEM CWIBI TSKECTH.
I1o mepe cBoeii quddepeHIMPOBKN KIETKH KOJIy-
MeEJUIbI OCYIIECTBIISIIOT (PYHKIIMOHAIBHEINA IEPEXO
OT TPaBUTALIMOHHO-YYBCTBUTEIBHBIX CTaTOIIUTOB
K CEKpETOPHBLIM KjieTKaM [2, 8]. DToT mpoliecc co-
MIPOBOXKIAETCS Ierpafgalneil KpaxMalbHBIX 3€peH,
00beIMHEHNEM BaKyoJieii M yBEIMYCHHEM KOJIM-
yecTBa OpPTaHENI, BOBJICYCHHEIX B CEKPETOPHYIO
¢ysK1IMIO. B OTIIMYME OT TOTOMKOB MHULIMAJICH KO-
nyMmeuibl kietku BKY, npoayuupyembie B pe3yiib-
TaTe MEPUKIUHAJIbHOTO AejeHuss nauiuanein bKY
¥ 31K0JIeMBbI, B TeUeHEe HEKOTOPOIO BPEMEHH CII0-
COOHBI JENUTHCS B aHTUKIMHAJIBHOI IIJIOCKOCTH,
YTO HApSIAY C PACTSKEHMEM KJIETOK O0eCIIeurBacT
poct BKY Brmoas ocu xkopus [9, 10]. Kitetku BKY
HE UMEIOT CTaTOJUTOB U TP epeHIINPYIOTCS TOJIb-
KO B CEKpeTOpHBIe KJIeTKH [2, 11].

Cpasy mociie IIpopacTaHMs CeMEHH B IOBe-
HUJIBHOM KOpHEeBOM 4YeXxJinke A. thaliana Ha-
OmromaeTcsl 4eTeIpe (pexke — TpHU) CJIOST KIIETOK,
BkJrouast maHnMann [12, 13]. K maroMmy mHIo mo-
clie IIpopacTaHMs pa3Mep KOPHEBOIO YexJIMKa
OOBIYHO OOCTUTACT IMSATHU KJICTOYHBIX CJIOEB, Ta-
KO opraH cuuTaeTcs 3peabiM. Ha aToMm aTame 3a-
IyCKaeTCs pery/sipHOE yaaJleHNe BHEITHETO CIOS
KOPHEBOI0 YeXJIMKa, IIPOMUCXOASIINE IIPUMEPHO
Kaxnaeie 36 4 [12, 14, 15].

B Hacrostmee BpemsI OIMCaHBI IBa MEXaHM3-
Ma YyHOAJCHHUS CTaphIX KJIETOK KOPHEBOIO YEXJIH-
Kka: (1) ux 3amporpamMmmupoBaHHas rudeab B bKY
¥ (2) caymuBaHUE XUBBIX KJIETOK C IIOBEPXHOCTHU
kopHs B KonyMmesie 1 BKY [1]. ¥V A. thaliana me-
XaHM3MBbI 3alIpOrpaMMMpPOBAHHOII THOEIU aKTU-
BUPYIOTCSI B IPOKCHMMAJIBHBIX KJIETKaX BHEIIHETO
ciosgs BKY, Kotopble HaxXoAATCsl B TPAH3UTHOI 30HE
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KOPHSI, PacIIOJIOXKEHHOI Ha TpaHUIIE MEXIY MEpU-
CTEMATUYECKOI 30HOM M 30HOM yaauHeHus [4, 16]
(puc. 2). DTH KIETKU MOTUOAIOT, MOCIE YEro MOMI-
BEPraroTcst OBICTPOMY aKTHUBHOMY aBTOJIU3Y. Takum
o0pa3oM, 3aIIporpaMMHPOBaHHAsI TUOENb SIBISIETCS
3aKJIIOYUTEbHBIM 3TalloM pa3BUTUs KiaeTok bKY.
B mporecce pocta KOpHS MeXaHU3MBI THOEIH 110-
CJIeMOBaTEeIbHO AKTUBUPYIOTCSI B DPSOY KJIOHAJIb-
HO-POICTBEHHBIX KJIETOK HapyxHoro ciosg bKY,
KOTOpBIC TIPUXOIAT Ha CMEHY IMOTUOIIMM KJIETKaM.
ITo Mepe ynaneHus1 3TUX KJIETOK “BHEIIHMM” CTa-
HoBUTCI Oosiee Mosomoii cioit bKY, B mpokcu-
MaJIbHBIX KJIETKaX KOTOPOI'O B CBOIO OYepenb aHa-
JIOTUYHBIM 00pa3oM aKTUBUPYIOTCSI MEXaHU3MBbI
3arporpaMMHUPOBAHHOIT THOETIH.

VYmaneHue KIIETOK BHEIIHEIO CJIOS KOPHEBO-
IO YeXJIMKa B €r0 allMKaJbHOI YacTh, B TOM YMCJIC
CEKPETOPHBIX KJIETOK KOJIYMEJUIBI IIyTeM HUX CIIy-
IIMBAaHKS B IIOYBY CUHXPOHU3UPOBAHO C T'MOCIIBIO
KJIETOK B ITpoKcuManbHoi oonactu bKY [4, 17—18].
OTtmenuBIIMECS OT KOPHS KJIETKW HOCSIT Ha3BaHHUE
norpaHuyHbeix [19—21]. B TeyeHuMe HEKOTOpPOTro
BpPEMEHU OHM OCTAIOTCSI JKUBBIMU U BBITIOJIHSIIOT CE-
KpeTOopHy10 GYyHKIIUIO, Tpeodpasyst pusndecKkue 1
XMMHUYECKHE CBOWCTBA OKpYXalolleil KOpeHb cpe-
IIBI, TEM CaMbIM OOJierdast IBIKeHIe KOPHS CKBO3b
MOYBY, 3alllMIlias ero OT NaTOreHOB U obecreynBast
B3aUMOACHCTBUE C CUMOMOTUYECKMMHU OpraHu3Ma-
mu (0630psl B [1, 11, 19, 20]). B oTinumre OT MHOTHX
BUIOB, Y KOTOPBIX C TOBEPXHOCTU KOPHS CAyIIMBaA-
I0TCSl OTAEIbHBIE KJIeTKU, y Brassicaceae, Bkitouast
A. thaliana, otneneHue KJeTOK MPOUCXOAUT €AVHBIM
CJI0E€M C COXpaHEHMEeM KOHTAKTOB MeX1y HUMU [21]
(puc. 2). Ha mepBoM aTamne CIyliiuBaHUS MOSBIISIET-
Csl pa3pblB BO BHEIIHEM KJIETOUHOM CJI0€ B MPOK-
cuManbHO#t objsactu BKY Ha ypoBHEe 4yTh BbIllIE
MOKOSIIIErocs LIEHTPa U HAUMHAETCS OTCI0MKA KJe-
TOK 3TOrO CJIosl CBepxy BHU3 [4, 14, 15]. DTomy co-
OBITUIO TIPEIIECTBYET OeJeHWe WHULUANEed KOIy-
MEJUIbI, YTO 0O0ecneynBaeT CKOOPAMHUPOBAHHOCTD
MPOLIECCOB TeHEepaluy U SJIMMUHALUN KJIETOYHBIX
cJioeB B KopHeBoM 4yexiiuke [12]. Yepe3 HekoTOpoe
BpeMsl IeTeKTUPYETCsl OTAeICHUE HApYy>KHOTO CJIOS
kietok bKY, okpyxawomux Koaymesmny [4, 14, 15].
ITocnegHUMY OTHEASIOTCS KJIETKM BHELIHEro CJI0S
KoayMmeiibl. OTclioeHue oOecleunBaeTcs NyTeM
peopraHu3alMy KJIETOYHBIX cTeHok [12, 22, 23].
OTaenuBIIUICS CIOM MOrpaHUYHBIX KJIETOK “CO-
CKaJIb3bIBAET” ¢ KOHUYMKA PACTYILEro KOPHS U OCTa-
eTcsl cOoKy ot Hero [14]. Beck npoliecc oT Hayajia u
JI0 KOHIIA CYIIMBAaHUS 3aHUMAET B cpenHeM 18 u, u
nprvMepHO 18 4 MPOXOAUT 10 MHULIMALIUMN CIEAyIO-
mero ciaymuBanus [14]. HecMoTpst Ha comnpsikeH-
HOCTb IPOLECCOB FeHepalyu U 3AMMUHALNN KJle-
TOYHBIX CJIO€B KOPHEBOIO YEXJIMKA, €CTh JaHHBIE,
YTO ero pasMep BCe-TakKu HEMHOIO IpOorpeccupy-
eT ¢ Bo3pacToM. B yactHoctu, Wein ¢ coaBt. [13]
K 10 mHIO moclie mpopacTaHus HaOJoAadv IIEeCTb
KJIETOUHBIX CJI0€B B COCTaBe KoayMmesibl A. thaliana.
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Tpan3uTHas
30Ha

Mepucremarudeckas 30Ha

w
A

Pacnpoctpanenue 3I'K
U aBTOJIN3
CayiuBaHue eIMHOTO CJIOs

Puc. 2. IIpouecc ynaneHus CTapbixX KJIETOK KOPHEBOTO YeX/IMKa. 1IBeToBass KomMpoBKa (XKEJNIThIi, CBETIIO- M TEMHO-3€J1€e-
HBII, CUHMII, (DMOJIETOBBIIN) YKa3bIBaeT Ha OTAEIbHBIE CIIOM GOKOBOTO KOPHEBOTO 4exinka. KpacHBIM I[BETOM OTMeYeHa
3arporpamMMmupoBaHHas rudespb Kietok (3I'K) Bo BHelltHeM cioe G0KOBOIro KOpHEBOro yexirka. KiroueBbie COObITUS yaa-
JIEHUST BHEIITHETO CJIOST KJIETOK KOPHEBOTrO YeXJIMKa YKa3aHbl TOHKMMU cTpeiikaMu. K HUM OTHOCSTCS 3alporpaMMUpPOBaH-
Hast THOEJTb KJIETOK OOKOBOTO KOPHEBOTO UEXJIMKA, aBTOJIM3 IMTOTMOIINX KJIETOK, a TAKXKE CIYIIUBAHUE SIUHOTO CJIOS SKUBBIX

KJIETOK KOJIYMEJLJIbI.

TOPMOHAJIbHBIE OCHOBBI KJIETOUYHON
ANHAMHWKHNU B KOPHEBOM YEXJIUKE

Aykcun — ocHogonoaazarowuil pe2yisimop CmpyKmypol
KOpHe8020 uexauka

PazBuTre KOpHEBOro 4YeXJIMKa peryaupyer-
cs1 (UTOropMOHaMM, U3 KOTOPBIX IIE€PBOCTEIICH-
HOe 3HaueHue uMeeT aykcuH [24, 25]. B konunke
KopHS A. thaliana MakcUMyM KOHIICHTpALIUM ayK-
CHMHA MapKHUpyeT MHOKOSIIUICSI ILIEHTP, OT KOTO-
pOTO BIOJIb LIEHTPAJIILHON OCH B IIPOKCHUMAaJIbHOM
M OUCTAJIbHOM HAaIIPaBICHMSIX CHIDKAETCS KOH-
LeHTpanus aykcuHa [26—29]. KiroueBoii BKjan
B (popMUpOBaHME TpaddeHTa ayKCMHA B KOHYMKE
KOPHS BHOCHUT €TO aKTUBHBII TPaHCHOPT, KOTOPBIIA
obecrieunBalOT OENKM-TPaHCIIOPTEPHl CeMeicTBa
PINFORMED (PIN), a umenno: PIN1, PIN2,
PIN3, PIN4 n PIN7 [27]. Pactipenenenue 3THUX
0eTKOB Ha MeMOpaHax KJIETOK KOpHS (0T paBHO-
MEPHOTO I0 MOJISIPHOIO) OIIpeaesIsIeT HalIpaBIeHUE
MIOTOKOB ayKCHHA: aKpOIleTaJIbHBIA (IO HaIIpaB-
JICHWIO KOHYMKY) — B CTele, 0a3uIteTadbHbBI (110
HarmpaBjieHulo K nmoodery) — B bKY u snubneme,
pa3HOHAMpaBJICHHBIN — B KonyMelnie. Takast opra-
HU3aIIMsI IOTOKOB ayKCHMHA o0ecrneyrnBaeT (GopMu-
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poBaHME U PaBWIbHOE ITO3UILIMOHNPOBAHNAE MaK-
cuMyMa KOHLEeHTpauuu dutoropmonHa [28, 29].
B komymenne mepepacipeneicHue ayKCHMHaA OCYy-
mectBiAtoT 6eaku PIN3, PIN4 u PIN7, 8 BKY —
PIN2 [27, 30, 31].

I'pagueHT aykcMHa C MakKCMMyMOM B TIOKOSI-
IeMcsI IIEeHTpe urpaeT IPUHIUIIMAIBHYIO pOJb
IIpY OIIpeAeICHUHN COCTOSIHUS KJIETOK B pPacTyIIeM
KOpHE, OKa3bIBasl CYIIECTBEHHOE BIMSHHUE Ha WX
CIIOCOOHOCTH K IEJICHUIO, pOCTY M AuddepeHII-
poBke [32—34]. Tak, TTOBBIIIIEHNE YPOBHS ayKCHMHA
IIyTeM 5K30T€HHOM 00pabOTKM IIPOPOCTKOB 3TUM
(pUTOropMOHOM WJIM MHTHOMTOPOM €r0 TPaHCIIOP-
Ta (HahTWIhTAIaMOBOM KHUCIOTOI), a TakKkKe B
TPAHCTeHHBIX JIMHUSAX C IIOBBIIEHHBIM YPOBHEM
OrMocuHTe3a ayKCHMHA IIPUBOOUT K IIOTEpPE CIIOS
VHHUIIFANe!l KOJyMeJUIbl M3-3a UX IIPeXIeBpEeMEH-
HOU mmddepeHIIMPOBKA B CTaTOLMTH [24, 25].
CHuXeHne ypOBHS ayKCHMHA B Pe3y/IbTaTe MyTalluid,
HapyIIAIINX OMOCHHTE3 ayKCWHA, Mepemady ero
CHTHaJIa WIX TPAaHCIIOPT ayKCHMHA B KOJIyMeJlIe, Ha-
000pOT, MPUBOAUT K (POPMUPOBAHUIO HECKOJBKHX
cJIoeB MHUIMaeit Komymesutsl [24]. B To ke Bpems
criennuIecKoe IONABJICHNE CUTHAJIBHOIO ITyTH
Ne 2
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TEHETUYECKHWE MEXAHW3MbI PETYJIALIMY OBHOBJIEHMA KJIIETOK

AyKCMHA B KJIETKAX ITOKOSIIETrocs LIEHTPa BbI3bI-
BaeT muddepeHINPOBKY WHUIINANEH KOJIyMEJIJTbI
[32]. HeomnosnauHoCTh 3¢(PEKTOB ayKCHMHA II0-
TEHIIMAJIbHO MOXET OOBSICHITHLCS KOMOMHATOPHOM
MOJEJbIO JEHCTBUSI 3JIEMEHTOB CUTHAJIBHOTO ITyTU
aykcuHa [33, 35], a Takke B3aMMOCBSI3bI0 3TOTO (U~
TOTOPMOHA C IPYTUMU PETYISITOPAMU ITOAIC PKAHUS
HUIIN CTBOJIOBBIX KJIETOK, TAKUMU KaK TPAHCKPUII-
uuoHHbIN dakrop (T®) WUSCHEL HOMEOBOX
5 (WOXS5) [36], PLETHORA (PLT) [37, 38], u pe-
ryaaTopHsiM  KoHTYypoM SCARECROW (SCR)—
SHORT ROOT (SHR)-RETINOBLASTOMA-
RELATED (RBR) [39]. Takum oGpa3oM, meTaimn
MOJICKYJIIPHOTO MEXaHU3Ma, OIIOCPEIYIOIIETO B~
SIHUE ayKCHHA Ha KJIETKM KOPHEBOTO YeXJIMKa, eIlle
TOJIBKO MPEICTOUT BBIICHUTb.

Bzaumoomnowenus ayxcuna u yumokununa 6
pe2yasuuu KAemoyHou OUHAMUKY

LIuTOKMHMH U3BECTEH KaK peryJsTop aelie-
Hus Kietok [40, 41]. B KopHe KOHIIEHTpallMOHHBII
MaKCUMyM IIUTOKMHMHA PACIIOIOXEH B KOPHEBOM
yexJIMKe, IpUYeM OH XapaKTepeH IS BCEeX Tpex
Han0oJIee aKTUBHBIX IIMTOKMHUHOB: U30IIEHTUI-a-
IeHWHa, LIMC- M TpPaHC-3€aTMHOB KaK B CBOOOI-
HOM, TaK ¥ KOHBIOTUpPOBaHHOM (popMax [42]. BuI-
COKUI1 ypOBEHb INTOKMHNHA B KOPHEBOM YEXJIMKE
KOppENMpPYyeT C BHICOKMM YPOBHEM BKCIPECCHUU
TE€HOB, KOIMPYIOIIMX IUTOKWMHWH-IEaKTUBUPYIO-
mue ¢epmente CKX (CYTOKININ OXIDASE/
DEHYDROGENASE) wm UGT (URIDINE
DIPHOSPHATE GLUCOSYLTRANSFERASE).
Bce Tpm penmenropa mutokmHMHA <~ AHK2
(ARABIDOPSIS HISTIDINE KINASE 2), AHK3
n AHK4 skcripeccupyloTcsl Takke Ha CaMOM BBI-
cokoM ypoBHe B komymemre [43]. CeHcop mmro-
kuamHa TCS:GFP, skcnpeccupyommnii GFP mon
KOHTPOJIEM IIMTOKMHUH-YYBCTBUTEJIBHOIO CHHTE-
TUYECKOTO IIPOMOTOPA, BHISIBJISICT IIUTOKMHUHOBBII
curHai B konymesie 1 BKY, HaunHas ¢ yeTBepTO-
ro JHS IIOCJIe IIPOpacTaHMsI, 1 MAKCMMYM CHUTHaja
MPUXOOUTCS Ha IepudepudecKre KICTKH KOJIy-
MeJutel [44]. BBICOKMIA ypOBEeHbh CHUTHaIa IITMTOKU-
HUHA B KOJIyMeJUIe He YCUIUBaeTCs IIpu 00padboTKe
3K30T€HHBIM [UTOKUHUHOM, 9YTO MOXET TOBOPHUTH
00 ero TpeneabHOM ypoBHe [45]. Omnpenmenmenne
comepXaHUs IIUTOKMHWHA M ayKCMHA B OOHOM M
TOW X€ KJIETOYHOU MOMyJSIIUUA C MOMOIIBIO CO-
PTUPOBKU (DJIYOPECIEHTHO aKTMBUPOBAHHBIX KJIE-
TOK M XUAKOCTHOM XpoMarorpaduu ¢ TaHAEMHOI
MaccC-CIIEKTPOMETPpHEHi TI0Ka3aji0, YTO B KOPHEBOM
YeXJIMKe YPOBEHb IMTOKWHWHA BHIIIIE, YeM ayKCHHA
[42], Tipy 5TOM MMEHHO ayKCWH YBETMYNBAET 37IeCh
KOHIIeHTpaunio nutoknuuHa [44]. C npyroit cro-
poHbl, B BKY LIUTOKMHUH OBICTPO CHUXAET ypO-
BEHb CBOOOIHOIO ayKCHMHA 3a cueT (paKkTopa LIMTO-
kuHuHoBoro otseta ARABIDOPSIS RESPONSE
REGULATOR 1 (ARR1), HanpsiMy1o KOHTPOJIUPY-
IOIIETO TPAHCKPUIIIIUIO BHYTPUKIIETOUHOTO TPaHC-
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noprepa aykcuHa PINS u koHbloratopa aykcuHa
GRETCHEN HAGEN 3.17 (GH3.17) [46]. PIN5
nepeKkaymBaeT ayKCUH M3 LIMTOMIa3Mbl B 9HAOILIA3-
MaTudeckuit petukyiayM, rone GH3.17 nunakruBupy-
€T ero CBI3bIBAaHMEM C aMUHOKKCIoTaMu. Hapsmy
¢ GH3.17 uutokuuuH B BKY Tak:ke MoBbIILIAET Yye-
pe3 ARRI1 ypoBeHb Jpyrux KOHBIOraTOPOB ayKCHU-
Ha GH3.5 u GH3.6. Takum o6pa3oM, IUTOKUHUH
MOIyJaUpyeT Oa3uneTaabHbli MOTOK ayKCHUHA Yepes
BKY 1 TeM caMbIM peryaupyer rpaiueHT ayKCUHa B
KOHYMKE KOPHSI.

Topmonanvuas nacmpoiika kaemouHoil OUHAMUKU
nymem MoOYASUUY CUSHANA AYKCUHA

MHorue TropMOHBI, HAIIpUMEpP, CAIMIIMIOBAs
KHCJIOTa, OCYIIECTBIISTIOT KOHTPOJIb TuddepeHIn-
POBKHU KJIETOK KOJYMEJUJIBI Yepe3 perysiiuio pac-
MpeaeIeHnsT ayKCHa. Y MyTaHTOB C ITOBBIIIEHHBIM
SHAOT€HHBIM YPOBHEM CATMLIIOBOM KUCIOThI WU
npyu odbpaboTKe HU3KMMM J03aMMU 3TOT0 FOPMOHA
(10 MKM) B TeyeHHe 5 MHE MHULAAIN KOJyMes-
JIbl HaKaIUIMBAIOT KpaxMmall, T. €. MPpexXaeBPEeMEHHO
I depeHUNPYIOTCI B KIETKM KOJYMEJUJIbl, MpU
atoM y 40—70% pacTeHuii cioii MHULIMAIEN KOmy-
MeJUTbl BooO1ue ucuesaet [47]. Hanpotus, 06paboT-
Ka B TEUEHME TAKOI0 XK€ CpoKa CaIMIUIOBOMN KuUC-
JIOTO C HEMHOTO 00Jiee BBICOKON KOHLEHTpaluei
(30 MKM) npuBOAUT K 00pa30BaHUIO IBYX-YEThIPEX
JOMOJHUTENbHBIX CJIO€B KJETOK, KOTOpPbIE 3KC-
MpPecCUpyroT MapKepbl KaK IMOKOSILErocsl LeHTpa
(WOX35), Tak u nHuumanein koaymemnsl (J2341), u B
KOTOPBIX OTCYTCTBYIOT KpaxMajbHble rpaHybl [48].
O6paboTka elie 00jee BBICOKUMU KOHLIEHTpaLIUsI-
mu (150 MKM) He MeHsIeT CTPYKTYpPY KOJYMEIbI,
HO YBEJIWYMBAET pa3Mep ee KJIeTOK U UHTUOupyeT B
HUX oOpa3oBaHMe KpaxMaa.

Paznuuns B peakuusx KOJAyMeJUIbl Ha pa3HbIe
J03bl CATUILAJIOBOM KHUCIOTHI MOXHO OOBSICHUTH
pa3IMYHbBIM BIMSTHUEM 3THX J03 HA pacnpenejieHue
aykcuHa [47—50]. IIpu oOpaboTKe HU3KOU 03001
canuiuiaoBoil kuciaoThl (30 MKM) KOHIIEHTpalus
ayKCUHa B KOJIyMeJljie TTOBBILIAETCS 3a CYET YBEIU-
yeHMs1 ero buocuHrte3a u ypoBHs PIN1, npuHocs-
IIIeTO ayKCWH U3 CTE0JIs, a TAKXKe 3a CUET MOMaBJe-
Hus PIN2 u PIN7, nepepacnpeaensiiolinx ayKCuH
B OasurieTanbHbIi 1MOTOK [48]. IToBbILIEHHBIH Ypo-
BE€Hb ayKCHMHa MPUBOAUT K IIPEXIEeBPEMEHHOI
auddepeHIMPOBKe MHULIMANEl KonyMesbl. bosee
BBICOKHME KOHLEHTpalu CAJIULUIOBONR KMCIOTHI
CHIKAIOT YPOBHM ayKCHMHA B IOKOSILEMCS LIEHTPE
W B UHUILHAISAX KOJyMEJIJIbl, IIaBHBIM 00pa3oM 3a
cyeT nHrubupoBaHus PIN1, uTo nmpuBOaUT K Mpu-
ocTaHOBKe n1uddepeHIUpoBKU. JInuTensHas odpa-
0OTKa HU3KWMU KOHLEHTPAUMUSIMU CATULUIOBOM
KMCJIOTBI TaKXXe MPUBOAUT K HAPYILIEHUIO TIJIOCKO-
CT€li W YBEJIMYCHUIO YWCJIA JOEJICHUM WHUILAAIen
BKY u srinbaeMsi.

IToBbIlIEHWE PHAOTEHHOrO YPOBHSI OpacCUHO-
CTepOUIOB MIM 00paboTKa 3TUMU TOPMOHAMM B
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KOHIIEHTpAIIXSIX OT 1 HAHOMOJISI 1 BBIIIIE€ BHI3BIBAIOT
MOSIBJIECHUE KpaXMaJIbHBIX 3€peH B MHUIIAAJISIX KO-
JIYMEJUTBI, T. €. uX nuddepeHInpoBKy [51]. Ve npu
1 HaHoMoJ1e 6paccuHocTeponoB y 18% pacrenunit
mnddepeHInpyeTcsd Bech CIION WHUIIMAIEH KOJTy-
Mesutel [52]. Hapsimy ¢ 9TuM yMeHbIIaeTcs ypOBEHbB
Kpaxmaja B KJIeTKaX KOJIYMEJUIbl, 1 B HECKOJBKUX
KJIETKaxX B €€ HIDKHUX psmaX KpaxMaJibHbIE 3epHa
BoOOIIIe He onpenenstorcs. CHkeHne OMOCUHTe3a
OpaccMHOCTEPOUIOB MU 00paboTKa MX HU3KUMU
KOHIIeHTpaumsMu (0T pemTo 10 0.1 HaHOMOIST) TMe-
IOT IPOTUBOIIOIOXHBIN PE3YJIBTaT, T. €. ”THTUOMPYIOT
IndGepeHINPOBKY TOYEPHUX KIIETOK WHUITAANIEH
KOJIYMEJUTBI, YTO IIPUBOIUT K IOSBICHUIO ABYX CJIO-
€B MHULAJICH KOJIYMEJUIbI M IPOLIEHT PACTCHUM C
3TOM aHOMAJIME PACTET BMECTE C KOHLICHTpalMue B
BBIIIEYKa3aHHBIX IIpeaeaax. OMHOBPEMEHHO C 3TUM
najgaeT Yucjiao CJIOEB KOJYMEJUIbl U Iipu obpaboT-
ke 0.1 HaHOMoOJIEM OpaccuHOCTEpOUIa 0KoJo 25%,
68% u 7% pacTeHUI UMEIOT, COOTBETCTBEHHO, Ye-
THIpE, TPU U 1Ba cJ1051. CUTHAJIbHBIN ITyTh OpacCUHO-
CTEPOUIOB IIPH MEePeXoae TOPMOHAILHOIO CUTHAIa
OT pelenTopoB, KMHa3 1 pocdartas Kk T paszmens-
ercsa Ha BZR1 (BRASSINAZOLE-RESISTANT 1)
u BES1 (BRI1-EMS-SUPPRESSOR 1) omocpe-
JOBaHHBIE CUTHaJbHBIE KackKambl [53], m3 KoTto-
peix BES1 aktuBupyer nuddepeHIMPOBKY KIETOK
konymeinl [51], B To Bpems kak BZR1 kackan ee
nomasiseT [52]. BZR1 kackan 4acTUYHO JIeiicTByeT
yepe3 YMEHbBIICHUE CTUMY/ISIIAM ayKCHMHOM IH(-
(bepeHIIMPOBKY KJIIETOK KOJTYMEJIBL.

B xopHsix, 0O6paboTaHHBIX >XXaCMOHOBOM KHUC-
JIOTOI, IIPOMCXOOUT KOMILIEKCHOE HapylleHUe
nrdHepeHIINPOBKN KOJTYMEJIbI, TaK KaK MapKep
MHHIIHANei KOJTyMeJIIbl peTUCTPUPYETCS 0oJiee YeM
B OIHOM CJIO€, HO IIPY 3TOM 4YacTh MHUIMAJIEH KO-
JIYMEJUTBI UMeeT KpaxManrbHble 3epHa [54]. [Tokasa-
HO, YTO MHAYIUPYyeMbIit skacMoHaTamMu T MYC2
nomasisgeT 3kcnpeccuio reHoB T® PLTI1 w PLT2,
YYaCTBYIOIINX B ayKCMHOBOM KOHTpoJIe nuddepeH-
IUPOBKY KOJTYMEJLIBL.

B kxopHe y 5-gHEeBHBIX MPOPOCTKOB abCIU30-
Bas kuciora (AbK) nmeer HauOOIBIINIT YPOBEHD
B MOKOSIIIEMCSI LIEHTPE W KOJyMeJUIe, U 3TOT ypo-
BEHb 3HAUYUTEJIBHO CHMXaeTcs, HaumHasa ¢ 10-ro
IHS TTocie mpopactanms [13, 55]. Oopaborka ABK
5-THEBHBIX IIPOPOCTKOB TaeT HauboJjiee BHICOKUIA
CHTHAJI TAKXKE€ B KOHUMKE KOPHSI C MaKCUMYyMOM
B KOJIyMeluie, HO TIpu obpabotke 10—15 mHeB-
HBIX IIPOPOCTKOB CUTHAJI B KOPHE ropasio ciadee
W TIPpUMEPHO OOMHAKOB IJISI BCEX TUIIOB KJIETOK
[13]. BarokmpoBanue 6mocnHTe3a ABK mpuBomut
K HAKOIUICHMIO Kpaxmajla He TOJIbKO B MHUIIMA-
JISIX KOJYMEJUIBI, HO M B MOKOSIILIEMCS LIEHTPE [56].
IMopasnenne ABK guddepeHunpoBKku agouep-
HUX KJIETOK MHUIMAJIeil KOJIyMeJIIbEl TpeOyeT yJa-
CTHSI IBYX ayKCUH-MHOYIUPYEMBIX TeHOB, WOXS5
u AUXIN RESPONSE FACTOR 5/MONOPTEROS
(ARF5/MP) [56—58].
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B xonymenne oSTWIeH yBeIMYMBACT 4HC-
JIO CIYIICHHBIX CJIOEB, a MHTMOUTOP OMOCHHTE-
3a aTmwieHa (2-aminoethoxyvinyl glycine, AVGQG)
YMEHbBIIAeT UX 4uciio [12]. DHOOTeHHBIM 3TUJICH
CHHTE3UPYETCsl BO BHEIIHEM M ITOUIEXKAIIEM CJIOSX
bKY, rne cneuuduyecku skcnpeccupyercss ACSS
(I-aminocyclopropane-1-carboxylate synthase §)
KaTanu3upylolas, Kak 1 octajibHble ACS TUMUTH-
PYIOIIYIO CTamnio B OnocwHTe3e aTmiieHa [59]. O6-
paboTKa ayKCMHOM 3HAYUTEIHHO ITOBBIIIACT 2KC-
npeccuio ACSS B atux ciosix. O0padboTKa STUIIEHOM
yBeJIMYMBaeT MHTEHCMBHOCTh CHTHaJIa ayKCHHA B
BKY u s10 yBenuuenue 3aBucut oT AUXI TpaHC-
TopTepa ayKCuHa, T. €. CBSI3aHO C Iepepaclipenaeie-
HueM 3Toro ropmoHa [60]. [166epe/InH ycuauBaeT
AyYKCHMHOBBIM CUTHAJ B KoJymelnie [61].

TEHETUYECKAS PETYJIALVS ITEPEXOIA
OT AEJIEHWUU K AMPOPEPEHLIMPOBKE
KJIETOK B KOPHEBOM YEXJIMKE

I'eHeTnyecknii aHaIW3 M JIOKAIM3alMS BKC-
Mpeccuy TeHOB B KOJyMeJlIe TTOKa3alu, 4To mepe-
XOJI, KJIETOK OT JAeJeHU K nudepeHMpOBKE HaX0-
IUATCS TI0A, KOHTPOJIEM HECKOJBKHMX He3aBHCUMBIX
peryasaTopHbiX nyteit [5]. OauH U3 HUX BKIIOYaET
T® FEZ u SMB cemeiictBa NAC (NAM, ATAF and
CUC), a takxke WOXS5 cemeiictea WUSCHEL, no-
MEHBI 9KCIIPECCUN KOTOPBIX MTPUBEIEHBI Ha puUc. 3.
T® FEZ aktuBUpyeT KIICTOYHBIC OCICHUS B MHU-
LUAISIX KOPHEBOIO YeXJMKa W CHMXXEHHUE ero ak-
TUBHOCTH MPUBOAUT K YMEHBILIEHUIO YHUCJIa CJI0EB B
konymeie 1 BKY [18]. KonnuectBo FEZ B kjer-
K€ OrpaHMYMBAETCd MO MNPUHLUIY OTpULIATE]b-
HOI 0OpaTHOM CBSI3U MyTEM aKTUBaUUU reHa SMB.
Td SMB nonmasnset reH FEZ B ToYepHUX KIIETKaX
WHULMaNell KOJAyMeJlJIbl, OTpaHUYMBasl TaKUM 00-
pa3oM MX CITOCOOHOCTb K JAEJEHUI0 U CTUMYJIUPYS
auddepeHurpoBKy. WOX5 skcnpeccupyeTcs B 1o-
KosIlIeMcsl LIeHTpe, TAe OH MPEeNnsITCTBYET JAeJICHUIO
kieTok [57, 62]. C apyroii croponsl, WOX5 B 1ToKo-
SIIeMCS LIEHTpe aKTUBUPYET HEYCTaHOBJIIEHHBIE 10
HACTOSILEr0 BPEMEHM CUTHAJbHbIE KOMITOHEHTHI,
KOTOpbIEe, MUTPUPYSI B MHULIUAIU KOJIYMEIbI, 1O~
JaBIISIOT 3Kcrnpeccuio SMB u TeM caMbIM CHUMAIOT
vuHruouposanue ¢ FEZ, cTuMyaupys aejieHue MHU-
nuanei [5, 63]. [Tomumo storo, WOXS5 noaaepxu-
BaeT CMIOCOOHOCTh MHULIMAJIE KOJyMeJUIbI K elie-
Huto, TiogaBisad reH T® CYCLING DOF FACTOR 4
(CDF4), n36bITOK KOTOPOTO MPUBOAUT K TIPEXKIEB-
peMeHHOI IuddepeHINpOBKe MHULMANEH [64].
COOTBETCTBEHHO, Y MyTaHTOB WoX5 WHULIUAIU KO-
JIyMeJUIbl HauMHaT auddepeHUMpoBaThCI U Ha-
KaIauBaTh KpaxMmal, TOrma KakK CBEpX3KCHpeccus
WOX5 npuBoauT K ocTaHOBKe AU EpeHLIMPOBKU
JOYEPHUX KJIETOK UHUILAANEH HEe TOJIbKO KOJIyMe-
nbl, Ho 1 BKY [57, 64].

HuddepeHIUpPOBaHHBIE KJIETKA KOJYMEJTbI
npoayuupyior nentuaabie TopMoHbl CLAVATA3/
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EMBRYO SURROUNDING REGION-
RELATED 40 (CLE40), CLE16 u CLE17 [65, 66],
CHUTHAJIbI KOTOPBIX BOCIIPUHUMAIOTCS MPOTEUHKU-
HasHBIM pelenTopHbiM KoMiiekcoM CLAVATAL
(CLV1)-ARABIDOPSIS CRINKLY4 (ACR4),
BBI3BIBAS UG GEPEHIMPOBKY KIETOK KOIYyMEI-
bl Tiyrem miogaBiaeHus WOXS [65—67] (puc. 3).
ITocpemaukom BwicTymaer docdaraza PROTEIN
PHOSPHATASE 2A (PP2A), Ha KaTaqnuTU4ecKylo
cyopenuHmily Kotopoif, PP2A-3, mocrrpancis-
uuoHHo BosgeiictByer ACR4 [68]. Eme omHum
y9acTHUKOM curHajgbHOro nmytu CLE menTumos B
nonaepXaHuu TndepeHINPOBAHHOTO COCTOSTHUS
KJIETOK KOJIyMeJUIHI siBisieTcss E3 youkBuTuHINTa3a
PLANT U-BOX4 (PUB4) [69].

PeryastopHblii TyTh, CBSI3aHHBIM C ayKCHU-
HoM, BkiatodaeT B ceosd T AUXIN RESPONSE

Wox  CDF CLEI6

AyKCHH
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FACTOR 10 (ARF10) u ARF16, onocpeayomux
TPaHCKPUIILIMOHHBINA OTBET F'€HOB Ha 3TOT (PUTO-
ropMmoH, a takxke MUKpoPHK miR160, nna xorto-
poit MPHK ARFI0 n ARF16 aBngroTcs TIpSIMBIMU
mutnensamu [24, 70] (puc. 3). B To Bpems Kak o6pa-
00TKa ayKCMHOM CTUMYIUPYET TudPepeHIINPOBKY
KJICTOK KOJIYMEJUIBI M CHMXKAET CKOPOCTh JEICHMUS
nHunmaneit [24, 25], miRI160 aktuBupyeT neie-
Hue nHunmaneit, momasinstss ARFI0 n ARFI16 [70].
Caepxakcnpeccuss miRI160 wnm MyTalluM TEeHOB
ARFI10n ARFI16 mpuBOmsAT K HEKOHTPOIUPYEMBIM
JEICHUSIM KJIETOK B KOJyMellie U OJOKUPYIOT UX
I depeHIINPOBKY, B pe3yabTaTe yero GopMupy-
€TCS OIyXOJIb Ha KOHYMKE KOPHS U yTpauMBaeTCs
rpaBUTpONU3M. B mommepkaHUU CTBOJIOBOTO CO-
CTOSTHUSI MHULIMANIEI KOJIyMEJLTBl Y4aCTBYET TaKXKe
reH ULTRAPETALAI (ULTI) [71]. Myranust 3T0-

(a)

CLEI7 ACR CLE40  PUB4 ARF10/16 miR160 ~ SCR  PP2A-3

CDF4 b——— WO0X5

] - VIHTMOMPOBaHNE
ﬁ - AKTUBaLIvs

I I

vax [ MIN

VYpoBeHb peryisitopa

(6)

{SMB——]
| SMB(___ FEZ

PP2A-3

".“""""'CLVI-ACR4/

T

CLE 40/16/17

Puc. 3. Perynsuus nenenus u nuddepeHIMpOBKY KIETOK KOJTYMEIJIbI: a — paclpeneieHue peryasTopoB B KODHEBOM YeX-
Juke. KpacHblil LIBET 1IKaIbl COOTBETCTBYET MaKCUMaIbHOMY YpoBHIO (MAX), CHHUI — MUHUMaJIbHOMY JETEKTUPYEMOMY
ypoBHIo (MIN). Benblii LIBeT oTpaxkaeT OTCyTCTBUE perysTopa B KiieTkax. Kaxaplit peryasitTop mMeeT CBOi MaKCUMaJIbHbII

W MUHMMAJIbHBIN ypOBeHb. Belky yKa3aHbl MOy KUPHBIM

TIPSIMBIM TEKCTOM, TPAaHCKPUTITH — KypcuBoM. 1] — mokosi-

muiics neHtp, UK — nanimamm komymemnsr, K1-K4 — nuddepeHmpoBaHHbIe KIETKH KOJTYMEJUTbI; 6 — TeéHeTH4ecKoe
B3aMMOJENICTBIE PETYISITOPOB AeNeHni 1 nndGepeHIMpoBKY KIeTOK. [IyHKTpOM yKa3aHO TUTIOTETUYECKOe B3auMOeii-

cTBUE (TpeOyeT JaTbHENIIEro N3y4yeHmsI).
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ro TeHa TPUBOIUT K TIpeXAeBpeMeHHON mudde-
PEHIIMPOBKE MHUIIMANEH KOJIYMEJIbl. ¥ MyTaHTOB
CHIKEH ayKCHHOBBII CUTHAJ B KOJIyMeEJUIe, OMHAKO
MOKa HESICHO, SIBJISIETCS I UMEHHO 3TO MPUYMHO
HabrogaemMoro (peHoTHuMA.

Td RBR cTtuMynupyeT 3aBepileHue KIETOUHO-
ro IUKJIa ¥ 1 GepeHIMPOBKY B JOYSPHUX KIIETKAX
VHUIIKANE KOJyMeJlIbl, paboTasi B paMKax peryJisi-
topHoro KoHtypa SCR—SHR—RBR [39, 72]. Ctour
otMeTuTh, uTo RBR 1 ARF10/ARF16 perynupyior
AKTUBHOCTb MHUIIMAJEH KOJIYMEUIbl HE3aBHUCHMO
ot FEZ [5].

bricTpas nuddepeHIpOBKA KIETOK KOJTYMENT -
JIBL Cpa3y MOCJie OMHOTO ACICHMS CTBOJIOBOM KJIET-
KM COIIPOBOXIAETCS YHUKAJIbHBIM CTaTyCOM XpO-
MaTWHa B 3TnX Kiuetkax [73]. YV A. thaliana xnetkn
KOJIYMEJUIBl MMEIOT Haubojiee MEeTUJIUPOBAHHYIO
JAHK mo cpaBHEHUIO ¢ OPYTMMU TKaHSIMU, IpPEU-
MYILIECTBEHHO THUIEPMETUINPOBAHEI MOOWIbHBIE
aJIeMeHTHI. [uIepMeTnInpoBaHue OCYIIEeCTBIISIET-
Cs 3HAYMMO IIOBBIIIEHHBIM KOJIMYECTBOM MAJIbIX
PHK pnunoit 24 HykimeoTMma M TPaHCKPUIITOB,
KONUPYOIINX OPYTMX YYaCTHUKOB IIpoliecca
PHK-nanpasneHHoro wmetunupoBanusi JIHK.
[Ipu 3TOM B KJIeTKax KOJIYMEIUIBl HE aKTUBEH I'eH
DECREASED DNA METHYLATION 1 (DDM]I)
M CHUXEHO KOJUYECTBO TPAHCKPUITOB THCTO-
HOB, YTO TaKXe yKa3bIBaeT Ha 0CO00€ COCTOSTHHE
snureHoMa. O BaXXHOCTHU 3IUTEHETUIECKOI pery-
Iy B nudGepeHINPOBKEe KIETOK KOJYMEJUIBI
TOBOPUT TaKXe TO, YTO ITOTepsI (PYHKIMU T'MCTOH
anetuntpancdepassl GENERAL CONTROL
NONDEREPRESSIBLE 5 (GCN5) unm acco-
nuupoBaHHOro ¢ Heit ¢akropa ALTERATION/
DEFICIENCY IN ACTIVATION 2B (ADAZ2b)
CHMXaeT 4ynuciao Inud@epeHInpOBaHHBIX CIIOCB B
koxymeie [74]. Ilpu aToM y 4acTu MyTaHTOB gcnS
KpaxMallbHbIe 3epHa, MapKupyoomue anuddepeH-
LIMPOBKY, HAXOOWJIM B MHMUIIMAJSIX KOJIYMEJUIBI U
Jaxe B TIOKOSIIEMcs LIeHTpe, a 'y ada2b ObII CHU-
JK€H ypOBE€Hb ayKCMHa B KojJymeiuie. BrisBieHa
TaKXXe POJb METaO0OJUTOB B peryiasauuu mudde-
PEeHLMPOBKHM KJIETOK KOTyMeIUIbl. Hapymenus me-
Ta0O0JIM3Ma JINITUAOB, TaAKNe KaK CHIXKEHIE YPOBHS
Hecrrennduyecknx docdomumnaz C unm docda-
tuauraiepodocdardocdarassl 1, MPpUBOIIT K
neneHusIM nuddepeHIMpyommnxed u andepeH-
LIMPOBaHHBIX KJIETOK KoJayMmeusl [75; 76]. B ciy-
yae MYTAHTOB IT0 TeHaM HecIleunuyeckKnx ¢oc-
¢ommmnaz C anHoMaJbHbBIE ASACHUS TTPEKpaIIaloTCcs
npu gob6aBireHNN PocdOXoNMHa, TIPONAYKTa aKTUB-
HOCTHU 3THUX (pepMeHTOB [75].

Mexanusmsbl nepexona kietok bKY ot nenenuit
K nuddepeHIIUpOBKE MCCAENOBaHbl B MeEHbIIeH
CTeIleHU, YeM 151 KiaeToK Koaymesabl. B BKY, kak
" B KoiryMene, padotaet monynbs FEZ—SMB [18].
Y pacTteHuii co cBepx3KcIpeccueit reHa TerioBOTo
moka HsfB4 (class B-heat shock factor 4) Habmona-
IOTCS TOIIOJHUTEIbHBIC IEJCHUS B TOYEPHUX KIIET-
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Kax naunuaneit BKY u anubnemMsl, 4To IpUBOAUT K
JOMNOJHUTENBbHBIM c10siM B BKY 1 ero yniMHeHu1o
o 30HBI nuddepeHIMpoBKy [77]. Y MyTaHTOB 110
reHaM TORNADOI (TRNI) n TRN2 xieTku MHU-
muaneii bBKY u snmbieMsbl nendarcss aHoMaJabHO, U
BO MHOT'MX BepTUKalbHBIX psigax bBKY pa3BuBaercs
BMECTO 3IMMOJIeMBbI [78]. DTO TTOATBEPXIEHO HATU-
yueM MosekyisipHoro Mmapkepa bBKY u 6osee paH-
Hell BaKyoJIM3alieii KJIeTOK B TAKUX psigax 1o CpaB-
HEHMIO C KJIETKAMU 3IM1OJIeMBbI, UX 00JIee TOJICTBIMU
CTeHKaMM 1 MX TUOEJIbIO B Hadyajie 30HbI YIUTMHEHMSI,
YTO IPUBOANT K pa3pbIiBaM B annbiemMe [78]. YBenn-
yeHue yrcaa nnuumanein bKY u yucna cnoes bBKY
BBI3BIBACTCSI TAKXKE DKTOIMMIECKOI IKCIIpeCCueii re-
HOB PLT, B To BpeMs1 KaK MOTeps UX PYHKIMU CHU-
xkaet ynciio cnoeB bKY [79]. AktuBHocTh reHa PLT]
TOIABIISIETCS CBA3BIBAHMEM C €70 IIPOMOTOPOM KOM-
mwiekca T® GROWTH-REGULATING FACTOR
(GRF) c ero kopakropamu GRF-INTERACTING
FACTORs (GIFs), xoropsie He nmeror JHK cBs-
3piBatoriero gfoMmeHa [80]. IToTepst pyHKIIM 0OgHOTO
n3 Tpex GIF xodakTopoB AN3 yBenmumMBaeT 4nciio
cinoeB B bKY.

IT’EHETUYECKAA PETYJIALUA YIAJIIEHUA
KIIETOK KOPHEBOTI'O HEXJIMKA

3anpoepammuposanHas eubdenb Kaemox
KOpHe8020 uexauka

Tubens xinerok bKY B TpaH3UTHOI 30HE KOp-
HS SBIIsIETCS (DMHAJIBHBEIM 2TAaIllOM Ipollecca MX
mddepentmpoBk [4]. UHUIIManmsa MexaHU3MOB
rubenu kjerok BKY compoBoxmaeTcsl akTuBa-
uei TeHoB acmaparuHoBoi npoteassl PUTATIVE
ASPARTIC PROTEINASE A3 (PASPA3), HyKJea3bl
BIFUNCTIONAL NUCLEASE 1 (BFNI), pubony-
kineassl RIBONUCLEASE3 (RNS3), a Takxke psiga
IPYIUX W3BECTHHIX MAapKepoB 3amporpaMMHpPO-
BaHHOU KjeTouHOi1 rubenu [4, 81, 82]. AKTuBanus
PASPA3 aBnsiercs miepBbIM IPU3HAKOM IOATOTOB-
ku kinetok bBKY kx rubenu [4]. HemocpencrBeHHO
3anycK Trubenur KJIEeTOK COIMPOBOXIAETCSI PE3KUM
nageHueM pH nuTomaasMel, KOTOPOE MPEALIeCTBY-
€T MOBBIIIEHNIO NPOHULAEMOCTH MIa3MaJeMMbl U
paspylIeHu0 Bakyonu. depMeHTAaTHUBHAsI aKTUB-
HocTh BFN1 B OTHOILIEHUN HYKJIEMHOBBIX KUCIOT
peanusyeTcsd yXe B MOTMOIIMX KJIeTKaX Ha CTaauu
aBToyn3a: (bepMEHT BbICBOOOXIAETCS B LIUTOILIA3-
MY TOJILKO MOCJE pa3pylleHUs 3HAoIIa3MaThye-
cKoro petukyayMa. CooTBETCTBEHHO, Y MYTaHTOB C
notepeit GpyHKUMU bfin -1 3agepKuBaeTCs aerpama-
g ssaep noruodimx kiietok bBKY. IpuMeuaTensHo,
yto B KJietkax bKY Ha craguu, npeniiecTBylolei
3alporpaMMMpPOBaHHON TuOeIM KJIETOK, CrHelu-
¢uuecku s3kcnpeccupyercs pochonumnaza PLDT2,
TUAPOIU3UpYIOLIasl MeMOpaHHble Junuabl [83].
Takke B KOpHEBOM YeXJMKE Mepen 3amporpam-
MUPOBAHHOM TUOEIbI0 KJIETOK aKTUBUPYETCS TEH
ATAO1, xonupyoluii MeAHO-aMUHHYIO OKCHUIA3Yy,
Ne 2
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OKUCJISIONIYIO MYTPECLIMH 10 aJIbAeruaa, aMMuaKka
¥ mIepokcuaa Bogopona [84].

3amporpaMMHpoOBaHHYIO THOeNb KieTok bKY
He3aBucumo peryaupyior T SMB u ANACO087,
crieunMUUHBIE IS KOPHEBOTO YexXJWKa (Wb
Hebonpmoe komumyecTBO ANACO087 oGHapyxXum-
BaeTCs TakKxke B 3MIuOeMe U KJIETKaX COCYIOB
KcuieMmbl) [4, 82]. DKrommdyeckass 3KCIIpeccus
reHOB, Komupyoiux 3ti Td, nHUIUUpyeT TUu-
0enb KJIETOK 3a mpenenamMu dyexanka [82]. SMB n
ANACO087 perynupyioT akTUBHOCTb TeHOB BFNI
u RNS3. CoOTBETCTBEHHO, ¥ MYTaHTOB anac0§7,
Kak U y bfnl-1, HapylieHa OeTpamgalus SAepHOI
JHK B morm6mmx knetkax BKY [82]. Myrauus
smb BemeT K Ooyiee KapaAWMHAJIbHBIM M3MEHEHUSIM:
rubenb KJeTok 3aaepxuBaercs, 1 bKY npuo6-
peTaeT yBeIMYECHHOE YMCJIO KJIETOK M 3aXONUT B
30HY YAJMHEHUS, YTO CBUIETEIbCTBYET O OCHOBO-
nonarapueir poau 3toro T B MHULIMALIMU TH-
6enm kietok bBKY [4]. benok IMHKOBBIX MaJIbIICB
ZINC FINGER OF ARABIDOPSIS THALIANA
14 (ZAT14) GyHKUMOHUMpPYET KaK pernpeccop B
TeHHO# ceTHm, akTUBMpyeMoil SMB m perynupy-
IolIeil 3aIporpaMMUpPOBaHHYIO THOEIb KIETOK B
KOpHEBOM 4exJimKe [85].

HenaBHO OBUIO MOKa3aHO, YTO IIPOMXOJIKUTEIIb-
HOCTb XXU3HU CIIYIIMBAIOIINXCS KJIETOK KOJIYMEILIBI
A. thaliana Taxxe perynmmpyercs ITyTeM X IIpoTrpam-
MUPYeMOi1 THOeNIN, 3aITyCK KOTOPOX KOHTPOJIHMPYIOT
T ANAC087 u ANAC046 [82].

Cﬂymueaﬂue ducmanvHo20 cA05 KAemoK
KOpHE6020 Hexauka

[IpyHIMTIMATBHEIM COOBITHEM B CIIYIIWBAaHUM
OHACTAIBHOIO CJIOST KJIETOK KOPHEBOTO YeXJIMKa SIB-
JIIETCSl peopraHu3alns KIETOYHBIX CTEHOK [86].
Td SMB, BEARSKIN 1 (BRN1), BRN2 u NIN-
LIKE PROTEIN 7 (NLP7) perymmpyior cospe-
BaHHME KJIETOK KOPHEBOIO 4YexJiMKa M Momuduka-
U0 MX KJIEeTOYHBIX cTeHOK [17, 87, 88]. BRNI n
BRNZ2 aXTUBUPYIOTCS B KJIETKAX, PACIOJIOXEHHBIX
Ha MOBEPXHOCTU KOopHeBoro uexyimka; B bKY wnx
skcmipeccus 3aBucuT or T SMB [87]. BRN1 n
BRN2 axktuBupyior reH mektuHassl ROOT CAP
POLYGALACTURONASE (RCPG). ®DyHKIIMOHUPO-
BaHHE 3TOro (pepMeHTa CIIOCOOCTBYET OTHCICHUIO
KJICTOK.

Kaxk MBI yrtoMyHaIM BBIIIE, XapaKTepPHOM 0COo-
O6eHHOCTHIO Brassicaceae, Bkmouast A. thaliana,
SIBJISICTCS CITYIIMBAHKE ITOrPAHUYHBIX KJIETOK KOp-
HEBOTO YEXJIMKA COMHBIM CJIOEM C COXpaHeHUEM
KOHTaKTOB Mexxay HuMu [21]. Takoii xapakTep oT-
nmenmeHus KieTok obecrreumBaeT TA NLP7, xmo-
YeBOM peryysiTop Ilepeladyd HUTPATHOIO CUIHAJla
[88]. OH wHMUMUpYyeTCd HU3KUMU 3HAYCHUSIMU
pH u axTuBeH B mOrpaHUYHBIX KJIETKax. Y IIpO-
pocTKOB A. thaliana ¢ myTaumen npl7 CIyliuBaloT-
cs1 OTHOEbHEIE KJIETKM, 1 MyTaHTHBIN (PeHOTUII 3a-
Bucut ot 3kcupeccun reHa CELLULASE 5 (CELD).
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IloMuMoO 3TOro, y MyTaHTOB aKTUBUPYIOTCSI T€HBI
Ipyrux GepMeHTOB, aKTUBHBIX B OTHOIIEHUM I10-
JIMCaXapyuIoOB KJIETOYHBIX CTEHOK (B YaCTHOCTH,
KCHJIOTTIOKAH-CIIeMU(UIHBIE TJIMKO3WI-TUIPOJIa-
36l U IIEKTUH-I1Aa3bl), a Takke T SMB, BRN1 u
BRN2.

AyTrodarus Kak Ipolecc Ierpamgalny KIeTod-
HBIX KOMITOHEHTOB 4Yepe3 opMupoBaHue ayroda-
TocoM 1 ayTo(arm4eckoro IOTOKa K JM30COMaM
¥ BaKyoJIsIM, TIe IPOMCXOOUT WX JIM3UC, 3HAUMMO
YCUJIUBAETCsl Tieped 3amnporpaMMHUpPOBAHHON TH-
6enbto kietok bKY M cinymnBaHueM KIIETOK B KO-
gymese [15, 89]. DToMy criocoOCTBYET aKTHUBALUS
AUTOPHAGY GENE 2 (ATG2), ATG5 u ATG7 [89].
B xonymenne myranus A7TG5 IpUBOAUT K CIIyIITABA-
HUIO OTIEIbHBIX KJICTOK BMECTO LIEJIOTO CJIOS U 3a-
nepke ux rudenu [15, 89].

CUHXPOHW3ALMA AEJTEHWA
WHULWAJEN U CIIYIIUBAHUSA
JAUCTAJIBHOI'O CJIOA KJIETOK

B kopHeBOM uexjaMKe Oe/ieHUWe WHULMANCH
KOMITIEHCHUPYET CIYLIMBAHUE €r0 MOCIEIHEro Cos,
M KOOpAMHALMS 3TUX MPOLECCOB TIPaguCHTOM
ayKCUHa B 3HAYMTEJIbHOI cTereHu obecrneyunBa-
€T TTOCTOSTHHBIN pa3Mep opraHa [12, 14]. Tak, T®
NLP7 oka3bIBaeT BIAMSIHME HAa ayKCUHOBBINA CHUT-
HaJl B KJIETKaX BHEIIIHEro CJI0s KOPHEBOIO YeXJI-
Ka B oTBeT Ha aeuuutT azota [80]. Mytauus nip7
YCUJIMBAET ayKCUHOBBIM CUTHAJI BO BHEIIIHEM CJI0€
KJIETOK KOJIYMEJIJIbl 3a CUET U3BMEHEHMsI TPaHCIIop-
Ta ayKCHMHA, 4YTO COIPOBOXIAETCS CHUXEHUEM
MUTOTUYECKON aKTUBHOCTU U AU PepeHLupoB-
KOl CTBOJIOBBIX KJIETOK KOJTyMeJUTbl. bonee Toro, y
MyTaHTa CHUXaeTcs akcnpeccuss WOXS. DT1o non-
TBEPXIAET pOJib ayKCMHA B CUHXPOHU3ALIMU Jesie-
HUI1 ¥ CITyIIIUBAHUS.

CurHanbHbii ientua IDA-LIKE 1 (IDLT) u ero
peuentop HAESA-LIKE 2 (HSL2), no-BugumMomy,
KOOPAVHUPYIOT IMHAMUKY CAYyLIMBaHUS U oOpa-
30BaHUS HOBBIX CJIOEB JOYEPHUX KJIETOK MHUIIMA-
neit [14]. IDL 1 akTUBeH MPEUMYILIECTBEHHO B IBYX
nocjeaHux (repugepruyeckux) Caosx KOJyMesUlbl,
KOTOpbIe OYAyT MOCJIEMIOBATENIbHO CIIYIIABATHCS
Ipyr 3a apyroMm. HSL2, Hao60poT, SKCIIpecCcupyercs
B BEPXHUX CJIOSIX KOJIYMEJIIbl U B MOJIOABIX KJIETKaX
BKUY. IToBbilieHHas akcnpeccus IDL 1 yBeanunBa-
€T YaCTOTY CJIYIIIMBAHUS CJIOEB 32 CUET COKpAIIEHUS
MHTEepBaa MEXAy CAYIIMBAaHUEM CJIOEB BIUIOTh 10
OTHeJIeHUsI ABYX CI0eB ogHOBpeMeHHOo. Ilpu sToM,
ecnu IDL 1 cBepxaKcripeccupyeTcsl B Asl2 MyTaHTe,
yIajeHue KJIeTOK HapylaeTcs paclieruieHUeM ClIy-
IIMBAIOLIETOCS CJIOS Ha TPAHUIE MEXIY KOJIyMen-
Jioit u BKY unu, HAa000pOoT, OTCYTCTBUEM CIIYIIBA-
Hus# B paitone BKY.

O06o0611ast Bce cKa3zaHHOE BbIlIEe, OOHOBJIEHUE
KJIETOK KOPHEBOI'0 YeXJIMKA IMTPOUCXOAUT MYTEeM pe-
TYJSIPHBIX IeJIeHUI WHULIMAIeil, JoYepHue KJIEeTKU
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KOTOPBIX TU(MDEPEHIUPYIOTCA B KIETKH KOJIyMeEI-
el 1 BKY, pu aTom crapeie nuddepeHnnpoBaH-
Hble KJIETKW YIOAJISIOTCS IIyTeM 3alporpaMMUpPO-
BaHHOI Tmoenun (knetku bBKY Bwimie moxosierocs
IeHTpa) WIN CIyIIuBaHUI B TouBy (kKinetku BKY
HIDKE TIOKOSIIIIETOCS LIEHTPa M KJIETKU KOJIYMEILIbI).
VY A. thaliana npouecchbl MOCTYIUICHNUST W YIaJACHUS
KJIETOK AOCTAaTOYHO CTPOr0 CHHXPOHU3HUPOBAHHI,
YTO ITO3BOJISIET MOAAEPKUBATH IIOCTOSIHHBIN pa3Mep
KOPHEBOTIO YexJinKa. B HacTosIee BpeMs: onrcaHbl
TOPMOHAJIBHBIE PETYJISITOPBI 3TUX IIPOLECCOB, KITIO-
YeBBIM CPeIM KOTOPBIX SIBJIsIeTCS ayKcuH. Ompene-
JICH psII TeHETUUECKUX PETYISITOPOB, HEKOTOPBIE U3
KOTOPBIX O0BEIUHSIOTCS B PETYISITOPHBIE KOHTYPHL.
To, 4TO OMHM M Te Xe TeHBI 3a4aCTYIO0 KOHTPOJIUPY-
IOT pa3Hble CTaaIUM OOHOBJICHMSI KOPHEBOIO YEXJIH-
Ka (Hanmpumep, SMB), TOBOpUT 00 WX MPSAMON WIIN
KOCBEHHOI BOBJICYEHHOCTH B KOOPIMHAIIUIO IIPO-
LIECCOB IeIeHUS U yaajaeHus KieToK. [pamueHT ayk-
CHMHA B KOJIyMeJLIIe, BEPOSITHEE BCETO, SIBJISICTCS OC-
HOBOIIOJIATAIOIIMM MEXaHM3MOM CHHXPOHM3AlINU
3TUX IBYX IIpornieccoB. OQHAKO SIBHBIE CBSI3U MEXIY
AYKCWUHOM W JPYTUMM MOTEHUUATBHBIMU KOOPIY-
HaTOpaMM Ha CETONHSIITHUI TeHb HE YCTAHOBJICHBHL.
Taxkum 06pa3oM, peKOHCTPYKIIUS LIETOCTHOM TUHA-
MHUYECKON CETHU peTy/Iainy 0OHOBJIECHNS KOPHEBOTO
YexJIMKa — BOIIPOC OyIoyIIero.

PaGota BeIlTOTHEHaA TpW Tomaepxke Poccuii-
cKoro HaydyHoro poHzaa, rpanT Ne 20-14-00140.

ABTOpHI NcKpeHHe OmaromapHbl B.B. JlaBpexe 3a
MPOAYKTUBHOE OOCYXIECHHUE CTaThU.

ABTOpBI 3aBJISIIOT 00 OTCYTCTBUM KOHQJIUKTA
uHTepecoB. Hacrosimas padbora He COIEepXUT Ka-
KUX-JIMOO MCcCaefOoBaHUM ¢ ydacTUeM JIIOJSH U K-
BOTHBIX B KaUeCTBE 0OBEKTOB MCC/IEIOBAHMSI.
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N-TIIMKO3WINPOBaHUE SBISICTCS OOHOII M3 CaMBIX PacCIpOCTPaHEHHBIX M Haubollee CIIOXKHOI cpenu
MOCTTPAHCIIIIIMOHHBIX MOIV(UKALIMIT OSJIKOB, KOTOpas UTpaeT KIIOUYECBYIO POJIb B X YKJIAIKe, KOHTPO-
Jie KauecTBa M Ierpafgalyu, a Takke OKas3bIBaeT BIMSHME HAa aKTMBHOCTb, TPAHCIOPT, JOKAIU3ALUIO U
B3aMMOJECTBUE ¢ NpYyrMMU Oenkamu. bonee Toro, N-IIMKO3UIMPOBAaHUE MOAYIMPYET MHOTUE BaXKHBIE
OMOJIOTMYECKHE TIPOLIECCHI, BKIIIOUAsi pOCT, pa3BUTHE, MOpdOreHe3, U y4acTBYeT B IIpolieccax Iepena-
YU CTPECCOBBIX CUTHAIOB. [1pn 3TOM eciii poiib N-ITIMKO3WIMPOBAHUS B LIEJIOM M (DYHKIIUU OTIEITbHBIX
N-TIIMKaHOB Ha KJIETKaX MJICKOITUTAOIINX XOPOIIO U3YYCHBI, UCCICIOBAHUS 3TOTO IIPOIIecca B paCTCHUSIX
3HAUMUTEJILHO OTCTaloT. B 0030pe 06001116 Ha MMeronascsa nHpopMalys o rpoliecce N-TIIMKO3UITUPOBAHUSI
OEJIKOB, OMKCcaH MyTh OMOCUHTE3a U (DYHKLUMU Pa3IUYHBIX N-IJTMKAHOB B PACTEHMSIX B KOHTEKCTE POCTa,
DPa3BUTHS U BIIUSHYS BHEIIHUX (pakTOpoB. [lenaercs akiieHT Ha OCHOBHBIX MOMEHTAaX, KOTOpbIe HE0OXOI-
MO YYUTHIBATH ITPU UCCIIEIOBAHUN 3TOTO MPOIiecca B paCTeHUSX U 00CYKIAIOTCS BOSMOXHOCTH ITpaKTHYIe-
CKOTO UCITOTb30BaHUS TTOTYYeHHBIX 3HAHWI TSI ITTMKOWHXKMHUPWHTA PACTUTEIBHBIX OEJTKOB.

KmoueBbie ciioBa: alirapar FOJTB)I)KI/I, MYTaHTbI, paCTCHUA, POCT, CTPECC, (l)epMeHTBI IIpouccCruHra
N—FJ'H/IKaHOB, SHIO0ILIa3MaTUIECKUMA PETUKYIIYM, N—I‘I[I/IKOBI/U'H/IpOBaHI/IC

DOI: 10.31857/50015330324020036, EDN: OBVBYR

BBEIJEHHUE

DyHKUMOHATBHBIE OCOOEHHOCTHM OENKOB B
3HAYUTEIbHOI CTEIIEHU OIPENeIsIOTCS KO-/IOCT-
TPAHCISIIMOHHBIMU MOAU(DUKAIIUSIMU, BIMSIONIN-
MH Ha MX aKTMBHOCTb, TPAHCIOPT, JIOKAJINU3AIIUIO,
B3aMMOICHCTBUE C IPYITUMH OeJIKaMH, YTO B CBOIO
odepenb, HAXOOUT OTpaXeHHWe B M3MEHEHHMHU (e-
HOTHIIA OPTraHM3MOB 1 B UX CIIOCOOHOCTHU amaIlTH-
poBaThCd K YCIOBUSIM OKpyKartomieii cpensl [1, 2].
PerynspHo nonoaHsieMblii CIIMCOK BKJIIOUAeT 0oJjiee
IBYXCOT Pa3IMIHBIX ITOCTTPAHCISIIMOHHBIX MOIM-
(mkanmit 6eTKOB pacTeHUI, KOTOPbIE MOTYT OBIThH
KaK IIMPOKO PaCIPOCTPAaHCHHBIMU, TaK U PEOKU-
MU, BIUIOTH IO YHUKaAbHBIX [3]. Cauraercs, 4To
¢epMeHTATUBHOE TIUKO3WIMPOBAaHUE (ITPUCOETM-
HeHHWe YIIIEBOTHBIX (DparMeHTOB K MOJICKYJIe OeKa)
SIBJISIETCSI OOHOM M3 CaMBIX PacIPOCTPaHEHHBIX U
IIpY 3TOM HamOoJiee CIOXHOM M3 BCEX IOCTTPAHC-
JISIWOHHBIX Mogudukannii. CBg3aHHBIE ¢ OelKa-
MU TJIMKaHbI TIPEICTaBASIOT CO00it pa3HOOOpa3HbIe
OJIMTOCAaXapuIHBbIE CTPYKTYPBI, CHHTE3 KOTOPBIX
o0ecIeunBaeTCsl CIOXKHBIM (DePMEHTATUBHBEIM Me-
XaHM3MOM, OIIOCPEAYeMBIM, II0 MEHBIIEH Mepe,
oomee uem 250 reHamu, oxapaKTepHU30BaHHBIMU
Ha CEeTONHSIIHUN neHb [4, 5]. Dra MommdnKamms

BKIOYaeT O-ITIMKO3WIMPOBaHNE U N-IJIMKO3UIIH-
poBaHNUeE, B 3aBUCHUMOCTH OT THIIA CBSI3M U MeCTa
MpUCcOoeTMHEHN IMKaHa [3]. N-TIuKaHbI CBSI3bIBa-
IOTCSI C LIETIBIO OelTKa Yepe3 aMUIHYIO CBSI3b C OCTaT-
KoM acnaparuHa B MotuBe Asn-X-Ser/Thr, rme X
MOXET OBITh JTI000 aMHMHOKMCIIOTOM, KpOMe IIPO-
JIMHA. DTa aMMHOKMCIIOTHAs MOCJIEIOBATeIbHOCTh
B MOJIEKyJe OejiKa, II0 KOTOPOil IIPOMCXOIUT IIPH-
coenMHEeHNE TIMKAHOB NP N-TJIMKO3UIMPOBaHNUH,
MOJIyYnIa Ha3BaHWe CeKBOHA. BEII0 moka3aHoO, 4TO
AMMHOKMCJIOTa B MOJIOKEHUU X, a TaKKe aMMHO-
KHCIIOTa, clenyomas 3a MoTuBoM Asn-X-Ser/Thr,
BaxHa I 2(¢eKTUBHOTO N—IIMKO3UIUPOBa-
HUg |6, 7]. O-mIMKaHBI B paCTEHUSIX CBSI3BIBAIOTCS
¢ OeKaMy MPEUMYIIECTBEHHO Yepe3 THIPOKCUIIb-
HYIO TPYIIIY TMAPOKCHUIIPOJINHA, CEpUHA M PeXe —
TpeoHuHa (puc. 1).

N-cBsI3aHHBIE TIMKAHBI UTPAIOT BECOMYIO POJIb
B (YHKIIMOHMPOBAHMU PACTUTEIBHBIX OpraHU3-
MOB M CUMTAIOTCSd HEOOXOOUMBIMHU IUISI M3MEHE-
HUSI GU3NKO-XUMUIECKIX CBOMCTB M OIPEACIICHUS
ouosiormyecknx (GpyHKOUn G6enkoB [5]. OHm yuya-
CTBYIOT B (DOJIIMHTE OCIKOB M PETY/ISIIIMUA KOHTPO-
JIsI Ka4ecTBa B SHIOIUIA3MATUIECKOM PETHUKYIIyME,
CTaOMJIM3UPYIOT MX OT ACHATypaluy U IIPOTEOJIH-
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Puc. 1. Tunbl IMKO3UIMPOBaHUs O6eJ1KOB pacTeHuid. [lenTuaHast 1enb n300paxkeHa cepbIM LIBETOM, NIMKAHBI —

** — poskeT OBITH I IPYTOli THI YIIEBOIHOIO OCTATKA

IIBETHBIMUA

obo3HaueHUSIMU. B N-TJTMKO3WIMpPOBaHHBIX OeTKax TIMKAHBI CBSI3BIBAIOTCS C TETbI0 OefTka Yepe3 aMUIHYIO CBSI3b C OCTaT-
KoM acriaparua B Motuse Asn-X-Ser/Thr (cekBoHOM). O-TIMKO3WINPOBAHNE OETTKOB OCYIIIECTBIISIETCST Yepe3 TUAPOKCHUITb-

HYIO TPYIIITY TMIAPOKCUITPOJIMHA, CEpMHA U peXe — TPEOHUHA.

3a, YCWIMBAIOT PacTBOPUMOCTb, OO0JIETYalOT OpU-
€HTAIlMI0 OTHOCUTEILHO MEMOpaHbl, U BIMSIOT Ha
nx (pepMeHTaTMBHYIO akTHUBHOCTbL [8, 9]. Kpome
TOro, N-IJTMKO3MJINPOBAHUE BOBJIIEUCHO B PETYJIs-
LIMI0 BaXHBIX OMOJIOTMYECKHX ITPOILIECCOB, TaKMX
KaK pocT, MOp(OreHe3 1 amanTaluus K pa3IndHbIM
OMOTHMYECKUM U aOMOTUYECKMM cTpeccam [10—12].
CrnenoBarelbHO, Maleillliie W3MEHEHHUS B XOJIe
npoueccruHra N-rMKaHOB OyayT omnpenessiTh Cle-
Hapuii pa3BUTHUSI ITUX IIPOIIECCOB.

HecmoTpst Ha oueBUAHYIO0 3HAYMMOCTb N-TJIMKO-
3UJIMPOBaHYS B (PYHKIIMOHUPOBAHUM PACTUTEIbHBIX
OpPraHM3MOB U OTHEJIbHBIE YCIEeXU, JOCTUTHYTHIE B
pabotax c Arabidopsis thaliana |13, 14] 1 HEKOTOPBIMU
JIPYTUMM PacTeHUSIMU, TAKUMU Kak ToMmar (Solanium
lycopersium L.) [15], Tabak (Nicotiana benthamiana
Domin) [16, 17], puc (Oryza sativa L.) [18, 19], To4-
HOE KOJIMYECTBO ITIMKOIPOTEHMHOB B PAcCTEHUSIX IIO
cuX TIOp He u3BecTHO. bosee Toro, ajas OOJbIIMH-
CTBa MACHTU(DUIIMPOBAHHBIX K HACTOSIIIIEMY BpeMe-
HU PaCTUTEJIbHBIX INIMKOIIPOTEMHOB HE YCTAHOBJICHA
HU CTPYKTypa MOAM(PUIIMPYIOIINX MX /N-IJIMKAaHOB,
HU 4uCIO cailToB N-miuko3unupoBaHusi. Hemo-
CTaTOK MH(MOPMALIM BO MHOTOM CBSI3aH C TEM, UTO
JUTUTEJIbHOE BpeMsl 3HAYUTEIbHBIE YCWIMS II0 KC-
cliefoBaHuI0 N-TJIUKO3WIMPOBaHUSI ObLIM COCPENO-
TOYEHBI, B OCHOBHOM, Ha OeJIKaX MJIIEKOIIUTAIOIINX C
LEJIbIO BRISIBICHUS (PYHKIMI N-TIIMKAaHOB B (PU3HMO-
JIOTUM 4YeJI0BeKa B HOPME U IIPU Pa3BUTUM MATOJIO-
run. [losToMy KiroueBBIe 3Tallbl ITTMKO3MIMPOBA-

®U3NO0JIOTUA PACTEHUM

HUs OCJIKOB, a TAKXK€ OCHOBHBIE YYACTHUKU TAHHOTO
mnmporecca O4eHb IOJITO PAaCCMATPUBAINCH TOJIBKO
B KOHTEKCTE (PYHKIIMOHMPOBAHMSI KJIETOK KMBOT-
HBIX, ¥ MCCJIEIOBAaHUE 3TOIO IIPOIecca B IPYIUX Y-
KapHOTUYECKMX OpTaHM3MaX 3HAYMTEJIEHO OTCTAJIO.
XOT4 B IOCIIeNHEEe BpeMsI ObLI JOCTUTHYT 3aMETHBIIN
Mporpecc B MCCIIENOBAaHWM IIpolecca /N-IJTUKO3H-
JIMPOBAHMS B PACTCHUSIX, IO CUX IOP €IIe OCTAeTCs
MHOTO HEpeIlIeHHBIX BOIIPOCOB, KACAIOIIMXCS KakK
pouu Tpolecca N-ITTMKO3WINPOBAHUS B IIEJIOM, TaK
¥ 3HAYCHMSI OTHEIbHBIX IIMKAHOBBIX CTPYKTYpP IUIS
(PYHKIIMOHMPOBAHMSI PACTUTEIIBHBIX OPTraHU3MOB.
Nudopmanusi, oTpaxkeHHass B OOJBIIOM KOJIWYe-
cTtBe 0030pHBIX [5, 20, 21] m 3KcepUMeHTATBLHBIX
[13—15] crateii B 3T0O# 00JaCTH, HEPEAKO CBOTUTCS
100 K OOIIeil KOHCTAaTallMM 3HAYMMOCTH JTaHHOTO
mnpoiiecca, 100 K OMUCAHUIO OTHEJIBHO ITOMIydYeH-
HBIX PE3YJILTaTOB, YTO B IIEJIOM CO3/Ia€T BIIEUaTIICHUE
(pparMeHTapHOCTU 3HAHUI O N-TITMKO3MIMPOBAHUN
OE/IKOB B paCTeHMUSIX.

Lenpro maHHOTO 00630pa IBMIIOCH O0OOOIIIEHWE
pa3po3HEHHBIX (PaKTOB, KacalolIMXCs IIpoliecca
N-1rnuko3uinpoBaHusl OeJKOB pacTeHUii, U pac-
CMOTpPEHNE 3TUX JaHHBIX B KOHTEKCTE pOCTa, pas-
BUTHUS M BIUSTHUS BHEITHUX (PaKTOPOB ¢ (POKycOM
Ha KJIIOYeBbIE MOMEHTBI, KOTOPBbIE HEOOXOOUMO
YYIUTHIBATh IIpU MCCIENOBAHUM 3TOTO IIpollecca B
pacTeHUsIX ¥ BO3MOXHOCTH MCIIOJIb30BaHUS IIOJTY-
YeHHBIX 3HAHUN I [NMUKOMHXWHUPUHIA PacTH-
TEJIbHBbIX OEJIKOB.
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N-TITMKO3UITHMPOBAHUE PACTUTEJIbHBIX BFEJIKOB

OTAIIbI N-TJTIMKO3NJIMPOBAHWA BEJIKOB.
THUIIbl PACTUTEJIbHBIX N-TJIMKAHOB

N-rnuko3uinpoBaHue OEIKOB — 3TO BBICO-
KOKOHCEPBATUBHBINA IIPOLIECC, OCHOBAHHBIA Ha
MOCJENOBATEIbHBIX M XOPOIIO CKOOPIMHUPO-
BaHHBIX peakIUsIX, KOTOpPbE, B OCHOBHOM, MMe€-
IOT MECTO B SHIOIUIa3MaTHUYECKOM PETUKYIyMe U
anmapare lonpmxku [11, 20]. IlosTanmHasg cbopka
MPUKPEIUIIEMOTO K OeNKY IIMKaHAa MHUIIUNPYET-
Csd Ha IUTOILUIA3MaTHUYECKOM M IPOJOJIKAeTCSI Ha
JIIOMEHAJIPHON ITOBEPXHOCTHM MEMOpaHbl 3HIO-
IUIa3MaTUYECKOr0 PEeTUKYJIyMa C IIOMOIIbIO MHO-
KEeCTBa CHennpUUecKnX IIUKO3MITpaHchepas
(ALG — asparagine-linkedglycosylation) (pmuc. 2a),
YTO MPUBOMUT K 00pPa3oBaHUIO OJUTOCAaXapUIHO-
ro IpenIIeCTBEeHHMKA, CBSI3aHHOTO C TOJIMXOJ-
docharom (Gle,Man,GlcNAc,-PP-Dol).  Co6-
CTBEHHO, Mpouecc N-IMUKO3UIUPOBaHUSI OEIKOB
HauMHAeTCsI ¢ MepeHoca 3TOro OJUTrocaxapumaHO-
ro MpenmiecTBeHHMKA C JIMITMIHOTO HOCUTENS Ha
caiiThl N-IJIMKO3WIMPOBAHMUS CHUHTE3UPYEMBIX
OEJTKOB C TIOMOIIBIO OJUTOCaxapuiaTpaHcdepas-
Horo kowmruiekca (OST), pacmo3HamoIIero KOH-
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KPETHYI0 aMUHOKMCJIOTHYIO MOCJIEI0BATEIIbHOCTD
(Asn-X-Ser/Thr, rme X — n11006as1 aMUHOKMCJIIOTA,
KpoMme IIpojinHa). B sHmoIiasMaTU4eCcKOM peTH-
Kyayme N-TJIuKaH mocjenoBaTebHO o0pe3aeTcs
a-rmoko3uaazamu I u I 1o MOHOIIIOKO3UAHOIO
COCTOSIHUSI, YTO IIO3BOJISICT €My BCTYIIMTH B IIMKJI
KoHTpoJsT KadecTBa DIIP, rme mipu cBI3BIBAHUHU C
IIarepoHaMy JHIOILUIA3MAaTUYECKOIO0 PETUKYITY-
Ma — KanmbHeKcMHOM (CNX) U KambpeTUKYTTHOM
(CRT) mpoucxonut cBOopaumMBaHue OEIKOBOW MO-
JIEKYJIBl U paclioO3HaBaHUE HECBEPHYTHIX WJIM He-
MPaBUJIBHO CBEPHYTHIX OEIKOB, KOTOPBHIE MOTYT
TMOBTOPHO BXOIWUTH B LIUKI JJIsI pedonanHra (puc.
2a). Ecmt 3T0 He ynaercst, 0eJIKM ¢ HEMMPaBILHOMN
VKJIAAKOI MepeMeInaloTcs I 3HOOoILIa3MaTHhde-
CKMM PETUKYJIYM-aCCOLIMMPOBAHHON nerpagaluu
(ERAD — Endoplasmic Reticulum-Associated
Protein Degradation). ¥ mpaBmiIbHO CBEpHYTOTO
mIMKonpoTrenHa MaHHo3mmaza (MNS3), mokanm-
30BaHHAasI B OSHIOILUIA3MAaTUYECKOM PETUKYIYME,
yaausieT OOUH OCTaTOK MAaHHO3bI, YTOOBI IIOJIYIUTh
crpykrypy Man,GIcNAc,, cnocoGHyro TpaHcmop-
TUpOBAThCs B ammapatr [oapmkn. Dra yacte 0Mo-

(II) JHIOIIA3MATHYeCKHI PETHEYIIYM

\I("I‘l]l\l-i

RTFI

o

Misfolded
proteins

GOsI
—

Armapar Tonb/prn

HEXO 3

IIAsMaTHYCCKad M L‘M(—'Ipl'l] ia,
AnoImacT

B - N-alueTiumoKo3aMiH

+r - KCivtoza

- dykoza

@® - nmoxoza

@ - ManHO3a (@ - ranakroza

Puc. 2. CxeMatnueckoe n300paxkeHrue OCHOBHBIX 3TAIOB IMpoliecca N-IIMKO3UJIUPOBaHWS pacTeHUi U co3peBaHust N-TJu-
KaHOB B 9HJI0TJIa3MaTUYECKOM peTuKyayMe (a) u anmnapate [onbmku (6). CxeMa cocTaBiieHa ¢ UCITOJIb30BaHUEM OCHOBHBIX
3TaroB U (hepMEHTOB ITPOLIECCMHIa HA OCHOBE MaTepuajoB, npemioxeHHbIXx Nagashima et al. [5] u Strasser [20] ¢ coGcTBeH-
HBIMU MOTU(DUKAITUSIMU.
0O603HaueHus: DolP — nonuxondocdar; Asn — acmaprut; OST— MyIBTUCYOBEIMHUYHBIN OJIUTOcaxapuiaTpaHcdepasHblit
koMiuieke; CNX — kanpbHekcuH; CRT— KanbpeTUKy/IvH.
depmenTnl, yyacTBywoliue B ¢popmupoBanuu N-mmmkaHoB: ALG (Asn-linked glycosylation) — depMeHTBI, KaTalnu3u-
pyoouide coopky monauxojnuppodochar-csizanHoro onurocaxapuia; RTF1 — dnunnaza; GCSI — a-mioko3upgasa I
GCSII — a-rmmoko3unasa 1I; MNS3 — a-manHo3umasa | supomiasmaTyeckoro petukyayma; MNS1/2 — a-maHHO3Mma3a
I armmapara Tonpmku; GnTl — N-anetunrmokodaMmuHuaTpancdepasa I; GnTll — N-aneTunmmoko3zaMuHMITpaHChepasa
II; GMII — a-manno3unasa Il anmapara Fonsmku; XYLT— B-1,2-kcunosuntpancdepasa; FUT11/12 — kopoBas a-1,3-dy-
ko3unTpaHcdepasza; FUTI3 — a-1,4-pykosuntpancdepasa; GALT1 — B-1,3-ranakro3unrpanHcdepasza 1; HEXO1 —
N-anerunrekcamunosunasa 1; HEXO 3 — N-anetunrekcamuHosuzaasa 3.
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CHMHTETUYECKOrO IyTH SIBJISETCS OAMHAKOBOM BO
BCEX JYKAPUOTMYECKMX KJIeTKaX, M KOHEYHBIM
pEe3yJBTaTOM 3TOTO 3Tama SBJISIOTCS N-TJIUKaHBI C
BBICOKMM COIepXKaHNeM MaHHO3bI [21].

[loknHyB SHOOIIA3MATUYECKUN PETUKYIYM,
BBICOKOMAHHO3HBIE pacTUTEIbHBIE /N-IJIMKAHBI 1a-
Jiee MOTYT OBITh ITPe00pa30BaHbI B CJIOXKHBIC WJIM TH-
OpuIHBIE IPU IPOXOKACHUH U3 LINC-IIUCTePH Yepe3
MeoualbHble B TpaHC-UMCTEpHBI anmapara [obm-
xu (puc. 20). B 310 Bpems OGmaromapsi meiiCTBHIO
pa3IWYHBIX INIMKO3MOA3 U DIMKO3WITpaHchepas
MIPOUCXONNUT yAaJIEHNE OCTATKOB MAHHO3KI M ITOCJIE-
nIoBaTelbHOE 00aBIeHNE CIIEHN(PUISCKNX YITIEBO-
IHBIX ocTtaTKoB [11, 20]. CurHamom aj11 THUIAALNT
00pa3oBaHMS CIOXHBIX INIMKAHOB SIBJISIETCS IIPU-
COeNMHEHNE C ITOMOIIbIO N-alleTHUINTIOKO3aMUH-
tpaHcdepassl | (GNTI) xoTs 661 0HOTO KOHIIEBOTO
ocratka N-tmoko3ammHa (GIcNAc) x a-1,3-maH-
HO3HOII BETBM OJIUTOCaxapuaa C BBHICOKUM COOEp-
KanueM MaHHO3bl (Man,GIcNAc,). Drto aBnsercs
TaKKe MPEAITOChUTKO IS TTocaenyIomeil Monndu-
KalyM, a UMEHHO — yIaJIeHHUSI OCTaTKOB MaHHO3bI
W TPUCOENVMHEHMS BTOPOrO KOHIIEBOIO OCTaTKa
GIcNAc ¢ TomoIpio N-ateTHiIrTioKO3aMIHTPaHC-
depasbr 11 (GNTII) Ha a-1,6-MaHHO3HYIO BETBb.
B ciygae N-TmMKaHOB TMOPUIHOTO THITA MOTU(pU-
Kalliy IIPOMCXOMST TOJBKO IO d-1,3-MaHHO3HOI
BETBU, B TO BpeMsl KaK «-1,6-MaHHO3Hasi BETBb
COXpaHsSIeT CBOM OCTaTKM MaHHO3bl. Ha 3T1oif ke
CTaIN MOXET TIPOUCXOOUTH - 1,3-(pyKo3unmmpoBa-
HUEe U B-1,2-KCUIO3MIMpOBaHEe KOPOBOTO TJIMKa-
Ha (Man,GIcNAc,), o6pasys crenuduyeckue s
pactennit N-tnmukans!l [20]. HeoOxomuMbIM ycCiT0-
BUEeM IJIg TiepeHoca a-1,3-¢yko3sl 1 3-1,2-Kcmro-
3bl SBJISIETCSI HAIWYWE, IO KpalHE Mepe, OOHOTrO
tepmuHanbHoro GIcNAc [23]. Unentudnkamms
pacTuTeNbHbLIX N-TJIMKAHOB, coAepxXallux Juoo
a-1,3-¢pyko3y, mmbo [B-1,2-Kcumo3y Imokasana, 4To
3TU ABe MoAU(UKAIINY HE KOPPEIUPYIOT MEXIY CO-
00Ii 1 SIBJISIOTCS ITOJHOCTBIO HE3aBUCUMBIMU COOBI-
tismu [22].

Hanee 4yacTb CHOXHBIX N-IJIMKAHOB IIOIBEP-
raercss MomMduUKaLUaIM B mpaHC-CETU allllapaTa
Tonpmxm myTeM mpukperuieHus [3-1,3-ramakro-
36l U O-1,4-pyKo3bI, YTO MPUBOIUT K 0Opa3oBa-
HUIo cTpyKTyp JIntonca A (Le?-type) [24]. [Tomu-
Mo anmnapata lonabmxu, rme oHU (popMUPYIOTCSH,
Le*-cTpykKTypbl MOTYT OBITh JOKaJM30BaHbl Ha
KJIETOYHOI TTOBEPXHOCTH [25] WM TIPUCYTCTBO-
BaTh Ha IJIMKOIIPOTEMHAX, CEKPETUPYEMBIX KIIET-
KaMHu pacteHuii [26].

Ilocne co3peBaHUsI B SHIOIUIA3MaTHIECKOM
peTukyniyme U anmnapare lonabmku N-TJIMKaHBI
CJIOXKHOTO THIIA MOTYT OBITh TOTIOJTHUTEIbHO MOIH -
(pupoBaHBI BO BpeMsI TpaHCIIOPTa ITIUKOIPOTe-
VHAa B KOHEUHBI IYHKT Ha3HadeHus. Ha mpumepe
A. thaliana 6bB1I710 TIOKa3aHO, UTO cHelM(PUIECKOe
OTIIeTUIeHNEe KOHIIEBBIX ocTaTKOB GIcNAC B Baky-
OJISIX M TUIa3MajieMMe OCYIIECTBIISIET [3- N-aleTui-
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JIAPCKAS u np.

rekcozamuamnnaza 1 (HEXOI1) n B-N-anmerunrek-
cozammaugasa 3 (HEXO3), coorBercTBeHHO [27].
B pesyabrate obGpasyeTcsl oTaeAbHbINA TUIT N-TIH-
KaHOB — YCEUYEHHBIE WIM HHU3KOMaHHO3HBIE
(paucimannosidic type). Jonroe BpeMs 3TOT TUII
IJINKAHOB, OOHApYy:XMBaeMbIX Ha BaKyOJSIPHBIX U
CEeKPETHUPYEMBIX IIIMKOIIPOTEUHAX, CUNTAJICS YHU-
KaJIbHBIM UISI O€CITO3BOHOYHBIX XKMBOTHBIX U pac-
TeHui [28].

TakuMm o6Gpa3om, MpouecCUHr N-TJIMKAaHOB B
pacTeHUsIX IMPUBOAUT K 0Opa30BAHMUIO HECKOJIb-
KMX THUIIOB INIMKAHOB, KOTOPHIE B 3aBUCHUMOCTHU
OT YIJIEBOOHBIX OCTATKOB, IIPUCOETMHEHHBIX K
obweit crpykrype sapa (Man,GIcNAc,), MOXHO
MOApa3aeanTh Ha BEICOKOMAaHHO3HbBIE, CIOXHBIE U
rubpuaHbie. BBICOKOMaHHO3HBIE TJIMKAHbBI COAEP-
JKaT TOJIbKO OCTaTKM MAHHO3BI (OT ABYX M0 IIIECTH),
MPUCOCINHEHHBIE K KOPOBOMY OJIMTOCaxapumLy
[21]. I'mnkaHBI ¢ BLICOKUM colepXXKaHUEeM MaHHO3bI
B PACTEHMSIX aHAJIOTUYHBI INIMKaHAM, OOHapyXKeH-
HBIM B KJIETKax MJEKOIMTamIIuX. I'pymnma rmmka-
HOB CJIOXHOTO THIa, Hecymux octatku GIcNAc
Ha CBOMX aHTEHHax, 0oJiee pa3HOOOpa3Ha U Ipel-
CTaBJIeHA B PaCTeHMSIX IBYXaHTEeHHBIMH (hOpMaMHU,
TOrga KakK y MJICKOIMTAIIINX N-TJIMKAHBI 3TOTO
THIIAa MOTYT OBITH OOJIee pa3BeTBIeHHBIMH [4]. 3pe-
JIBIC PACTUTEIbHBIC INIMKAHKI CJIOKHOTO TUTIA HECYT
[-1,2-cBg3aHHBIE OCTATKM KCWJIO3HI M -1,3-CBSI-
3aHHBIE OCTaTKU (PYKO3BI, IIPUCOSANHEHHBIE K KO-
poBomy oaurocaxapuny GIcNAc,Man,GIcNAc,.
DTa CTpPyKTypa CUMTaeTcsl TUIWYHOM pacTu-
TeNIbHOW TIMKO(GOPMOIT M TIPUCYTCTBYET BO BCEX
NpoaHaJM3MPOBAHHBIX BUIAX pacTeHuii [29].
st 1pyrux BMAOB CJIOXHBIX DIMKAHOB MCHOJIb-
3yI0T crnenuguieckre Ha3BaHus. Tak, HarpuMmep,
Le*-comepxaliye IMKaHBl — 3TO IJIMKAHBI C Tep-
MuHanbHBIM  TpucaxapuaoM (Fucal,4(Galf1,3)
GIcNAc), Tak Ha3pIBaeMoit cTpyKTypoit JIntonca A
[24]. MHoTrMe pacTUTeNIbHBIE N-TAUKAHBI CIIOXKHO-
ro THUIIa yTpaumBamOT KOHIEeBEIe ocTatkin GIcNAc
Ha HeBOoccTaHaBauBawIlIuX koHHax [30—32] wu
OTHOCATCSI K OTAEGIbHOMY THUITy HHU3KOMaHHO3-
HBIX N-mmmkaHoB (puc. 3). [mukaHBI TMOPUIHOTO
THUIIA — 3TO INIMKAHBI, y KOTOPHIX HAa KOHIIEBBIX aH-
TeHHaX IMTPUCYTCTBYIOT Kak ocTaTku GIcNAc, Tak n
OCTaTKU MaHHO3BL. B 11ei10M 0k0110 90% cocTaBis-
IOT IB€ TTUKO(OPMBL: TTIMKAHBI CJIOXKHOTO THTIA (10
60%) c -1,2-CBSI3aHHBIMM OCTaTKAMU KCUJIO3bI U
a-1,3-cBI3aHHBIMY OCTaTKaMM (PYKO3BI M TITMKAHBI
C BBICOKMM colep:KaHreM MaHHO3bI (10 20—40%).
Hpyrue rmuKo(GOpMBI COCTABIISIOT B CYMMe OOBIU-
Ho He 6omee 20% [33].

B 1ietoM, aHanM3 maHHBIX JIMTepaTyphl CO3da-
€T BIeYaTJeHUEe JOCTATOYHO XOPOIIeil M3y4eHHO-
CTHU Iporecca N-TJIMKO3WINPOBAHUS B PACTEHUSIX,
MOCKOJIBKY K HAaCTOSIIIIEMY MOMEHTY YCTaHOBJICHBI
OCHOBHBIE 3Tambl co3peBaHusT N-TNMKaHOB [4],
OXapaKTepHU30BaHbl KIIIOUEBbIE WIPOKU TAHHOTO
npoiuecca [21] 1 BBISIBJIEHB OCHOBHBIE THUITBI TJTH-
Ne 2
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BricokoMaHHOZHEIE

DHIOMIa3MaTUIeCKHi
PETUKYITYM

BricokoMaHHO3HEIC

HikoMannoiHee
(Paucimannose-type)

® - MaHHO3a

B - N-aneTirmoKozaMiuH
© - rajakrosa

W - kewiosa

« - ¢yxoza

Le*-conepaaniie
& ®

Ina3maTtuueckas

MeMOpaHa
P Arnoruiact

Puc. 3. Tunsl cTpykTyp N-DJIMKaHOB PAaCTUTENbHBIX NIMKOMPOTENHOB U MX JIOKATU3aLUsI B KJIETKE.

BricokoMaHHO3HBIE N-ITTMKaHBI — DIMKaHBI, COAEPXAIIUe UCKIIOUYUTEIBHO OCTaTKM MaHHO3bI, TPUCOENINHEHHBIE K KO-
pOBOMY oJrocaxapuy. [JIMKaHbI CJIOKHOTO TUTIA HecyT [3-1,2-cBsI3aHHBIE OCTATKN KCWJIO3BI U a- 1,3-CBsA3aHHBIE OCTAaTKU
(yko3bl, mpucoenHeHHbe K KOpoBoMy onurocaxaputy GleNAc,Man,GIcNAc,. Le*-conepxainye MKaHbl — ITUKAHbI C
TepMuHaNBbHBIM TpucaxapunoM (Fucal,4(Galp1,3)GlcNAc). HuskoMaHHO3HBIE IMKaHBI (paucimannosidic type) — mimka-
HbI, HE ColepKalllkie KOHLEBBIX 0CTaTKOB N-Imtoko3daMuHa (GIcNAC) Ha cBoMX HEBOCCTaHABIMBAIOIIMX KOHLIAX. [TIMKaHbI
TMOPUAHOTO TUMAa — DIMKAaHbI, Y KOTOPBIX Ha KOHIEBBIX aHTEHHAX MPUCYTCTBYIOT Kak ocTaTku GIcNAc, Tak M ocTaTKu

MaHHOBSbI.

KaHOB, JAEKOPUPYIOLIMX OelKMU pacteHuit [29, 33].
Tem He MeHee, HEKOTOPbIE BOIIPOCHI OCTaIOTCS OT-
KpBIThIMU. Hampumep, BO3MOXHO, YTO IIepeUYCHb
M3BECTHBIX K HACTOSIIIIEMY BpeMeHH (HepMeHTOB
MPOILECCHHIa INIMKAHOB HE SIBJISIETCSI MCUEPIIbI-
BaOIINM, TOCKOJBKY WAEHTU(UKAIUSI (epMeH-
TOB N-IIIMKO3WJIMPOBAHUSI B PACTCHUSIX MOXET
MPEICTaBISITh OIPEACICHHYIO TPYIHOCTh, TaK KakK
OONBIIMHCTBO TIIMKO3WIITpaHCc(epa3 B armapare
Tonpmky yyacTByeT B OMOCHMHTE3€ pa3IMYHBIX I10-
JINCaxapuaoB KIeTOYHO# cTeHKM. Ilpu a3TOM Henlb-
351 UICKJIIOYUTD, YTO HEKOTOPBIEC U3 3TUX (DEPMEHTOB
MOTYT I'€HepUpPOBaTh penKue MoauuKauuu N-rim-
kaHoB. KpoMe TOro, omiyniaeTcsi HEIOCTaTOK KakK
YluCclia, TaK U pa3HOOOpas3usl CYIIECTBYIOIIUX MY-
TAaHTOB mpolleccuHra N-riukaHoB. [TonydyeHHBIE K
HACTOSIIIIEMY BpeMEHU MYTaHThI, C OMHOI CTOPOHHI,
HE OXBAaTHIBAIOT BCE 3Tambl (POPMUPOBAHMS IIUKA-
HOB, a C IPYrOil CTOPOHBI, MyTalldMM MOTYT OKa3bl-
BaTh IJICHOTPOITHEBIN 3(PPeKT Ha MHOTOUMCIICHHEIE
IJIMKOIIPOTEWHBI, YYACTBYIOIINE B TOM WA MHOM
npouecce. HakoHe1, onnH 13 BaXXHEHIIIMX BOIIPO-
COB — KaK OCYIIECTBIISICTCS PETYIISIIIUSI TAIlOB IIPO-
neccuHra N-minkaHoB. belio mokazaHo, 4To O0MoO-
cHHTe3 N-IIIMKAaHOB CJIOKHOTO THUIIA B PAaCTECHUSX
peryaupyeTcsl yepe3 romMeocTa3 MapraHiia U Kajlb-
s ¢ yJacTHeM HEeJABHO MACHTU(MULIMPOBAHHOIO
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TpaHcMeMmOpaHHoro Genka 165 (TMEMI165) [9],
OIHAKO OYEBHUIHO, YTO PETYJISIINS TAKOTO CJIIOXKHO-
ro mpolecca, Kak N-IIMKO3WIMPOBAHUE TOJDKHA
OBbITh MHOT'O()aKTOPHOI C MpUBJieueHEM OOJIbIIO-
ro KOJU4YeCcTBa y4acTHUKOB. Takum oOpa3om, uc-
clienoBaHue Tpolecca N-IMIMKO3WIMPOBaHUST Oe-
KOB Y PACTeHUI1 BCE ellle Hy>KIaeTCsl B JOTIOJTHEHUSIX
¥ JeTaIn3alliu.

POJIb N-TJIIMKO3UJINPOBAHUA BEJIKOB
B ITPOIECCAX POCTA, PA3BUTHUA U B
OTBETAX PACTEHW I HA CTPECCOBBIE
BO3JIEMCTBUSA

N-cBsizaHHbIE IJIMKAHbI BJUSIIOT HAa KOHQOP-
Malluio, CTaOMIBbHOCTh U OMOJOIMYECKYIO aKTUB-
HOCTb IIMKOIIPOTEMHOB pACTeHMIA, a TaKKe Ha WX
CYyOKJIETOUHYIO JIOKAJIM3ALNIo 1 cexpermio [11, 21].
DTO, B CBOIO 0UYepenb, OKA3bIBACT BIMSHUE HA TAKUE
>KM3HEHHO BaxXHbIE IIPOLIECCHI, KAK POCT, pa3BUTHC
M YCTOMYMBOCTHh K HEOJArompusTHBIM (aKTopam
oKkpyxatomeii cpensl [5, 15, 20]. Tak, mmpokomMac-
IITAOHBIN aHAU3 N-TITUKO3UJIUPOBAHHbBIX OEJIKOB B
JINCTBSIX IIPOPOCTKOB IIIIEHUITHI TTO3BOIMI UICHTH-
¢drmpoBaTh 248 N-CBSI3aHHBIX TJIMKOIIPOTEWHOB,
KOTOpBIE, IT0 MHEHHUIO aBTOPOB, MOI'YT UTPaTh BaX-
HYIO POJIb B POCTE PacTeHUIl. DTU IIIMKOIIPOTEUHEI
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B OCHOBHOM OBLIM BOBJIEYEHBI B PEKOHCTPYKIIUIO
KJIETOUYHBIX CTEHOK, KJIETOUHYIO CHUIHAJIM3aIUIo,
peakuuu Ha ctpecc [34]. 3HauuUTENBHBIE Pa3IU-
Yysi B KOJWYECTBE IJIMKOIPOTEMHOB U CTEIEHU
UX DIMKO3WIMPOBAHMSI ObUIM BBISIBICHBI Ha pas-
HOM CTaguM CIIeJIOCTH TuIomoB ToMmara (Solanium
lycopersicum L1..), y KOTOPBIX IO MEPE CO3pPEBaHUs
MOBBIIIAJICS YPOBEHb INIMKO3WIMPOBAHUS (hepMEH-
TOB, YYaCTBYIOIIMX B pa3MsATYeHUH IJIONOB (Q-MaH-
HO3Maa3a, 3-D- N-anetuirekcodamMmuHmngasa) [35].

HarnsimHeiM = mOKa3aTeIbCTBOM — 3HAYMMOCTH
npoiecca N-IMUKO3MINPOBAaHUS IJI pocTa U pas-
BUTUS CIyXaT paCTEHUS C HApyIIEHUEM OTHCIbHBIX
aTaroB popMUpoBaHUs IMKaHOB. CHIXeHMe (o-
TOCHMHTETUYECKOM CIIOCOOHOCTM M yMEHbIICHHUE
CyXO#t MaccChl BBRISIBIISUINCH Y MYTaHTOB A. thaliana
alg3-3 (asparagines linked glycosylation 3), nedex-
THBIX TT0 OMOCHHTE3Y J0anXopochaT-CBI3aHHBIX
muKaHoB U cgll-1 (complex glycan less), B KoTO-
PBIX TOJHOCTBIO OTCYTCTBOBAJIM CJIOXHBIE N-TJH-
kanbl [13]. Kpome toro, kopHu cgl/l nmenu Oojee
JIJTMHHBIE KOPHEBBIE BOJIOCKH [ 14] 1 cuibHEe pearu-
poBaiu Ha (UTOTOPMOHBI, ITOKA3bIBAsI, YTO CJIOX-
HbIE IJIMKAHBI MOTYT OBITH CBSI3aHBI C TOMEOCTa30M
TOPMOHOB B pacTeHUsIX. Y IIPOPOCTKOB TOMAaTOB
(S. lycopersicum L.) ¢ CUIBbHO CHMIXKEHHOM aKTHUB-
HOCTbIO N-alleTUIIIIOKO3aMUMHTpaHcdepasbl | Ha-
OJrromalicst HEKpo3 IUIONOHOXEK 1 paHHEee OagecHUe
IUIOAOB, a PAaCTeHMSI C PeoyLIMPOBAaHHON O-MaHHO-
supasoit Il annapara Ionbaxyu UMenu CKpydeHHbIe
JIMCThSI U TOHUXXEHHYIO CITOCOOHOCTh K 00pa3oBa-
Huto ceMsH [15]. TTotepst pyrakumm N-aneTMATIIO-
ko3amuHTpaHcdepassl 11 y A. thaliana npenorspa-
1ajia 00pa3oBaHUE INIMKAHOB C IBYMsI KOHIICBBIMU
ocratkamu GIcNAc, u myTaHTHI gntll TIOKa3bIBAIN
MHOTOYHCIICHHBIE (DEHOTUIIBI Pa3BUTHUs, BKIIIOUAS
paHHee LIBETeHNEe U YCKOPEHHOE CTapeH!Ue JTUCThEB
B TeMHoOTe [36].

Hanmuruue nim orcyrcTBue N-TIIMKAHOB Y IJIMKO-
MIPOTEMHOB OKAa3bIBAJIO 3HAYMTEIHLHOE BIUSHUC U
Ha YCTOMYMBOCTh PACTCHUM K Pa3IMIHBIM CTPECCO-
BBIM Bo3neiictusm [4, 37, 38]. Tak, anaim3 N-tau-
KOIIpOTEeOMa IIa3MaTUIECKON MeMOpaHBI JIUCThEB
MIPOPOCTKOB TeHuIsl ( Triticum aestivum L.), Tiom-
BEPTHYTHIX OEMCTBUIO 3aCyXH, BBIIBII M3MEHEHME
YPOBHSI ITTMKO3WIMPOBAHMS OOIBIITMHCTBA UICHTH-
(pUIMpoOBaHHBIX INIMKOIPOTEMHOB, KOTOPhIE 00JIa-
Iaad TPOTEMHKWHA3HOM aKTMBHOCTBIO WX OBLIN
BOBJICUCHBI B PELEIINI0O U TPAHCAYKIINIO BHEKIIE-
TOYHBIX CHTHAJIOB, a TaKxKe B pPEeMOIEIMPOBAHUE
KJIETOYHOI CTeHKM pacteHmii [2]. B koHumKkax Kop-
Helr cou (Glycine max (L.) Merr.), TOIBEeprHYTHIX
3aTOIUICHUIO, HAOII0OA0Ch HAKOIUICHUWE OTHUX
N-mmuxorporenHoB (CBSI3aHHBIX C Jerpamaiueit
0EJIKOB, KJICTOUHOI CTEHKOM 1 TIIMKOJIM30M) ¥ CHU-
KeHUe OpYyTrux (MIMKO3WJITHUAPOJIA3kl, IepOoKCUIa-
3bl, OENTKU, CBA3aHHBIE C 3AIIMTHOW peakiueil Ha
crpecc) [39]. UsmeneHre KoamdecTBa N-TJIUKOIIPO-
TEWMHOB Y IIPOPOCTKOB ToMaToB (. /ycopersicum L.)
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BIMSUIO HA X CIIOCOOHOCTh agallTUPOBAThCA K CO-
neBomy crpeccy [40]. Myrtanthl lew3 (leaf wilting 3)
A. thaliana ¢ HapymieHeM OTHOTO M3 paHHUX 3Ta-
OB IIPOIlecCHHTa N-IJIMKAaHOB, 3 MMEHHO IIePeHO-
ca MaHHO3BI Ha TOJINXOJI-CBSI3aHHEIN OJINTOCaXapu
Ha IIMTO30JIbHOI CTOpOHEe MeMOpPaHbI SHIOILIa3Ma-
THUYECKOIO PETUKYJIyMa, ObLIN 00Jiee YyBCTBUTEIIb-
HBI K OCMOTHYECKOMY cTpeccy [41].

Baxnocte  mpomecca  N-INIMKO3WJIMPOBA-
HUs OBlIa TOKa3aHa IS BEDKMBAHUS pacTeHUI
B YCIOBUSIX Pa3IMYHBIX OMOTHYECKHUX CTPECCOB
[37, 38, 42]. IIlpodwis N-IIMKAaHOB IIPOPOCTKOB
A. thaliana, nHGULIMpPOBaHHBIX OakTepueit Pseudo-
monas syringae pv. tomato DC3000, 3HaumTEeNIbHO
OTJINYAJICS OT TAKOBOTO Y KOHTPOJIbHBIX PACTCHUIA,
MOKa3bIBasl MOBBIIICHHOE COACPXKAaHMEe HU3KOMAaH-
HO3HBIX IIMKO(POPM 1 HAKOIUIEHHE HEIIPaBHIHLHO
CBEPHYTHIX IIMKOIIPOTENHOB [42]. MyTaHTHBIE -
HUuM A. thaliana, nedexktHble IO (DepMEHTY CHTE3a
MpeaIecTBeHHNKA N-IIMKaHOB al/g3 miu 1o cyobe-
IUHUIIE OJINTOCaxXapuiTpaHCdepa3HOro KOMILIEKca
stt3a (staurosporin and temperature sensitive 3a), ObLIIA
0oJiee BOCIPUUMYMBHEI K 3apaxkeHuIo P. syringae pv.
tomato DC3000 1o cpaBHEHMIO C PAaCTEHUSIMU IU-
KOTO THUIIA, a IOCICOHMIA MYTAaHT IIPOSIBIISII UyB-
CTBUTEJBHOCTD ellie U K Erwinia carotovora sub sp.
carotovora [37, 43]. Ha npumepe stt3a O6bUI0 MOKa-
3aHO, YTO 3PP eKT N-IMUKO3UIMPOBAHUS Ha YCTOM-
YUBOCTh K OMOTUYECKUM CTpeccopaM MOXET IIPO-
SIBIISITHCSI HA YPOBHE PELICHILMU CUTHAJIOB. Y 3THUX
MYTaHTOB Hapyllajiach (BYHKIIMOHA/IbHAS aKTUB-
HOCTb peulentopHbix nporenHkrHad EFR u FLS2,
BOCIIPUMMYMBBIX K OaKTepuaJabHBIM (aKTopam
anoHranmu TpaHcasauu Tu (elfl8) u dnaremnnHy
(fig22), coorBeTcTBeHHO [44]. [10 MHEHIIO aBTOPOB,
MMEHHO N-IJIMKaHbI, MPUKPEIJIEHHBIE K SKTOAOME-
HaM pelenToOpoB ono3HaBaHus narrepHoB (Pattern
Recognition Receptors (PRRs)) mnasMarndeckoit
MeMOpaHbl, UTPAIOT KPUTUYECKYIO POJIb B pPacTio3-
HaBaHWUM JTUTAHIOB ITPU B3aMMOIECTBUM pacTeHUA
Y MaTOreHOB. 3alllMTHbIE peaKlMK, HallpaBieHHbIE
MPOTUB BUPYCHBIX U MUKPOOHBIX MAaTOr€HOB, MO-
YT OBIThb OIOCPEAOBaHbI OelKaMU-lIanepoHaMu,
YYaCTBYIOIIIMMU B TIpoliecce (hoJIAUHTa TIUKOMPO-
TEMHOB B DHJIOIJIA3MaTUUECKOM peTuKyiyMme [45].
Tak, ObL10 MOKa3aHO, YTO CrieUUMUUHBINA 4151 pac-
TeHuit KanbpetukyauH NbCRT3a, yyactByromuit
B CO3PEBaHUM NIIMKO3UJIUPOBAHHBIX PELIENITOPOB
KJIETOYHOI TTIOBEPXHOCTH, BOBJIEYeH B (pOpMUpO-
BaHUE YCTOMUYUBOCTU N. benthamiana X 3apaxkeHUIO
Phytophthora infestans [46].

HN3MeHeHue mpouecca N-ITUKO3UIAPOBAHUS
OEJIKOB HEe TOJIbKO ITyTeM HapyLIeHMsI IMPOXOXKIe-
HHUS €ro ATaIloB, HO U C MOMOILbI0O MOAU(UKALIUN
OTHEJbHBIX OCTAaTKOB CaxapoB B IJIMKaHE, MOXET
TakXKe BIUSATh HA POCT U YCTOMYMBOCTh pacTeHUIA.
ITpopoctku O. sativa, TVIlIEHHBIE OCTAaTKOB KOPO-
BoIi a-1,3-yKo3bl, 1eMOHCTPUPOBAIH MOJIyKapan-
KOBbI (DEHOTUM ¥ CHUXKEHHBIN IPaBUTPOMUYECKUI
Ne 2
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oTBeT [19], a oTCyTCTBHE OCTATKOB KCHUJIO3BI HA KO-
POBOM OJIUTOCaxXapuae IMPUBOAWIO K ITOBBIIIEHUIO
YYBCTBUTEJIPHOCTU PACTeHUI K HU3KOTEMIIEpaTyp-
HoMy ctpeccy [47]. Y A. thaliana oTcyTcTBHE OCTaT-
KOB (pyKo3bl Ha KOPOBOM N-TIMKaHE YCHJIMBAJIO
YYBCTBUTEJIPHOCTh MYTAaHTOB K 3aCOJICHMIO, IIPHU
3TOM OTCYTCTBHE KCWJIO3bBI HE COIPOBOXIAIOCH
takuM 3¢ dekroMm [15]. Insg yommHeHns KOpHEBBIX
BOJIOCKOB Y A. thaliana 6bITM BaxXXHBI HE CTOJBKO
MonuGUKalMd KOPOBOTO INIMKAaHA, CBSI3aHHbBIE C
MPUCOENMHEHNEM KCHJIO3bI WIKN (PYKO3BI, CKOJIBKO
TepMUHAJIbHbIE MOIM(PUKAIINM CIIOXHBIX IIMKA-
HOB, TaKM€ KaK HaJIM4yue OCTAaTKOB MaHHO3bI WIN
otcytcTBHEe ocTaTKOB GIcNAcC Ha 00emx aHTeHHax
I OJTOKMPOBKA TEPMUHAJIBHBIX YIUTMHEHUI [14].
VYnanenue TepMHHAIbHBIX OCTaTKOB MaHHO3BI Ha
N-mImKaHax SBJISIOCh HEOOXOAMMBIM KaK ISl ITpO-
mecca obpasoBaHms KopHeit [48], Tak 1 mias Gop-
MHUPOBAHUS YCTONYUBOCTH TIPOPOCTKOB A. thaliana
K COJIEBOMY M OCMOTHYECKOMY cTpeccam [49].

IIpu oOLIMPHOM KOJUYECTBE CTaTeii O poJu
N-mmKo3uaupoBaHUs B IIpolleccax, HpOTeKa-
omux B pacteHusx [34—38; 47—49], Bce enle
0OCTaeTCsa HEKOTOpasl pa3pO3HEHHOCTh MyOJIUKYye-
MBIX JAaHHBIX. JIO CHUX IOp HET LIEJIOCTHOTO Mpen-
CTaBJICHUS, KaK OTIEJIbHBIE caxapa WX HaOOphI
IIMKOMOPM BIMSIOT Ha CBOMCTBA OEJIKOB, K KOTO-
PBIM OHM MpucoennHeHbl. Kakue IImMKompoTenHbI
WUTPAIOT KIJIOUYEBYIO POJIb B TOM MJIM MHOM IIPOIIeC-
ce? Kak MeHsIeTcsI CTpyKTypa ITIMKAHOB B XOIE pa3-
BUTHUS 3TUX nporeccoB? i mocTtpoeHust 6oiee
MOJIHOM KapTUHBI ydacTusl N-TIMKO3WIMPOBaHUS
OCJIKOB B Ipolieccax pocTa, pa3BUTUS U B OTBETaX
PAaCTEHMII Ha CTPECCOBBIC BO3OACHUCTBUS, MOTpE-
OyeTcsl pacuidpeHune, Kak IepedHsI MCCIeTyeMBbIX
BO3JEHCTBUIA, TaK U Habopa 0ObEKTOB UCCIEN0Ba-
Hus. [ToMumMo 3TOTO, HCCAEHOBAHUS CTPYKTYPHI U
(byHKIIMM IIIMKAaHOB JOJKHBI Pa3BUBATHCS Mapall-
JnenbHo. Tak, HabMogaeMble BO BpeMsl Pa3BUTUS
WIN B CTPECCOBBIX YCIIOBUSX OTIMYUS B N-IJINKO-
3UJIMPOBAaHUM OCJIKOB KeJIaTEIbHO COIIPOBOXIAThH
aHAJIU30M CTPYKTYPHBIX Momudukanuii N-rimka-
HOB Ha OTIEJIbHBIX ITUKOIIPOTeNHAX, U, HA000POT,
BBISIBJICHHBIC CTPYKTYpHBIC U3MEHEHUS HEOOXOI1 -
MO MOIKPEIUISITh 3KCIEepUMEHTaMU, IeMOHCTPH-
PYIOIIMMU POJIb 3TUX CTPYKTYP B (PYHKIIMOHUPO-
BaHUM TOTO WJIM MHOTO IIpoliecca.

OCHOBHBIE MOMEHTDHI, KOTOPBIE
HEOBXOANMO YYUTLIBATD ITPU
NCCIEJOBAHHNU ITPOLECCA
N-TIIMKO3NJINPOBAHHMA B PACTEHUAX

KosmyecTBo caiiToB u pa3noo0Opa3ue rmkodopm

Ha nmuKoOenkax. KonnuecTtBo caiiToB IMKO3WIU-
pOBaHUs Yy pacTeHUil MOXET OTpaHUYUBATHCS Of-
HUM-IByM$I, KaK y IMKONIPOTeuHa ceMsiH (aconu —
dazeommua [50] 1 MupaKyaIMHa — TIMKOIIPOTEWHA
Synsepalum dulcicum [51], moXoouTh 10 BOCbMHM, KaK
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y MeMOpaHHO-CBSI3aHHOM 3HHO0-[3-1,4-TmoKaHa-
361 [52] mm gaske go 15, Kak y makka3sl — (pepMeH-
Ta, OTHOCSIIETocs K Kitaccy okcnnas [24]. I1pn atom
KOJIMYECTBO CANTOB INIMKO3WIMPOBAHUS HE OIIpe-
IesieTcsT HYM HaJIMduMeM OCTAaTKOB acIiaparhHa B
IJIMKOIIPOTEMHEe, HM HaxXe KOHCEHCYCHOM mocie-
IOBaTeIbHOCTBIO Y3HaBaHUs (Asn-X-Ser/Thr), Tak
KaK TOJBKO ST 2/3 3THX CEKBOHOB AoKa3aH (hakT
TIMKO3MIMpPpOBaHUd [53]. DTo yKa3bIBaeT Ha TO, YTO
HEOOXOMMMO YIMTHIBATh BIMSHHUE W OPYrux ak-
TOPOB IIPY IIPOTHO3MPOBAHUN KOJIMYECTBA CANTOB.
Tak, ObUIO TOKA3aHO, YTO HAJIMYWE WA OTCYT-
CTBHE OIIPEHCIICHHBIX aMMHOKHCIIOTHBIX OCTAaTKOB
B KOHCEHCYCHOI1 ITOCTIeMOBATEIbHOCTHY WJIX PSIIOM C
Hel [53], a TakKe TpexMepHast CTpYKTypa 6eka [54]
WTPAOT HEMAJIOBAXHYIO POJIb B OIPENEICHUN KO-
JIMYECTBA CAWTOB M THUIIA UX IIMKO3WJIMPOBAHMSI.
CaiiThl NIMKO3WINPOBAHMUSI OOBIYHO HAXOMSITCS Ha
rupo(oOHBIX ydacTKax IMOBEPXHOCTU Oeika [55],
a pacIroJIoXeHNe aclaparnHa Ha [3-BUTKE OSIKOBOM
MOJIEKY/IBI 00eCTIeUnBaeT TOCTYIIHOCTD IIJISI OJIUTO-
caxapuitpaHcdepassl [56]. IIpu 3ToM TOmosorus
OCJIKOB MOXET OBITh TAKOBA, YTO OOJIBIIMHCTBO MX
MOTCHINANIBHBIX CaTOB N-IIIMKO3WIMPOBAHMS HE
oOpalleHbl B MPOCBET JHAOILUIA3MATUIECKOIO pe-
TUKYJIyMa WIK anmnapaTa [oIbmky 1 mo3ToMy Hemo-
CTYITHBI JJIs1 oJIurocaxapuiarpancdepass [57].
HecMotpst Ha cyliecTBOBaHKWE OrpaHUYCHHOTO
YHCJIa TUIIOB TNIMKO(MOPM, UCIIOIb3yEeMbIX JIJISI MOIH-
(puKaMy IMKOIIPOTENHOB pacTeHuit (puc. 3) [21],
X KOJIMYECTBa JTOCTATOYHO VIS ITOJIyJYeHUs 3HAYM-
TEIBHOII MaKpOreTepOoreHHOCTH ((popMUpyeMOIi 3a-
HSITOCTBHIO CAWTOB ITIMKO3WJIMPOBAHUS HAa MOJIEKYJIS
0enKa) U MUKPOTeTepOreHHOCTU (XapaKTepu3ylolei
pasHoOOpa3ue Comep:KaHWs pasHBIX IMKOGOPM
B OTAC/IbHOM caiiTe) N-IIMKaHOB, HaOJI0maeMbIX
B pacTUTEIbHBIX opraHm3Max [33]. Makporetepo-
TeHHOCTh OmpenelisieTcss cIieu@uKoil opraHusMma,
TUTIOM KJIETOK, a TaKXKe CTPYKTYPHBIMU XapaKTepH-
CTUKaMU OeKOBOM MoJjekyinl [58]. Mukporerepo-
TeHHOCTh BO3HMKAET M3-3a BapHalldil IIPOICCCUHTA
N-TmmKaHOB, KOTOPHI 3aBUCUT OT MHOTOUMCIICHHBIX
KJIETOYHBIX (PaKTOPOB, BKIIIOYAS CHEIU(UIHYIO IS
TKAHEM/KJIETOK 3KCIIPEeCCU0 (PepMEHTOB, UX KOH-
HEeHTpalU U KWMHETUYSCKUE MapaMeTphl, MTOCTYII-
HOCTh JOHOPOB HYKJICOTMIHBIX CaxapoB, a TakKXKe
BpeMsI IpeObIBaHNS TNIMKOIIPOTEMHOB B PA3IMIHBIX
KJIETOYHBIX KOMITapTMeHTaX. CTpyKTYpHBIM aHaIA3
3peJIbIX TIMKOIIPOTEMHOB IT0KAa3ajl, YTO HEKOTOPHIS
IIMKOIIPOTEHBI MOTU(UIINPOBAHEI UCKIIIOUUTETh-
HO INIMKaHAMM BEICOKOMAaHHO3HOT'O TUTIA, B TO BpEMSI
KaK JpyTrrie MMEIOT KaK BEICOKOMAaHHO3HBIN THIT TJIH-
KaHOB, TaK U N-TJIMKaHBI CJIOKHOTO I HU3KOMaH-
HO3HOTO THUIIA HA pa3HbIX caliTaXx N-TJIMKO3UINPOBa-
HUg [59]. BTO MoKa3bIBaeT, YTO HA OMHOM U TOM K€
IIMKOIIPOTeHE HEKOTOpHhle N-TIIMKAaHBI ITOIBepra-
10TCS1 MoauUKaLMKU B anmapare [oJabmxu 1 mocie
€ro IIPOXOXICHUSI, B TO BpeMs KakK Jpyrue — HeT,
YTO OMpEaensieTcs UX J0CTYITHOCTBIO MPOLIECCUHTO-
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BbIM (pepMeHTaM. Hampumep, IIMKOIPOTENH CEMSTH
daconmu pa3eo nH TIIMKO3UINPOBAH INIMKAHOM HU3-
KOMaHHO3HOTO TUIIA Y INIMKAHOM C BBICOKMM COIEP-
>)KaHMEM MaHHO3BI, YTO CBSA3aHO C IIJIOXOM MOCTYII-
HOCTBIO TIOCIETHETO 11 (PepMEHTOB M OTCYTCTBUEM
BO3MOXKHOCTH €Tro AanbHenen Mmogudukaunu [50].

Bce 310 mpuBOaUT K pa3dHOOOpa3uio KoOJIUYe-
CTBa IIMKAHOB, CTCTICHU MX MOOWU(UKALIMU U pa3-
HOPOTHOCTH OJIUTOCAXapUIHBIX CTPYKTYP Ha OMHOM
M TOM K€ IJIHUKoIIpoTrenHe [59], 4To HeoOxommmo
YUUTBHIBATh, B YaCTHOCTH, IIPU IIPOU3BOACTBE pe-
KOMOMHAHTHBIX GenkoB [60, 61]. [TosaTtomy B 3aBU-
CHUMOCTHA OT IOCTaBJIICHHBIX LN MHpU HCCIeno-
BaHMU IIpoIlecca NIMKO3WIMPOBAHUS HEOOXOIMMO
HCIIOJIb30BaTh pa3HbIe moaxonbl. Hampumep, aHa-
JIN3 UHTAKTHBIX IJIMKOIIEITUHOB U IEeTIMKO3MINPO-
BaHHBIX IENTUIOB II03BOJISIET OLIEHUTh MaKpOIeTe-
POTE€HHOCTH ITTMKO3WIMPOBAHMS, HO TOJIBKO aHAJIN3
MHTAKTHBIX IJIMKOIIEIITUHOB IIO3BOJIUT OXapaKTepU-
30BaTh MUKporeteporeHHocTh [62]. [Ipu aToM 1 B
TOM U IPYTOM CJIy4ae CTPYKTYPHBIA aHAIW3 TJINKa-
HOB OCTaHETCS 3a paMKaMU MCCJIETOBaHUS 1 OymeT
BO3MOXEH TOJIBKO IIPXA BHICBOOOXKICHUM UX U3 I~
KOITPOTENHOB [63].

OcoOenHocTd  N-IIMKO3WJIMPOBAHUS, CBSI3aH-
HbIE C JIOKAJM3aNuell ITMKONPOTENHOB. AHAIN3 pac-
npeneneHusT N-TIMKOIPOTEMHOB B MHTETPAJIbHBIX
OeJIKax BaKyOJISIPHOI U IIa3MaTHYeCKOM MeMOpaH
A. thaliana 1Toxasajl, 4YTO IIOTEHLUAJIbHBIE CAUTHI
N-ITMKO3MIMPOBaHUS TOPA30 PeXe BCTPEUYAIOTCS
B O€JIKax TOHOIUIACTOB U, B OTJIMYKE OT IJIa3MaTHIe-
CKOIf MeMOpaHBI PaCTeHU, TOHOILIACT ITOYTH WJIN
MOJIHOCTBIO JIMIICH /N-IJIUKOIIPOTEMHOB C MOIU-
(pummpoBaHHBEIMU B anmmapate [oabmKy mmKaHaM#
[64]. BoABIIMHCTBO BaKyOJISIPHBIX NIMKOITPOTEMHOB
M 3aMacHBIX DIMKOIIPOTEMHOB CEMSIH, OIMCAHHBIX
Ha JAHHBIA MOMEHT, INIMKO3WJINPOBAaHbBI /N-IJIUKA-
HaMM HHM3KOMaHHO3HOro Twia (paucimannosidic
type), comepXalliMu OCTaTK! (YKO3bI U/MIN KCH-
JIO3BI, HO JIMIIIEHHBIX KOHIIEBBIX OCTATKOB IJIIOKO3a-
muHa [11]. I1pu 3TOM y BaKyOJISIpHBIX O€JIKOB 0 CUX
mop He oOHapyxXeHHI Le?-comepxallve ITMKaHBI,
KOTOPBIE IIMPOKO MPEACTABICHBI Y CEKPETUPYEMBIX
M CBS3aHHBIX C IUIa3MaJIeMMOM IIIMKOIPOTEHMHOB
[59]. Ilockonbky Le*-comepxaiiue N-mIMKaHbI 00-
HapyXMBAIOTCSI TOJBbKO HAa BHEKJIETOYHBIX IIMKO-
MPOTeMHAX PacTeHUil, X HAJIUYUE MOXKET CIIYXKUTb
KaK MapKepoM TpaHCIIOpTa IJIMKOIIPOTEMHOB Yyepe3
CEKPETOPHYIO CUCTEMY pacTeHMI, TaK M1 MapKepoOM
JIOKAJI3aly TJIMKOIIPOTEMHOB B PAaCTUTENIBHOM
KkieTke [33].

TaknMm ob6pazoM, o MoguduKauum N-TIuKa-
HOB, IEKOPHUPYIOIIMNX INIMKOIIPOTEUH, MOKHO OITpe-
JETUTD €T0 IMTOTEHIINAIHHYIO JIOKAIM3ALINIO B KIETKE
PacTECHMIA.

Oco0enHocTH N-IIMKO3WJIMPOBAHHSA, CBS3aHHbIE
C BO3pPaCTOM PACTeHHid. YCTaHOBJIEHO, YTO IIPODUIb
IJIMKO3WJIMPOBAHUS SHIOICHHBIX OEJIKOB 3aBHMCHUT
OT CTaJlM Pa3BUTUS pacTeHUs UK opraHa [65, 66].
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Tak, B crapemwliux JUCTbSIX NPOPOCTKOB Tabaka
HaOMIONaJIoCh YBEIMYEHME KOJIMYecTBa /N-IIMKa-
HOB 0e3 TepMMHaJbHOTO N-alleTUITIIOKO3aMMUHa
¥ YMEHbIIIEHNE BHICOKOMaHHO3HBIX NIMKAaHOB [65].
Kpome Toro, cramusi pa3BUTHS M IOJIOXCHHUE JIM-
CThEB (BEpXHWI, CpEIHUI VTN HIDKHUN SIpYC) BIIU-
a7 Ha Ipo b N-TITUKO3MIMPOBAHUST peKOMOM-
HAHTHBIX OEJIKOB, SKCIIPECCUPYEMBIX B PACTEHUSIX
Nicotiana plumbaginifolia [66]. Bo BpeMs co3peBa-
HUS SHIOOCIIepMa KyKypy3bl (Zea mays L.) Ha tiu-
KOIIpOTEMHAX HAOII0OAIOCh U3MEHEHNE THUIIA TIH-
KO(OpM OT IMPEUMYIIECTBEHHO HMU3KOMAaHHO3HBIX
(paucimannosidic type) K mpenMyIIecCTBEHHO TJIH-
KaHOBBIM CTPYKTypaM, JMIIEHHBIM (yKo3bl [67].
Conepxanne Le?*-cogepxammx N-TTMKaHOB Bapby-
pOBaJIO BO BpeMs pa3BUTHUS CeMSTH KaK y A. thaliana,
Tak u'y Brassica napus [29].

Oco0eHHOCTH /V-IIMKO3WIMPOBAHUSA B 3aBHCH-
MOCTH OT BHAA W oprana pacrenmii. HecmoTps Ha
TO, YTO B 1IEJIOM Me€XaHU3M N-IIMKO3WINPOBAHUS
B PACTeHMSIX B BBICOKOI1 CTEIIEHM KOHCEPBAaTHBEH
C coxpaHeHHeM OOlleil cxeMbl OMOCHMHTE3a U CO-
3peBaHMsI N-TIIMKAHOB, CYIIESCTBYIOT Pa3iddMs IIO
CTPYKTYyp€ U COOTHOILICHUIO MAaTTEPHOB IJIMKO3U-
JIMPOBaHUS B 3aBHCHMMOCTU OT Kjlacca, BUAA WU
opraHa pacteHus [33, 59], uto cienyeT UMeTh BBU-
Iy TIpu BbIOOpe 00beKTa ucciaenoBaHus. Tak, eciu
y TIpOPOCTKOB A. thaliana mipeobmamaioT TIMKa-
HbI ciioxHoro tuna (okoso 45%) [33], To y Lotus
Jjaponicas — BbICOKOMaHHO3HBIE (0KoJIO 49%) [68],
ay N. benthamiana oxono 45% cocTaBiIsSIOT HU3-
KOMaHHO3HBIe (paucimannosidic type) CTpyKTy-
phI [69]. [Ipu 3TOM HamboJIee YACTO UCIIOIb3YEeMOE
MoIenbHOe pacteHne A. thaliana ¢ ipeobnagaHemM
CJIOXXHBIX INIMKAHOBBIX CTPYKTYP IEMOHCTPUPYET UX
cimaboe pasHooOpasne [33], B 4aCTHOCTH, KOJIMde-
cTtBO Le*-comepxkaiuux N-rIMKaHOB CJIOXHOIO TUIA
y TIPOPOCTKOB pe3yXoBUAKU Tanst ObLI0 HE3HAUYU-
TEJBHBIM 10 CPaBHEHUIO C JPYTUMH BUgamu [25].
Paznuuusi B TIIMKO3UIMPOBAHUM OENKOB ObLIU
BBISIBIICHBI HE TOJIbKO Yy TIPEICTABUTENIC pa3HBIX
BUIOB, HO M Y PacTeHUIl, OTHOCSAIIUXCI K OoJjee
OJIM3KUM TaKCOHOMMYECKMM rpyrnam. Hamnpumep,
TIIMKAHOBBIE TPOMUIN OeIKa ImaTaTUHA N3 KITyoHeit
KapTodes OTIMIAINCh Y pa3HbIX ITOABUIOB KapTo-
densa (Solanum tuberosum L.) [70].

AHanmmn3 opraHocnenmupu4eckoro N-TIIMKO31-
JIMPOBaHUSI, IIPOBENCHHBII IJI OLIEHKM pacIipene-
neHust Le?*-comepxXallinx IJTMKaHOB Ha INIMKOMIPOTE-
nHax A. thaliana, 10Ka3aj1, 4TO €CJIU LIBETOHOXKU U
CTe0JIM pacTeHUI coaepKain 00JIbIIOE KOJIUUECTBO
3TUX CTPYKTYp, TO B CTpy4KaX, KOPHSIX M Ioberax
X KOJUYECTBO OBLIO HEBEJIMKO M OHU COBCEM OT-
CYTCTBOBAJIM B JIMCThSAX M depemkax [29]. CemeHa
OMHOMOJBHBIX PACTEHUI, TAKMX KaK PUC U KYKYpy-
3a, ObLJIM OYEHb OEIHBI CTPYKTYpPaMU C KOHLIEBHIMU
aHTeHHaMu Le? [71] B oTinunMe OT ceMSIH ABYAOJb-
HBIX, BKJIIOYAsI TPEYUXY, TOPOX, MaIll, B KOTOPBIX 3TU
CTPYKTYPBI OBUTH IITMPOKO MPEACTABICHEI [72].
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OTHU 3HAHUST MOT'YT OBITH ITOJIE3HBI IS ITPaBUJIb-
HOro BbIOOpa 00BbEKTa, B YACTHOCTU, MPU IIPOU3-
BOJICTBE TeparieBTUUECKNX OeJTKOB [73], TTOCKOJIBKY
TJIMKAHOBBIN TTpoUIb (papMalieBTUUECKUX TIpeTia-
pPaToOB PacTUTEIBHOIO IIPOUCXOXIACHMST OymeT pas-
JINYaThCSI B 3aBUCHMOCTH OT BHZAA, BO3pacTa WU
opraHa pacTeHMsI, YTO CJIeNyeT YIUThIBaTh, HAIIPH-
Mep, IJISI TOTO, YTOOBI CHU3UTDH KOJIMYECTBO CIICIIH-
(pryecKMx OCTaTKOB, BBI3BIBAIOIIMX ITHIIEBYIO all-
nepruio [74].

IIpo0GaemMbl HCHOIB30BAHUSA MYTAHTOB IIPH MC-
cleq0BaHMM mponecca /V-DIMKO3wiMpoBanus. lc-
MOJIb30BaHME MYTAaHTHBIX (DOpPM C HapylIIeHHEM
OTIENbHBIX 3BEHbEB Mpollecca CO3PEeBAHMS IIMKa-
HOB — OOBIYHAsI MpaKTUKa B MCCIEOIOBAHUU IIPO-
necca N-IIMKO3WJIMPOBAHUS W POJU IJTMKAHOB B
pactenusax [21, 75]. OmHako cienyeT YYUTBHIBATh,
yTO (PeHOTUIIMIECKIE IIPOSIBIICHUS MyTalluii, Hapy-
marmux GopMUpoOBaHNE MIMKOIPOTEUHOB, OyIyT
3aBUCETh OT MHOTHUX (haKTOPOB. DTO MOXET CO3IaTh
MpoOJIeMbl MIpPHU IIONBITKAX YCTAHOBUTH ITPUIMH-
HO-CJICICTBEHHBIC CBSI3M MEXIY IEPBUYHBIMU JIE-
dexrtamu N-TIUKO3UIUPOBAHUS U HAOIIOIAEMbI-
MU U3MEHEHUSMU Pa3BUTHUsS, a TaKKe 3aTPyIHUTH
OIlpeAe/ICHUE LIeJIEBBIX OEIKOB.

Tak, HampuMep, COJIEBOM CTpeCC MPUBOAMI K
HaOyxaHUIO KOpHeit y MmyTaHTOB cgll, stt3a n lew3
A. thaliana 10, 41]. OmHakKo TOJBKO y TEPBBIX
IByX MYTaHTOB HaOMIONAIOCh M3MEHEHME N-In-
KO3WJIMPOBaHUS M cHIKeHue aktTuBHOCTH KORI1
(KORRIGAN) [8]. DTO TTO3BOIMITIO TIPEIITOIOKNTh,
YTO BIMSHHE MYyTalluM lew3 Ha COJIEUyBCTBUTEIIb-
HOCTb M pa3BUTHE pPacTeHUM pe3yXoBMIKM Tas
IOJDKHO OBITH 00YCIOBJICHO M3MEHEHNEM TIIMKO3H-
JINPOBAaHUS M, COOTBETCTBEHHO, aKTMBHOCTHU IPY-
TMX IJIMKOIIPOTEMHOB, YYaCTBYIOIIMX B OCMOpPETY-
gmum [41].

AHanm3 gJaHHBIX JIUTepaTyphl OKa3al, YTO MY-
Tallud B TeHaX, KOOMPYIOIIMX OOTHU U Te Xe Oen-
KM Wi (pepMeHTHI, YIaCTBYIOIINE B IPOLECCUHIE
IJINKAHOB, MOTYT BBI3BIBaThb pa3HbIe (DEHOTUIIMYEC-
CKHU€ IIPOSIBICHUSI B 3aBUCHMOCTH OT BHIA pacTe-
HUSI, YTO XOPOIIIO BUAHO IIPU CPAaBHEHUH MYTaHTOB
A. thaliana n O. sativa. Tak, nepekT CyObeTUHUIIBI
oJmMrocaxapwitpancgepasbl IIPUBOMWI K Pa3HOMY
BO3JICICTBUIO HA POCT MYTAHTOB osdgll puca [76]
u MyTaHToB dgll pesyxoBuaku Tams [77]. B mep-
BOM CJIy4ae pOCT IIPOPOCTKOB JIMIITh HEMHOTO CHH-
JKaJicsl, a BO BTOPOM — HAOIIONAIOCh ITOSIBJICHUE
KapiaukoBoro deHotuma. Ecimm y MyraHTOB prca ¢
HapylleHrueM paboThl (pepMeHTa O-TIIOKO3WIa3bl
I sHmomnasMaTuyeckoro petukyiayma (osmog) Ha-
6monanochk GopMUpPOBaHIEe KOPOTKNX KOpHeE [78],
TO aHAJIOTMYHOE HapyIlIeHe Y MyTaHTOB A. thaliana
(knf) mpuBOOMIIO K JIETAIBHOCTH 3MOPHOHOB [79].
3amepxKKa pa3BUTHS MMeJIa MECTO Y MyTaHTOB pHca
(gntl) ¢ HapylIeHHO# paboToil hepMeHTa armapa-
ta lonpmku — [-1,2-N-aleTUINTI0OKO3aMUHTPaHC-
depasbr 1 (Gnll) [18], a myraus A. thaliana tio
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ToMy ke pepMeHTy (cg/l) BhI3bIBaia POCTOBOIA JIe-
ekt ToNBKO B ycnoBusx 3aconenus [10]. Ilomasie-
Hue 3kcrpeccun reHa Gnll, mpuBoasiiee K cHU-
JKEHMIO KOJIMYECTBA CJIOXHBIX N-rukaHoB [20], He
MPUBOIMIIO K KaKUM-TO AedeKTaM pocTa WU pa3-
MHOXeHUs1 y N. benthamiana [80], B To BpeMsl Kak
Yy pacTeHMii ToMaTa HaOIIOHaIOCh aHOMAJIBHOE CO-
3peBaHue maoa0B [15], a y npeacraBuTenst 6000BbIX
L. japonicas — cepbe3Hble ne(eKThl poCTa C JeTalb-
HOCTBIO TIPOPOCTKOB IO IOCTVKCHMSI UMW CTaIuK
nBeteHus [68].

IIpencraBiaeHHbBIe (haKTHl ellle pa3 IeMOHCTPU-
PYIOT MHOTOYMCJIEHHOCTh U pa3HOOOpa3ue poiiei,
KOTOpbIe N-TIJIMKaHBI MOT'YT UTIpaTh B PaCTCHUSAX U
TO, YTO 3TH POJIU AOJIKHBI paCCMATPUBATHCS B IIPH-
BSI3KE K OCOOEHHOCTSIM TOTO WX MHOTO Buaa. Kpo-
M€ TOro, IOmOOHBIN aHaJIM3 MYTAaHTOB ITO3BOJIUT
BBISIBIISITH TAKW€ PACTEHUSI, KOTOPHBIE OYIYyT XOPOIIO
MEPEHOCUTh TeHETUIECKIE MAHUITYJISIIINU U COXpa-
HSITh XKM3HECTIOCOOHOCTD B OTCYTCTBUHU ITPUBBITHEIX
IUIST pacTeHUM THUIIOB IJIMKAHOB, KaK, HaIIpuMeEp,
N. benthamiana, KoTopoe IIMPOKO HCHOIb3YETCS
IUIST TIPOM3BONCTBA OMOGapMalleBTUISCKUX IIpela-
patoB [81].

IMTPAKTUYECKOE UCITOJIb3OBAHHUE
3HAHUWU O IPUHLUIIAX U
MEXAHU3MAX N-TIIMKO3UJINPOBAHUA
JUIA TMMKONMHXNWHUWPUHTA
PACTUTEJIbHBIX BEJIKOB

HaxomneHue 3HaHU 0 MPUHLMIIAX U MEXaHU3-
Max N-TJIMKO3UJIMPOBaHMS B paCTEHUSX PACIIUPSIOT
BO3MOXHOCTU MX MCMOJIb30BaHUS B MPAKTUUECKUX
LENsIX, B YACTHOCTHU, IJISI CO3JaHMS MOAXOMSIINX
MIMKOGOPM MpU  TOJYYEHUU PEeKOMOMHAHTHBIX
0OEJIKOB, MPEACTABISIOIIMX TepaleBTUYECKYIO LIEH-
HOCTb [82—84], MOCKOJAbKY B OOJIBIIMHCTBE Clydya-
€B Takue OeNKM SIBISIOTCS N-ITMKO3UINPOBAHHBI-
MU [61], ¥ OpUKperieHHbIe TTMKAHBI OKA3bIBAIOT
CWIbHOE BJIMSIHME HAa CTAOMJIbHOCTh, aKTUBHOCTb U
¢dapmMakoaMHAMUKY 3TUX TJIMKONPOTEUHOB B Opra-
HU3Me yejioBeka [85].

OnHako HaJaW4yMve y pacTeHUil crnelupUuyecKux
IJIMKAHOB, KOTOPHbIE OTCYTCTBYIOT Y MJIEKOMUTAIO-
IIUX U, CJIeA0BATEIbHO, SBJSIOTCS MOTEHLMUAIbHO
MMMYHOTeHHbIMU [74], a TakxKe MeHbllIee CTPYK-
TypHOE pa3HooOpasue IuKaHoB [5, 82] cozmaior
psii TPYOHOCTE W MOPOM OrpaHUYMBAIOT ILIMPO-
KO€ WCIIOJIb30BaHUE pacTeHUil s (hapMaleBTU-
YeCKOro MpOU3BOACTBA B KAYECTBE aJIbTeépHATUBbI
KJI€TOYHBIM JIMHUSIM  MJIEKOMUTAIIIMUX. Takum
00pa3oM, OCHOBHBIMM 3ajadyaMy DIMKOWHXXEHe-
puy npu MoAu(UKALUU PACTUTEIbHBIX ITMKAHOB
SIBJISIIOTCS  YCTpaHEeHME CHeuu@UIecKux msl pac-
TeHUA U BBedeHUE creluuUYecKux IS KIETOK
MJIEKOIUTAIOIINX peakluii, MPUBOALAIIMX K TakK
Ha3bpIBaeMoll “rymanusanuu’ pactenuii [86]. Hau-
0osiee U3BECTHOE U MCCAENOBAHHOE OTIMYKE INIU-
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KaHOBBIX CTPYKTYp PacT€HUI COCTOUT B HAJUYUU
CJIOXHBIX TIIMKAHOB, comepxXammx [3-1,2-Kcumosy
n o-1,3-dyko3y [21]. HokayT COOTBETCTBYIOIINX
reHoB Fucl u XyIT y A. thaliana ipuBomui K Ha-
KOIUICHMIO pPAaCTeHUSIMM OOJBIIOr0 KOJUYECTBa
CTPYKTYp N-IJIUKAaHOB, HE COAEPXAIMX OCTaTKOB
B-1,2-xkcuno3el U a-1,3-¢pyko3er [22]. CpaBHU-
TeJIbHO HemaBHO ¢ Imomoinbio Meronnku CRISPR/
Cas9 w1t HarpaBJIEHHOTO PenakKTUPOBAHMS TeHOMA
OBLIM ITOJIyYeHBI TUHUM N. benthamiana nist ipous-
BOICTBA pEKOMOMHAHTHBIX OEIKOB, IIOJTHOCTBIO JIM-
IIEHHBIX OCTaTKOB KOPOBOM a-1,3-¢yKo3sl u/min
B-1,2-xcunoswl [15]. pyrue cienupuaecKnue TUITBI
MonuUKalNid pacTUTEIbHBIX INIMKAHOB — 3TO JIe-
KOopupoBaHMe KopoBoro N-rmnkaHa [3-1,3-ramakro-
3011 1 a-1,4-pyko30it (Le?-comepkaime IIMKAHbI)
WM ynajeHue KoHIeBbIX ocTaTkoB GIcNAc ot Ko-
pOBOro INIMKaHAa, MPUBOASIIECe K (DOPMUPOBAHUIO
HU3KOMAHHO3HBIX N-IMnMKaHoB  (paucimannose
type). XoTa moclienHWe He TaK pacIpOCTPaHEHHI,
a snurtonbl JIblonca A BCTpedaloTcss U Y KMBOT-
HBIX, 3TH CTPYKTYpBl HEPENKO paccMaTpPUBAIOTCS
KaK HeXelaTeJbHbIe, OTPUIIATEILHO BIMSIONINE Ha
3D PEeKTUBHOCTE PEKOMOMHAHTHBIX OEJIKOB MPU UX
TepaneBTUYeCKOM IpuMeHeHuu [69]. Hokayr reHoB
-1,3-ranakro3unrpancdepassl 1 a-1,4-pyKo3mi-
TpaHcdepasbl y Mxa Physcomitrella patens mpuBoOIWI
K IPOOYKIIMK 3PUTPONOATHUHA, JIMIIIEHHOIO 3IINTO-
na JIeronca A [87], a HOKIayH reHa [3-reKco3amu-
HUOA3bl TPUBOOWI K CHIDKCHUIO HM3KOMaHHO3-
HBIX dopMm (paucimannosidic type), 3HAYUTEITBHO
YBEINYMBasl KOJIMYECTBO CJIOXHBIX N-TJIMKAaHOB Ha
al-aHTUTPUIICMHE MJICKOIIUTAIOIINX, IIPOAYLIUPYe-
MoM N. benthamiana [69].

OTCcyTCTBUE y pacTeHMII CHEeUM(PUIHOTO It
MJIEKONUTAIOLIMX Habopa (¢EepMEHTOB IJIUKO3U-
JIMPOBAaHUS IIPUBOIUT K OTCYTCTBUIO ¥ HUX TaKUX
MonuduKalnii, Kak GopMHUPOBAHKUE TOIIOIHUTEIb-
HBIX aHTEHH, TaJIaKTO3WJIMpPOBaHNE, K3IIMPOBaHHUE
OCTaTKaMM CHUAJIOBOI1 KMCJIOThI, KOTOPBIE SIBJISTIOTCS
cneunUYHBIMU I MiekonuTtamomumx [86]. Hc-
MOJIb30BaHNE KOHTPOJIMPYEMOI SKCIIPECCUU TeTe-
POJIOTMYHBIX (hepMEHTOB B N. tabacum MO3BOJIMIO
MOJIyYUTh ABYpacCeUYeHHBIE, pa3BeTBICHHEIE [88] 1
MHOTOQHTEHHBIE CTPYKTYPHI [89], a TaKKe IITUKaHBI
¢ B-1,4-ramakro3oii [90] m ocTaTKaMM CHAJIOBOM
kuciotel [91]. IlocnenHee ocoO0EHHO BaXHO, IO-
CKOJIBKY CHAJIMpPOBaHME — 3TO BaxKHast MommduKa-
s IMKOIIPOTEMHOB YeJIOBeKa, KOTopasl He Oblia
pean3oBaHa B JOCTATOYHOM CTETICHU B KJIETKAX K1 -
TaCKOTO XOMSYKa, TPAAULIMOHHO MCIOJIB3YEMBIX B
KayecTBe ILIaT(GOPMBI UISI MOIYYCHUSI PEKOMOM-
HaHTHEIX 0eKoB [92]. boiee Toro, B N. benthamiana
3a CYeT KOMOMHHPOBAHHOM BKcIpeccny Habopa
(bepMeHTOB OBUIO HOCTUTHYTO IIOJMCUATINPOBAHNE,
KOTOPO€ MMUTHPOBAJIO IIPOLIECC, UMEIOIINIA MECTO
B KJIeTKaxX MJleKonuTalomux [91].

Jpyroii BaxkHOU 3amayeil MHXXEHEPUM PaCTU-
TeTbHBIX N-TIIMKAHOB SIBIISICTCS YMEHBIIICHHNE UX I'e-
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TePOreHHOCTH JIJISI TIOJIyYeHUsT CTaOUIbHOM 3 PeK-
TUBHOCTHU peKOMOMHAHTHBIX INIMKOIIPOTENHOB [93].
W ecnu B obnmacty “rymMaHM3alni” pacTUTETHHBIX
IJINKAHOB OBLUIM JTOCTUTHYTHI 3HAYMTEIbHBIC YCIIE-
XM, TO IIOJIyYeHNe IIPeIapaToB ¢ MUHUMAJIBHOII Te-
TEPOreHHOCTHIO INIMKAHOB BCE €IIIe OCTACTCST Y3KUM
MecToM. CIIOXHOCTB 3aKJII0YaeTCs B TOM, 4TO pa3-
Jnuns B 3¢ HeKTUBHOCTU N-TITUKO3UIUPOBAHUS BO
MHOT'OM 00ycIoBieHBI cBolicTBaMu OST-koMIuIeK-
ca pacTeHWUi1, COCTOSIIEr0 M3 HECKOIbKUX CyObe-
OUHUIL, CTPYKTYpHBIE U (PYHKIIMOHAJIBHBIE XapaK-
TEPUCTUKNA KOTOPBLIX MO KOHIA He M3y4deHHI [94].
Cuawmraercst, uyto pactuTenbHbIl OST-KoMIUIeKC
MMeeT YHUKAJIbHBIC IIPEAIOYTeHIS BAMUHOKICIIOT-
HBIX ITOCJIEI0BATEIBHOCTSX, M HE BCE ITOTCHIIUAIb-
HBbIE CalTHl N-TIIMKO3WIMPOBAHUS PaCIO3HAIOTCS
in vivo, 4TO TIpMBOAUT K HEOOCTATOYHOMY IJIMKO-
3UJIMPOBAHUIO PEKOMOMHAHTHBIX OEIKOB B pacTe-
Hux [18]. [TombsITKM pelInTh 3Ty IpoOIeMy ITyTeM
CBEPX3KCIIpecCcuu ofHOCyObenuHUYHOro OST-KoM-
miekca Leishmania major B xnetkax N. benthamiana
He TIPUBENY K OXXUIaeMbIM pe3ynbrataM [95]. V pe-
KOMOMHAHTHBIX IJIMKOIIPOTEMHOB HAOJII0IaI0Ch
TOJBKO HEOOJBIIOE YBEIWYCHHUE 3aHSATOCTH OT-
NeTbHBIX CaiiTOB, HO 3aIOJIHIEMOCTh CaiiTOB B 1Ie-
JIOM He YyIydillajach, a 9KCIIPEeCCUs UyKEepOMTHOIO
OST-koMmmuiekca oka3biBaja HEraTUBHOE BIIUSIHUE,
MPUBOIS K CHIKEHUIO OOIIEro BHIXOHA ITPOMYIIH-
pyeMbIx 0enkoB [95]. BMecTe ¢ TeM, HEKOTOpPbIE UC-
CJIeMOBaHMSI OIIPOBEPIaloOT CYIIECTBYIONIee MHEHIE,
YTO HEIOCTAaTOYHOE ITTMKO3WIMPOBAHUE IIPUBO-
IUT K TOTePE BBIXOHA IIEIEBBIX OEJIKOB, IIOCKOJIBKY
3HAUMTENIPHOE aNIMKO3WJINPOBAaHUE HE TOJHKO HE
BJIMSIIO Ha BBIXOA M COOpKy aHTuUTeal mAb 2G12,
HaKaIUIMBaeMEIX B pUCe, HO Jaxe YBEIUMYUBAJIO MX
BUY-HeiiTpanusyoliyo akTUBHOCTL [96]. Takum
00pa3oM, MOJKHEI OBITh MPEAIIPUHSITEHI TOIOJIHU-
TeIbHbIC YCWIMS IS MCCIACOOBAHUSI CTPYKTYPHI
u  (dyHkumoHanpHocTH OST-KOoMILIeKca pacTte-
HU, YTOOBI TIOHSTH, YeM BBI3BaHBI HAOIIOMacMEIC
MNPOTUBOpPEUMS] U KaK MOXHO IIPEeomoJieTh Cylle-
CTBYIOII[M€ OTpaHUYEHMUSI B NIMKO3UJIUPOBAHUU
pacTutenbHbIX OenkoB. Kpome Toro, crpemiieHue
MOJYYUTh OJHOPOAHBIA MaTepuaa C HCIOJb30Ba-
HUEM MOIXOA0B, HAMpPaBICHHbBIX HA CHUKEHUE Te-
TEpOTeHHOCTH TIMKAHOB, OyaeT MPUBOIUTH K TTOTE-
pe€ OTAENbHBIX IMTUKODOPM, UMEIOIINX YHUKATbHBIE
(usuyeckue Uiu 6MoJoruuecKre CBOMCTBa, KOTO-
pble MOTYT OBITb MOJIE3HbI B OMpPEAEICHHBIX CITy-
yasgx. Hanmpumep, HU3KOMaHHO3HbIE N-TIMKaHbI
(paucimannosidic type) B LleJJIoM paccMaTpUBaIOTCS
KaK HexesaTeJbHble MPU MPOU3BOACTBE PEKOMOU-
HaAHTHBIX TeparneBTUYECKUX OEJKOB, 1 B OCHOBHOM
WCIOJb3YIOTCS MPUEMbI, TMO3BOJISIONIME CHU3UTH
X KonnuecTBo [69]. OgHako OBLIO MOKA3aHO, YTO
HEKOTOpbIE U3 HUX HEOOXOAUMBI TSI 00ecneYeHus
JOCTaBKM OuodapMaleBTUUYECKUX MpenapatoB K
KJIeTKaM-MUILEHSIM MpU JeYEeHUU 3a00JIeBaHUIA,
OTHOCSIINXCS K KJIacCy TU30COMHBIX OOJIe3HEN Ha-
Ne 2
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koruteHus (Lysosomal Storage Diseases), Takux Kak
MYKOTIOJIMCAaXapua03bl, MYKOJIUMUIAO3bI, IJIUKOIe-
Ho3bl [97]. Tak, crpyktypa Man,GlcNAc, obnana-
Jla TIOBBIIIEHHO! CIIOCOOHOCTBIO K CBSI3BIBAHUIO C
MaHHO3HBIM PEIEIITOPOM Ha ITOBEPXHOCTHU KJIETOK
10 CPaBHEHMIO CO CTPYKTYypaMH, MMEIIIMMHU 00-
Jiee BBICOKOE cofepKaHMe OCTaTKOB MAaHHO3GI [97],
¥ OBLIN pa3paboTaHbl CIeLMaIbHbIE METOIUIECKIE
MOIXOMBI, HalleJICHHbIE Ha TOBBLIIIEHUE COmepXKa-
HUS TUX CTPYKTYP B KJIETKaxX pacTeHuit [98].

Y3K1M MeCTOM IIPOU3BOIACTBA TEPAIIEBTUUECKIX
OCJIKOB B PACTUTEIbHBIX 3KCIIPECCHOHHBIX CUCTE-
Max cuMTaeTcs 3Tan (OJIMHIA IEIeBbIX OSIKOB U
HU3KWE YpPOBHM, HaOIIomaeMble MPU HAKOIUIEHUU
BUPYCHBIX WIM OaKTepHUaJIbHBIX IIMKOIPOTEMHOB
B pacTeHMSIX, 4YTO, II0 MHEHHUIO MCCJIeIOBaTelei,
MOXET OBITb OTpaxKEHHEM pas3INuvil B MEXaHU3ME
(byHKUMOHUPOBAHUS MX HIaniepoHoB [99]. BHenpe-
HUE IIaIIepOHOB, ITOJIYYEHHBIX U3 TOTO XK€ NCTOIHU-
Ka, 4YTO U lieJieBble OeJIK1, CIIOCOOCTBOBAJIO YIyu-
IICHUIO CBOPAaYMBaHUS U YBEINYCHUIO HAKOILICHUS
PEKOMOMHAHTHBIX O€JIKOB, KakK ObLIO ITOKa3aHo
IIPY KOBKCIIPECCHUU IIAIIePOHOB MJICKOIIMTAIOIINX B
N. benthamiana [99]. OmHako y3Kuii HAaOOp MCCIIe-
MOBAaHHBIX K HACTOSIIEMY BPEMEHM ITIMKOIIPOTEH-
HOB 1 IIAIIEPOHOB OrPaHMYMBACT MCIIOJb30BaHUE
3TOr0 IMKOMHXXEHEPHOTO IOIXO0a MIJIST IIPOM3BOI-
CTBa peKOMOMHAHTHBIX BAaKIIMH.

B nocnenHee BpeMsl YCIIEIIHOM cTpaTeruei
SIBIISICTCSI OOBECAMHEHME Cpa3y HECKOJbKMX IIOI-
xomnoB. Hampumep, miIsi Ka4eCTBEHHOTO W KOJIMYE-
CTBEHHOI'O V/IYYIIEHUs IIPOM3BOICTBA aHTUTEHA
BHellHel o6o10uku BUY-1 ucrnonb3oBaiu pacre-
Hust N. benthamiana, nmuieHHble O-1,3-pyKo3mi-
TpaHcdepassl 1 [3-1,2-kcuno3unrpancdepassl, It
MpeIOTBpaNIeHNSI 00pa30BaHMS CIICIN(MDUIHBIX 1T
pacTeHuit CIOXHBIX N-ImuKaHoB. OTHOBpeMEHHO
npuMeHstin PHK-uHTepdepeHLno 11 mogasie-
HUSI 00pa30oBaHUS MaJOMaHHO3HBIX INIMKAHOB M
KOBKCIIPECCUIO KAIbPETUKYIMHA C OJUTOCaXapyI-
TpaHcdepas3oil Leishmania major ¢ 1eNbIO YIIydIlle-
HUS 3aHATOCTH caliTOB [84].

SAKIIIOYEHUE

XoTs1 B M3yYeHMHU IIporecca N-TIMKO3WINPO-
BaHUs PaCTeHUM M aHAIM3e OMOJOTMYECKON PO
IINKAHOB B IIOC/IeOHEEe BpeMs ObUIM HOCTUTHY-
Thl 3HayuTeNbHble ycmexu [15, 20, 36, 51], Bce
ellle CYIIECTBYIOT Y3KHE MECTa, OIpaHMIMBAIOIINC
IaJbHelIee IPONBIDKEHUE STUX MCCICTOBAaHUIA.
Bo MHOroMm 3T0 CBSI3aHHO KaK ¢ OYUCTKOM OTIEIb-
HBIX NIMKAHOB Y IJTUKOIIPOTEMHOB, TaK 1 C UX CTPYK-
TYPHOU M (QYHKIMOHAJIBbHON XapaKTepUCTUKOM.
Ecnu B pemeHnu ImepBOro BOIIpoca HaOIIOmaeTcs
HeyKJIoHHOe TiponBiskeHue Briepen [100—102], To
Ooiiee ciroxkHasl (QYHKIIMOHAIbHASL XapaKTepUCTUKA
IJIMKOIIPOTEMHOB PaCTeHUIl M AEKOPUPYIOIIUX MX
IIMKAHOB, TpeOymollass 0ojblle YCUIUA U Bpeme-
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HU, 3HAYUTEJIbHO OTCTAET, XOTSI OYEBUIHO, UTO ITHU
HCCIIeO0BAaHMS JOJDKHBI pa3BUBATHCS MapaJljIe/IbHO.
M3zydeHne COBOKYITHOCTH BCEX IIMKAHOB U IJIMKO-
MIPOTEMHOB, BBISBISIEMBIX B KJIETKE, TKAHW WA B
1IeJIOM PacTUTEILHOM OpPTraHHU3Me B OIpPEIeIeHHOE
BpeMsI, B OIpeneIeHHOM MECTe U IIpM OIpeneieH-
HBIX YCIIOBUSIX, SIBJISIETCS ITOKA €Ille HeIOCATaeMbIM
uneaioM. Ho nMeHHO Takoil BceoObeMIIOIINI Mo -
XOJI TIO3BOJIUT JIyYIlle IIOHSITh Pa3HOOOpa3HbIE POJIU
Pa3IMYHBIX [NTUKAHOB, MOITUMUIIMPYIOIINX OCJIKH,
BBISIBIISIA MX BKJIaA B (DYHKIIMOHMPOBAHHWE PaCTU-
TEJILHOTO OpraHM3Ma, JaBasl ITOJIe3HYI MHGpOpMa-
LU0, KOTOPYIO MOXHO ObLIO Obl MCHOJb30BaTh B
npakTudeckux meinsx. McciaemoBaHuio Iipolecca
N-TIUKO3UIIMPOBAHUSI  CIIOCOOCTBOBYET ITOJHOE
CEKBEHMpPOBaHME T€HOMa y BCe OOJIbIIero 4mcia
BUOOB PACTCHUII W MOCTYIIHOCTb TEXHOJOTHUIA €Tr0
peIakTUpOBaHMUsI, YTO OTKPBIBAeT IIYTU IS 3-
(heXTUBHBIX MOTU(UKALININ peaKIil TTPOoIeCCUHTA
N-tnukanoB. [TonydyeHre MyTaHTOB C MCIIOJIb30Ba-
HUEM METOOWK CalT-HaIpaBIIECHHOTO MyTareHe3a
M0 caiiTaM IIMKO3WJIMPOBAHUS OTHACIBHBIX IIMKO-
MIPOTEMHOB Takxke SBIsIeTCS 2D(PEKTUBHBIM Ha-
MpaBJieHUeM UISI MCCAENOBaHMUS PO TOTO WIH
WHOTO IJINKaHa.

BMmecte ¢ Tem OMOXMMMYECKUE MCCIENOBAHUS
IIMKO3WJIMPOBAHHBIX OEIKOB PE3KO OrpaHUYMBa-
IOTCSI METOOWYECKMMHU CIIOXKHOCTSIMU. JIJIsT TIOJTHO-
ro MOHUMAaHUSI MEXaHU3MOB pealn3aluy (PyHKINU
IIMKO3MJIMPOBAHHOIO OelKa HeoOXommMa Xapak-
TEPUCTUKA TOr0, KAKOM MMEHHO IJIMKAaH W B KAKOM
MMEHHO M3 IIOTeHIMAJIbHO BO3MOXHEIX CaiiTOB
npucoearHeH K 6enky. IToka momoOHbIE CBeneHUS
KpaiftHe CJIOXHO IIOJIyYUTh IaxKe ISl MTHINBUIYalb-
HOTO OejIKa, He TOBOPSI O CJIIOKHBIX UX COBOKYITHO-
ctax. OmHa U3 CyIIECTBEHHBIX MPO0OIeM B 001acTh
IJIMKOIIPOTEOMUKM PAcTeHHW — 3TO pa3paboTka
HaJEeXHBIX OMOMHMOPMATUYECKNX HHCTPYMEHTOB
IUIST aHaIM3a DIMKaHOB. M3-3a CIIOXHOCTU U pas-
HOOOpa3us BO3HUKAIOIIMX (parMeHTOB, KOTOPEIE
MEHSIIOTCS B 3aBUCUMOCTH OT YCJIOBUI ITPOBOIMMOI1
MAacC-CIIEKTPOMETPUH IIpU (PparMeHTAlluM IIMKO-
MIPOTEMHOB 1 INIMKAHOB, a TAKXKE BHICOKOT'O YPOBHSI
TeTePOTeHHOCTH INIMKAHOB, MMEIOTCSI OTpaHUICHUS
IUIST KpYITHOMACINTAOHOM MOSHTU(MUKAIINN TINKO-
MIPOTEeMHOB ITOCPEACTBOM IOMCKA B 0a3ax JaHHBIX.
IToatomy anuTenbHasi 00padoTKa JaHHBIX BPYUYHYIO
SIBJISICTCST Y3KIM MECTOM JIST XapaKTEPUCTUKU TJIH-
KOIIPOTEHHOB.

Tem He MeHee, HECMOTpPSI Ha TO, YTO B INIMKO-
OMOJIOTHH pacTeHUIT 0CTaeTCSI MHOI'O HepeIIeHHBIX
BOIIPOCOB, paCIIMpeHNE METOOWYECKOil 0as3bl B
00JIaCT! TIPOTEOMMKH, MOSIBJICHHE HOBBIX CTpaTe-
i oOoraimieHusI, pa3nejeHUus W aHaIM3a IIUKa-
HOB, pa3paboTKa B 00JacTH peOaKTUPOBAHUS Te-
HOB, Pa3BUTUE METOIOB MOICIMPOBAHMS CIIOXKHEIX
IJINKAHOB Y TIIMKO3WJIMPOAITHHBIX OEJIKOB BHOCST
ONTUMUCTUYCCKYIO HOTY B MEPCIEKTUBY pa3BU-
THSI 9TOTO HaIpaBIICHUS. YBeIMYeHHE KOJMIECTBA
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UICHTU(UIMPOBAHHBIX IIMKOIIPOTEMHOB U CaliTOB
NIMKO3UJIMPOBAHUS, KOTOPbIE€ CBSI3aHbI C POCTOM U
Pa3BUTHEM PACTCHUM 1 C UX peaklMEd Ha OKpyXKa-
IOIIYIO0 Cpedy, IOMOXET B paciIn(poOBKe MeXaHU3-
MOB IJIMKO3WJIMPOBAHUSI PACTUTEIbHBIX OCIKOB W
OyzeT crmoco6CcTBOBaTh MOHMMAHUIO WX (DYHKIINO-
HAJIbHOM pOJIX B 3TUX MPOLIECCaX.

Pabora BeInoJiHEHa npu nopaepxkke Poccuii-
ckoro HaydyHoro ¢onma Ne 20-64-47036, a takke
TocymapcTtBenHoro 3amanus PDenepalbHOTO UC-
clieioBaTeNIbcKOro 1LeHTpa “KazaHcKuii HaydHBIA
HeHTp Poccuiickoil akageMun HayK”.

Hacrogiuas craTess He COAEPXKUT KaKUX-JIMOO
WUCCIIEMOBAHUM C yYaCTUEM JIIONECH UIIU UCTIONIb30Ba-
HUEM XMBOTHBIX B KaUeCTBE OOBEKTOB MCCIIEI0BA-
HUS. ABTODPHI 3asIBIISIIOT 00 OTCYTCTBUU KOH(MJINKTA
MHTEPECOB.
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DKCNaHCUHBI — HU3KOMEJIEKYJISIDHBbIE O€KU, UTPAIOIIME KITIOYEBYIO POJIb B MOAU(UKALIMU CTPYKTYPhI
KJICTOYHOM CTEHKH B XOIIE Pa3IMYHBIX (DM3MOJOTMIECKUX IIPOIIECCOB, B YACTHOCTH POCTA KIICTOK pacTsI-
JKeHHeM. DKCITAHCUHBI KOTUPYIOTCS OOJIBIINM MYJIBTUTCHHBIM CEMEIICTBOM U ITOAPA3ICIISTIOTCS Ha YEThIPE
TOACEeMEeICTBA, OCHOBHBIMHM M3 KOTODPBIX SBJISIIOTCS anbda- 1 0eTa-3KCHaHCUHBI; TTOCICIHUE TTOIyIUIN
ocoboe pa3BuTHE y 371aKoB. CunTaeTcs, YTO IKCIAHCUHBI MOIMMUIIMPYIOT B3aMOACUCTBUS LIEJUTIONIO-
3bl C KCUJIOIIIOKAHOM (aJibha-3KCHaHCUHBI) WIKM C apabMHOKCUIaHOM (OeTa-3KcrmaHcuHbl). [Ipu 3Tom
SKCIMAHCUHBI HEe 00J1aaloT KaTAIUTUYECKON aKTMBHOCTBIO, KOHKPETHBIA MEXaHU3M WX NEHCTBUS Hes-
CEH, HETIOHATHO (PM3MOJIOTMUECKOE 3HAUCHME CTOJIb OOJIBIIOTO pa3Hoo0pas3us n3odopM. s n3ydeHus
XapakTepa 3KCIIPECCUH OTICIbHBIX SKCITAHCHHOB MBI IIPOBEIN TPAHCKPUIITOMHBIM aHAJIM3 BCEX UICHTH-
(buLMpOBaHHBIX B TEHOME KYKYpY3bl T€HOB 9KCIIAHCMHOB, UCIIONb3YsI YIOOHYIO MOMEIBbHYIO CUCTEMY —
30HBI PACTYIIEro MEPBUYHOIO KOPHS KYKYpPY3bl, pa3inyaloliyecs Mo CTaauy pa3BUTUS KJIETOK U COCTa-
BY MX KJIETOYHBIX CTEHOK. M3 91 reHa SKCMaHCHMHOB KYKYpYy3bl B KOPHE 3KCIPECCUPOBAIUCH 67, MpuieM
JU1S1 OONBIIMHCTBA TEHOB SKCITAHCUHOB ObUT XapaKTepEeH y3KUI TUana3oH 30H ¢ MAKCUMATbHBIM YPOBHEM
TpaHCKpHUIITOB. C IIpUMEeHEHNEM CKOHCTPYMPOBAaHHOTO IMKO3ppes, comepkaIiero 183 momrcaxapuma u3
KJIETOYHBIX CTEHOK PAaCTEHMI pa3IMYHBIX BUIOB, ITOKA3aHO, YTO PEeKOMOMHAHTHBIE 9KCTTaHCUHBI AtEXPA 1
1 AtEXPB1 criocoGHBI CBSI3BIBATHCS ¢ apaOMHOTagaKTaHAMKM M paMHOTaJIaKTypoHaHaMu | v psimoM npyrux
TOJIMCaXapUA0B KJIETOYHBIX CTEHOK, YTO PACIIUPSIET CIIMCOK MX MOTeHIMATbHbIX YITIEBOIHBIX MUILICHE.
ITponeMoHCTpUpPOBaHbI pa3anyus B crieluGUYHOCTY B3aMMOIEHCTBUS aibda- U OeTa-3KCIaHCUHOB C
pa3IMYHBIMU MOJTUCAXapUIaMU, KaK B KOTMYECTBEHHOM, TaK U B KAYECTBEHHOM OTHOIlIEHUU. BeinBUHYTA
TUITOTE3a, YTO MHOTOYMCIICHHOCTD 9KCIIAHCUHOB B OTHOM PaCTUTEIFBHOM OpPTraHU3Me W TOHKAsT PEeTYIISIIIHS
MX 3KCIIPECCUU OOBSICHSIIOTCS, 0 KpaitHeil Mepe 0TYaCTH, CITCIM(MUKON CBA3bIBAHUS MHIVBUIYATbHBIX
SKCITAHCUHOB C KOHKPETHBIMH TTOJIMCaXapuIaMM KJIETOUHOM CTEHKMU.

KiroueBbie cioBa: Zea mays, INIMKO3ppeit, KIeTouHasi CTEHKa, KOPeHb, IoJiMcaXxapuabl, TPAHCKPUIITO-
MUKa, 9KCITAaHCHUHBI

DOI: 10.31857/50015330324020043, EDN: OBUMOQA

BBEJEHUE

CoBpeMeHHbIE IIPEICTaBICHUSI O MeXaHHW3Max
POCTa PACTSLKEHUEM KJIETOK PACTEHUM — BaXKHEM-
1mero Mop¢oreHeTMIEeCKOro Ipoliecca B pa3BUTUHU
PacTUTEILHOTO OpraHU3Ma — pacCMaTpPMBaIOT B Ka-

1 HOHOHHHTBHLHI)IG MaT€puajibl paSMCIICHEBI B 3JICKTPOHHOM BUIEC 110
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YECTBE KJIIOUYEBBIX MOJEKYISIPHBIX UTPOKOB 9KCITaH-
CUHBI — O€JIKM KJIETOYHOI CTEHKHU, KOTOPbIE 32 CUET
HEMOHSTHOIO NOKa MEXaHW3Ma CHOCOOHBI yBe-
JIMYUBATh PACTSXKUMOCTb KJIETOYHOM cTeHKu [1].
Taxk, npu Jn0OKadbHOM MHAYKUMU B anUKalbHOM
MEPUCTEME T'€Ha SKCIMAaHCHHA MPOMCXOOUT YBEIU-
YEeHUE PACTSLKMMOCTU TKAHU B MECTE BO3ACUCTBUSA,
n3MeHeHne (prnrotakcrca u popMrUpoBaHue HOBO-
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ro JncTa B “HerojoxeHHOM” Mecte [2]. MI3BecTHO
TakKe, YTO HEKOTOpHhIe ajab(ha-3KCIaHCHUHBI OCO-
OCHHO aKTMBHO 3KCIIPECCHUPYIOTCS B TE€X OpraHax
M TKaHSIX, KOTOPbIE IPUCTYIIAIOT K aKTUBHOMY PO-
cty [3]. MHOXeCTBO Ipyrux IIpUMepPOB YUIaCTUS OT-
JIeTBbHBIX M30(DOpPM 3KCIAHCHMHOB B MOpQOTeHe3e
pacTeHuit MOryT ObITh HalileHbl B HeJaBHEM 0030pe
M. Samalova c coaBr. [4]. I1pu 3ToM y 5KCITAaHCUHOB
HE BBIABJICHA THAPOJIUTHYECKASI aKTUBHOCTD, OHU
HE U3MEHSIIOT KOBAJICHTHYIO CTPYKTYPY ITOJIMMEPOB
M, KaK IIPaBUJIO, HE CHIDKAIOT IIPOYHOCTh KJIETOU-
HoM cTeHku [1, 5].

ODKCMaHCUHBI — HWU3KOMOJIEKYISIpHBIE (OKOJIO
27 xJla) 6eK1 — KOTUPYIOTCS B TEHOMAaX Pa3IMIHBIX
pacTeHMii OOJIBIINMU MYJIBTUTCeHHBIMU CEMEMCTBA-
MM, HACUMTHIBAIOIIMMM MHOTHME IECSITKHA TEHOB,
¥ TIOAPA3IE/SIOTCS Ha IBAa OCHOBHBIX ITOICEMEN-
CcTBa — anbda- U 6eTa-3KCIaHCUHbI, KOTOpbIe 000-
3HayarTcs, coorBeTrcTBeHHO, EXPA 1 EXPB, a tak-
K€ MEHee MpenCcTaBIeHHbIE SKCIIaHCUH-IIOO00HBIC
6enku — EXLA 1 EXLB [6, 7]. O6a 0CHOBHBIX MO~
CeMeICTBa IPEeACTaBICHBI BO BCEX IPOAaHAIU3UPO-
BaHHBIX TAKCOHAX HA3eMHBIX pacTEHMIA; OeTa-2KC-
MAaHCUHBI MOJYYWIN 0CO00€ pacHpoCTpaHEHHE Y
31akoB [8]. YacTh 6eTa-3KCITaHCMHOB M3BECTHA KaK
aJUIepTreHbl IBLUIBIBI 3JIaKOB; OHU HCKIIIOYUTENIb-
HO BBICOKO 3KCIIPECCHPYIOTCS M MOTYT COCTAaBIISITh
0.1% ot cyxoit Macchl MBUIbLEI WK 4% BCEro 3KC-
Tparupyemoro oenka [9]. Jpyrue skcrmaHCUHBI IIpH-
CYTCTBYIOT B KJICTOUYHOI1 CTEHKE B OYeHb HU3KIX KO-
JIMYECTBAX; MIPUBOISTCS BeauunHbl nopsinka 0.02%
OT CyXOM MacCChI KJISTOUHOI CTEHKM, YTO B MOJIOIBIX
TKaHSIX, aHAIM3UPOBABIINXCS B YKa3aHHOI paboTe,
IOJDKHO COCTABIJISITh THICSIYHBIC TOJIM IIPOIIEHTA OT
o011eit cyxoit Mmacchl [3].

OKCIIaHCUHBI — eMMHCTBEHHbBIC OCIKOBBIC areH-
THI, CITIOCOOHEIE 32 CEKYHIbI YBEIIMINBATDh PACTSIKI -
MOCTh pacTUTeNbHBIX TKaHeitl [10]. boiee Toro, atn
OCIIKM TakXKe CIOCOOHBI YBEIWIMBATH PACTSIKU-
MOCTb (PMIIBTPOBAIBHOM OyMaru — IIEJUTIOJI03HOTO
MaTepuaja, JaJeKOro OT COCTOSIHUS in planta [5].
CuawuTaeTcs, 9YTO BO3ACHCTBIE SKCIIAHCUHOB IIPOMC-
XOJIUT B “TOpsSIYMX TOUKaX” — MeCTax, Toe MUKpoduU-
OpPMJUTBI LIEJUTIONIO3bI HAXOMSTCS B TCCHOM KOHTAKTe
JIpYyr ¢ OpyroMm, (GOpMUPYS TEM CaMbIM HECYIIUNA
KapKac pacTUTEJIbHOM KIeTouHoi creHku [11]. On-
HaKO JIeMCTBHE SKCIIAHCHMHOB B KJIETOYHOM CTEHKE
OOBIUHO CBSI3BIBAIOT HE TOJIBKO C MUKPOGUOpULIA-
MU IEJUTIONIO3bI, HO M ¢ KOHKPETHBIMU IOJIMCAXa-
puIaMu MaTpukca. B yacTHOCTH, yCTaHOBIIEHO, UTO
IelicTBAe aibga-3KCIAaHCUHOB YCHJIMBACTCS IIPU
HalInuuu KcuiormokaHa [12]. TTokazaHo, yTo Oe-
Ta-3KCIIAHCUHBI B3aMMOACHCTBYIOT C INIIOKYPOHOA-
pabuHokcunaHoM [13]. ITpu aTom, ocTaroTcs Hesic-
HBIMU HE TOJIBKO HEIIOCPEACTBEHHBIC MEXaHW3MBI
NEeUCTBUASI 9KCIIAHCUHOB, HO M COIIPSIKEHHEIE BO-
IIPOCHI O TOM, ITOYeMY 9KCIIAHCUHOB TaK MHOTO, 1 C
YyeM CBsI3aHa UX BbIpaxkeHHas nuddepeHmaabHas
BKCIIPECCHSL.
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IMosiBIEHME pa3IUIHBIX OMUKCHBIX TEXHOJIO-
TUI TTO3BOJISIET TIPOBECTU BCEOOBEMITIOIINIT aHa-
JIN3 DKCIIPECCUU TEHOB 3KCITAaHCUHOB B (PU3NOJIO-
TUYECKN OTINYAIONINXCS PACTUTENbLHBIX TKAHSIX,
a TakXe BBISBUTH U OIEHUTH OCOOEHHOCTH CBS-
3pIBAaHUSA albda- U 0eTa-3KCIaHCUHOB ¢ Pa3HOO-
Opa3HBIMU TTONVICaXapyuaIaM KJIETOUHBIX CTEHOK.
Jutg MacmTabHOM XapaKTepUCTUKU DKCIPECcCH-
PYIOIINXCS 3KCITAaHCUHOB MBI MCITOIb30BaJIi MO-
JIEeJIbHYIO CUCTEMY TIEPBUYHOTO KOPHS KYKYPY3HI,
B KOTOPOM OBIIIN BBIIEAEeHBI MITh pa3IMYHBIX 30H,
colepXalnuX KJIETKW Ha ITOCJIENOBAaTEeILHBIX CTa-
nusx passutus [14, 15]. JIag kaxnoil U3 30H pa-
Hee oxXapaKTepHU30BaHBI MeXaHWUYEeCKMe CBOMCTBA
KJIETOYHBIX CTEHOK M Habop ITOJMcaxapuiIoB, a
TakKKe TIpOoaHaAJIM3MpoOBaHa BSKCIIpeccUsi TeHOB
DIMKO3MITpaHcdhepas3 M NIMKO3UIATUAPOIa3, obe-
crieuBaoInX GopMUpoOBaHNE W MOTU(PUKAIINIO
MoJrcaxapuaHOTO aHcaMOJId B Xode pa3BUTHUI
[15—17]. Jdng u3yyeHus crocodbHocTu anbda- u
OeTa-3KCIMaHCUHOB K CBI3BIBAHUIO ¢ KOMITOHEH-
TaMW KJIETOUYHBIX CTEHOK WCITOJIb30BaH HeTaBHO
CKOHCTPYMPOBAHHBIM HaMW TOJHNCaXapUIHBIN
rukosppei [18]. DToT moaxon MO3BOJAUI HaM
MPOIEeMOHCTPUPOBATh, YTO SKCITAHCUHBI MOTYT
CBA3BIBAThCI C paMHoOTaJlakTypoHaHamMu | n apa-
OMHoTrajJaKTaHaMW, W YTO pa3Hble SKIaHCUHBI
OTJIMYAIOTCI TI0 HabopaMm IoJIMcaxapuaoOB-MU-
meHeit. COBOKYITHOCTb TOJNYYEHHBIX JaHHBIX
MO3BOJIMJIa BEIABUHYTH TUITOTE3Y, YTO MHOTOYHNC-
JIEHHOCTb M30(OpM 3KCMAaHCUHOB B OAHOM pac-
TUTEILHOM OpPraHM3Me W TOHKad Peryisuus UX
DKCIIPECCUU MOXET OBITh 00yCI0OBJIeHA cieuudu-
KOil CBSI3BIBAHUS WHAWBUIYAJIbHBIX 9KCITAaHCUHOB
C KOHKPETHBLIMM MOJIMcaxapuaaMyu KIIeTOYHOMN
CTeHKU, HAOOp KOTOPHIX B CBOIO Ouyepenb OTIU-
JaeTcsd B pa3HBIX OpTaHax M TKaHIX, a TaKXKe Ha
pa3HBIX CTAAUSIX Pa3BUTHS KIIETOK.

MATEPHUAJIBI U METO/ bl

Pactutenshblii MaTepuan. MccinemoBanus mpo-
BOIMJIM Ha KOPHSX S5-THEBHBIX MPOPOCTKOB KYKY-
py3bl (Zea mays L.), copt Mamyk (Husa Tarapcra-
Ha, Kazanb, Poccus), BeipailieHHBIX B TEMHOTE TIpU
27°C. IlepBUYHBIA KOpPeHb MPOPOCTKA ObLT pas-
JeJIeH JIe3BMeM Ha 30HBI 10 CJEAYIOIIel cXeme:
KOpHeBoli uexyimk, mepucrema (0—1 MM, cuuTas
OT COEIMHEHUSI KOPHS C YeXJIMKOM), 30Ha paHHe-
ro pactskeHuss (1—2 MM), aKTUBHOTO pacTsXe-
HUS (2—6 MM) 1 TTo3aHeTo pacTskeHust (7—10 Mm)
(puc. 1). PacnpeneneHue 30H COOTBETCTBYET OITy-
OMKOBaHHBLIM paHee paboTaMm Kozlova ¢ coasr. [15,
19] 1 nonoJHUTEIbHO BEpUDULIUPOBAHO MYTEM 13-
MepeHUs JUIMH KJIETOK KOPbI U pPU30IEPMBI.

Nnentndukanuss reHoB, KOAUPYIOUIMX 3KCIAH-
CHHbI, U uX (uioreHeTnyecKmii aHaim3. [eHbI BKC-
MAaHCUHOB KyKYypY3bl ObLIY HaliieHbI B 6a3e JaHHBIX
EnsemblPlants  (http://plants.ensembl.org/index.
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Puc. 1. Cxema nmejaeHUs KOHYMKA TEPBUYHOTO KOPHS
5-IHEBHOTO MPOPOCTKA KYKYPY3bl Ha 30HBI JUTSI aHAJIN3a
TPaHCKPUNTOMOB. TOUKaMU MOKPBITHI 30HBI KOPHSI, KO-
TOpPBIE HE UCITOIb30BAIMCH JIJIs1 aHAIM3a.

html) (mata moctyma 20 Host6pst 2019 r.) u onpene-
JICHbI 10 HAJIMYUIO B MOCJIEHOBATEIBHOCTIX COOT-
BETCTBYIOIIINX OEJIKOB OTHOBpEeMEHHO ABYX Pfam
nomeHoB (http://pfam.xfam.org/): N-KOHIIEBOTroO
momeHa DPBB (PF03330) m C-xoHmeBoro Oe-
ta-coHasuy gomeHa CBM63 (PF01357) [20-22].
I'ensl skcnancuHoB puca (Oryza sativa L., sTIoH-
cKasg rpymnma) u pesyxoBunku Tlansa (Arabidopsis
thaliana (L.) Heynh.), ncronb30BaHHBIC TSI COTIO-
cTaBJIcHUS, ObIIM HalileHBl B 0a3e maHHBIX Phyto-
zomel2.1 (https://phytozome.jgi.doe.gov/pz/portal.
html) (mata moctymna 20 Hos16pg 2019 r.) Takke IO
HaJIMYMIO ABYX JOMEHOB, XapaKTECPHbIX JUISl DKCITaH-
cuHOB [23].

AMMHOKUCJIOTHBIE IIOCIEAOBATEIBHOCTH, KO-
IVpyeMble BBISIBICHHBIMUA T€HAaMU SKCIIAHCHHOB,
MOABEPraayl MHOXECTBEHHOMY BbIpaBHUBAHUIO ajl-
roputmMoM Clustal Omega (https://www.ebi.ac.uk/
Tools/msa/clustalo/) [24]. IloaydyeHHOE BBIpaBHU-
BaHME MOABEPIIM (DUIOTCHETUYSCKOMY aHaIu3y
METOIOM MAaKCHMMAJbHOIO MOdo0Ms B Iporpam-
me IQ-TREE 1.6.9 [25]. Pacuer Hanbonee momxo-
OSIIeil MOAEIU SBOJIOLMHU IOCIECAOBATEIbHOCTU
BBITIONTHSUICA ¢ ToMolnbio ¢yHkunn ModelFinder
(IQTREE 1.6.9) [26]. Hanbonee momxonsinast Mo-
JeNIb MMeJIa caMOe HU3KOe 3HaueHue 0aileCoOBCKOTO
nHpOpMallMOHHOTO KpuTepus. CratucTrdyeckas
JOCTOBEPHOCTD BbIIEICHUS BETBEI OblIa paccynTa-
Ha C IIOMOIIBIO aJITOPUTMA CBEPXOBICTPOI aIlIIPOK-
cUMaluy (hDUIIOreHETUYECKOTo OYTCTperna ¢ UCITONb-
zoanueM 10000 moBTopoB [27]. JleHmporpamma
Obl1a BU3yaIM3UpOBaHA ¢ MOMOIILIO BebO-cepBuUca
iTOL 5.3 (https://itol.embl.de/), 3aTeM oTpemakTH-
poBaHa B rpacdmueckom pegaktope Adobe Illustrator
CC 2017 (“Adobe Systems”, CILIA) [28].

®U3NO0JIOTUA PACTEHUM

TF'OPHIKOBA u np.

TpanCKPUNTOMHBII AaHAJU3 SKCIPECCMM TeHOB
3KCMAHCUHOB B Pa3jMYHBIX 30HAX PACTYIIEr0 KOPHSA
KyKypy3bl. buonmoreku MPHK wu3 nigt 30H mep-
BUYHOTO KOPHSI KYKYPY3HI B Y€THIPEX TOBTOPHOCTSIX
Kaxnass OBLIM CEKBEHMPOBAHBI C KCITOJIb30BaHU-
eM 1argopMsl Illumina NovaSeq 6000 B pexu-
M€ IapHOKOHIIEBOTO IIPOYTEHMS C IJIMHON puaa
150 myxmeotunoB Ha 6a3e Novogene Corporation
(Kwurait, https://en.novogene.com/) M pa3mMelie-
Hbl B cucteMe SRA (Sequence Read Archive) B
BUjge pgaHHbIX BioProject ¢ wumeHTHdUKaTOpOM
PRINAG639682 (https://www.ncbi.nlm.nih.gov/
bioproject/?term=PRINA639682). [Tocine KoHTpO-
JIsl KayecTBa MapHBIX IIPOYTECHUN OT(UIBTPOBAH-
HBIE IIyJIBl pUIOB (KOPOTKHE ITOCICHOBATEILHOCTHU
JAHK) kaxporo ob6pasua ObLIM KapTUPOBAaHbI Ha
TeHOM KYKYpy3hl (Bepcusl COOPKM TeHOMa KyKy-
py3el B73 RefGen_v4, 3arpyxkeHa m3 0a3bl maH-
Heix Gramene (https://ensembl.gramene.org/Zea
mays/Info/Index) ¢ mcnonp3oBaHMEM IIPOTPAMMEL
HISAT2 v2.1 [29]. i momcyeTa KOJIWIeCTBa IIpo-
YTEeHU, BRIPABHCHHBIX HA KaXKIbIi T€H, UCITOIb30-
Banm anroput™ Stringtie v2.0 [30]. Hopmamm3zamuro
3HAUYCHUI YPOBHS 3KCIPECCHU T€HOB IIPOBOMVIIN
¢ ucnonb3oBaHnueMm mnaketa DESeq2 B mporpamm-
Hoit cpeme R (https://www.R-project.org/) [31].
I'eH cumTancsa sKCIpecCHUPYeMBIM, €CIIM CpeaHee
(IT0 TOBTOPHOCTSIM) HOPMAaJIM30BAaHHOE 3HAYCHMUE
TGR (total gene reads; oOlee 4MCIO IPOYTCHUI,
OPUXOASIIIMXCS HA TeH) XOTs1 Obl B OQHOM 00pasle
ObLI0 GOJIbILIE MU PABHSIIOCH 16, B COOTBETCTBUU C
pexomeHaauusmMu [32].

PekoMOMHAHTHBIE 3KCHAHCHHBI, MCIIOJIb30BAH-
Hble IJiSi OUEHKH MX CBA3bIBAHMA C MOJUCAXapH-
JaMM KJIETOYHBIX CTEHOK C MOMOIIbI0 INIHKO3ppeeB
U TBepaoda3Horo MMMYHOGEPMEHTHOTO AaHAJIU3A.
H7s1 cormocTaBieHUs XapaKTepa CBSI3BIBAHUS allb-
(ba- 1 OeTa-3KCIIAHCUHOB C ITOJIMCaxapuaaMu KJie-
TOYHOI CTEHKHN HMCIOJIb30BaId KOMMEPUECKU IO-
CTYIIHbIE pPEKOMOWHAHTHbIE Oenku Arabidopsis
thaliana (“MyBioSource”, CIILIA): MBS1412737 —
Expansin-Al (EXPA1l) kak anbda-3KCnaHCUH U
MBS1443426 — Expansin-B1 (EXPBI) kak Ge-
Ta-3KCIMaHCUMH. VM cmoiab30BaHHBIN IS aHalIM3a
anbda-skcnancuH (UniProt# Q9C554, TAIR#
At1g69530, mon. maccoii 26518 Jla) skcmpeccupo-
BaH B apoxckax, uMeeT 10xHis-tag Ha N-KoH1e u
Myc-tag Ha C-koHl1ie; 6eta skcnaHcuH (UniProt#
QI9SKU2, TAIR# At2g20750, MW 29108 Da)
akcnpeccupoBadH B E. coli, nmeer 6xHis-tag Ha
N-koHue. [Ipu nanpHeileM U3JI0KEHUU B CTaThe
OHU 00o03HavaroTcsl coorBeTcTBeHHO AtEXPAIL u
AtEXPBI.

JJ1sT IpOBEPKU YMCTOTHI IIpernapaToB MPOBO-
nnin snaektpodopes Ha 12% moanakprIaMui-
HOM TreJie ¢ MOCIeAYIoIUM UMMYHOOJIOTTUHIOM C
AHTUTEJIAMUA MBIIIN, Y3HAIOIIUMU TUCTUINHOBYIO
meTKy (“Bio Rad”, CIIIA) (pa3Benenue 1 : 5000), u
AHTUTEJIAMU KO3bl, KOHBIOTUPOBAHHBIMU C MIEPOK-
Ne 2
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CHIAa301 XpEeHa M Y3HAIOLIMUMU NUMMYHOITIOOYJIMHBI
meimm (“Abcam”, Benukoopuranus) (pa3BeaeHue
1 : 10000). Busyanmzanms mojgoc OCYIIEeCTBISIACh
3a CYET OKUCJICHUS ePOKCUIA30M XeMITIOMUHEC-
LIEHTHOro cyOcTpara JIIOMHMHOJA B IIPUCYTCTBUU
MEepeKNucH M KyMapoBOil KHUCIOTHL. Pe3yabTupy-
IoIIasi XeMIIIOMUHECIIEHIINS AeTeKTUPOBalach B
cucreMe Busyarm3aumu ChemiDoc (“Bio Rad”,
CIIA).

Inukoappeii A XapaKTePUCTHKH CBS3bIBAHUS
3KCIHAHCHHOB C MOJUCAXAPHIAMH KJIE€TOYHOH CTEHKH
pacrenuii. [nmkosppeit, cogepxammii 183 momu-
caxapuia KJEeTOYHBIX CTEHOK PacTeHMIi, a TaKxkKe
29 MOHO- U OJIMTOCaxXapuI0B — KOMIIOHEHTOB MC-
MOJIb30BAHHBIX IOJIMCAXapUA0B M/UIN TUIIMYHBIX
JINTAHIOB M3BECTHBIX PACTUTEJIBHBIX JIEKTHMHOB,
ObLT HameyaTaH B (popMaTe INIMKOYMIIA KaK OITrca-
HO y A. HuxudopoBoii ¢ coaBr. [18] ¢ ncmoan3oBa-
HUEM 3ITOKCH-aKTUBUPOBaHHLIX cnaiimoB CEMMU-
TTIAC-Omioken (“Cemuotnk”, Poccust). Kaxmprit
JiraH ObUT HaredaTaH B 9 rmoBropax. IloaHbli crim-
COK JIMTAaHIOB U MX XapaKTepUCTHKa IIPUBEICHHLI B
JomnonHuTtenbHbIX Matepuainax (JlomoaHUTeNbHbIE
Matepuanbl, Tadm. S1). [nMukoumnel MHKyOMpoBa-
mm B Oydepe misa 6mokmpoBkm (50 MM staHOMa-
muHa (“Sigma-Aldrich”, CILIA), 150 MM ©6opHoit
kuciotel (“Jlrommn”, Poccus, https://lumi.spb.ru),
0.2% (06/06) Tween 20 (“Sigma-Aldrich”, CIIIA),
pH 8.5) B Teuenne 120 MUH NpU MOCTOSTHHOM IT0-
MEIIMBAaHUU IIPU KOMHATHOI TeMIlepaType, Iocie
Yero IBa pasa MNPOMBIBAIM (HochaTHO-COJEBBIM
oydpepom (“Dxo-CepBuc”, Poccus), comepxammm
0.05% (06/06) Tween 20 (OCB — 0.05%). Hanee
Ha yumel HaHocuym 1 Mt pactBopa AtEXPA1 mim
AtEXPBI1 ¢ konuenrpamueit 30 Mmxr/min B ®Ch —
0.1% w yakyoupoBanu 16 4 ipu 4°C U NOBBILICH-
HOI BIaxHOCTHU. [lanee mpoMbIBain, KaK OIIMCAaHO
BBIIIE. 3aTeéM HAaHOCWJIM PAaCTBOP AHTUTE MBIIIH,
y3Hatommnx His-tag, MedeHBIX (GIyOpeCleHTHOM
meTkoit Alexa 647 (JacksonlmmunoResearch,
CIIIA), B pasBenenuu 1 : 400 B ®CBh — 0.1% u
nakyoupoBaan 1 4 mpm 37°C ¥ NOBBIIIEHHO
BIaXXHOCTU. [NMKo3ppen IIpoMBIBaIM OBa pasa
®CB — 0.05% 1 Ha KOHEYHOM 3Tare — B OUIUCTUII-
JIMPOBAaHHOU BOIE, a 3aTeM BBICYIIMBAIN YMIIbI
LHeHTpuGyTUpOBaHNEM U CKAHUPOBAJIU (pa3pelie-
HHe — 10 MKM) ¢ TTOMOIIBIO (DIIyOpECIIEHTHOTO PH-
nepa InnoScan 1100 AL (“Innopsys”, ®@paHius).
ITonyyeHHble M300paxkeHUsT MpPeoOpa3oBbIBAIU B
tabmuny Excel ¢ mmomompio mporpaMMHOTO obe-
cneuenus ScanArray Express 4.0 (“Perkin-Elmer”,
CHIA) ¢ ucroirb30BaHrEM MeTolIa MoACTpanBalo-
muxcsa konen, 1 GAL-@aiima. PesymsraTel Tipen-
CTaBJISUIM B BUAE MemauaHbl (110 9 moBTOpaM) OT-
HocuTenbHBIX enuHuL ¢ayopecueHunn (RFU),
oTpaxalomieii ahpGUHHOCTh U KOJMIECTBO YIJIe-
BOII-CBS3BIBaIOIINX OekoB. CHTHAJIBI, BEIMIMHBI
KOTOpPBIX 06T HYXKE 10% 0T MakKCMMaJIbHOTO 3HA-
yeHust RFU, He paccMaTpuBaiu.
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IInanmernsiii TBepaodasubiii anamu3 (MTDA)
JISl ”HTHOMTOPHOTO AHAJIM3Aa CBA3BIBAHUS OTHEJbHbBIX
NOJIHCAXAPUIOB € IKCHaHcuHamu. B nyHku 96-my-
HOYHOTO IUTaHIIeTa BHOCKIU o 100 MKJI pacTBOpa
nonucaxapuga No 15106, mokasaBlliero B aHalIM3e
C MCIOJIb30BaHNEM INIMKO3PPEsT BHICOKUI YPOBEHD
CBSI3BIBAHUS U C albda-, 1 ¢ OeTa-3KCIIaHCUHAMU,
1 Mxr/m1n B Na-kap6oHaTtHoM 6ydepe (pH 9.6) 1 uH-
KyOupoBaM B TeueHHe HOUM IIpu 4°C, IOCIe 9eTro
6okupoBanu ux 1% OBIMBUM CHIBOPOTOUHBLIM ajlb-
oymuaoM, BSA (“Sigma-Aldrich”, CIIIA) B 10 MM
Tris-HCI (“Xenukon”, Poccus) pH 7.4 B Teuenne
1 g mpu 37°C n nipombiBanu Tpwkasl 10 MM Tris-
HCI pH 7.4, conepxameMm 0.05% Tween20 (“ICN”,
CIIA). 3aTem B 1yHKM BHOCKIXA 50 MKJI pacTBopa
MHTUOUTOPOB — IIOJIMCAaXapuaoB, OTOOPAHHEIX ITO
pe3ynbrataM ITIMKO3ppesi, a TaAKKe Ha OCHOBE JIM-
TepaTypHBIX AaHHBIX (monucaxapunbl NeNel5106,
15148, 15058, 15090 u 15165 cornacHo HyMepaluu B
JOIMOMTHUTEIBHBIX MaTepHraiaX U paHee OIyOJIMKO-
BaHHOM CTaThe, MX XapaKTepUCTHUKA JACTCS IIPU U3-
JIOXKCHNM Pe3y/IbTaToOB) B ABYKPATHOM pa3BeICHUU
B nuama3oHe oT 20 mo 0.3 mxr/mn B 0.1 M docdart-
Ho-1umTpaTHOM Oydepe, pH 5.0 u mpubasnsim Tyna
50 Mkt pactBopa AtEXPA1 it AtEXPB1 B ToMm Xe
Oydepe, 10 KOHEeUHOI1 KoHIIeHTpaunu 10 MKT/MII, 1
nHKyonposaau 1 9 mpu 37°C u mpomeiBanu [ 18]. 3a-
TeM B JIVHKU IUTaHIIeTa BHocwi 100 MKII pacTBopa
aHTu-His-tag-anTuTen Mplm B pa3BegeHuu 1 : 5000
B 10 MM Tris-HCI pH 7.4, conepxattem 0.3% BSA,
uHKyoupoBaau 1 4 mpu 37°C ¥ mpombiBaid Kak
onucaHo Beile. ITocae yero npudasasim 100 Mxn
pacTBOpa aHTUTEI KO3BI, Y3HAIOIIUX MMMYHOITIO-
OyJIMHBI MBIIIM, MEUYEHBIE IIEPOKCHAA30i1 XpeHa,
B pa3BemeHun 1 : 7000 B 10 MM Tris-HCI, pH 7.4,
conepxameM 0.3% BSA, unky6bupoBanu 1 4 mpu
37°C v npoMbIBaJIM. 3aTeM B JIyHKU BHOCHIM o 100
MK 0.04% o-penmnenonamuna (“Sigma-Aldrich”,
CHIA) u 0.03% H,0, B 0.1 M ¢docharHo-uuTpar-
HOoM Oydepe, pH 5.0 m ocTtaHaBIMBaIM peakiio
myTeM J00aBiIeHUS B Kaxaylo JyHKy 50 mMxim 1 M
pactBopa H, SO, B Boze. Ilomomenue cyuThiBa-
qu npu 492 HM C IOMOIIBIO IIAHIIIETHOTO puUaepa
Wallac 1420 Victor 2 (“PerkinElmer”, CILIA).

PE3VJIbTATbI

NnenTudukanusa reHoB IKCMAHCHHOB KYKYpPY3bl
(unoreHeTMYECKUii AaHAJIN3 MOCJIEI0BATENbHOCTEIH CO-
OTBETCTBYIOIHKX 0eIK0B. B reHoMe KyKypy3bl BBISIB-
JieH 91 reH 3KCIIAaHCUMHOB — CYIIIECTBEHHO OOJIBIIIE,
yeM B reHoMax A. thaliana (35 reHoB) u puca (55 re-
HOB). Cpenn HUX 45 reHOB OTHOCSTCS K ajib(a-3KC-
aHCcHHaM, 43 reHa — K 6eTa-3KCIIaHCUHAM U 3 TeHa
MPENCTABISIIOT cOo00#  anbda-3KCHaHCUH-TT0m00-
HbIe O€JIKM; TeHOB 0eTa-3KCIIaHCUH-II0J00HBIX OeJI-
KOB B TeHOME KYKYpPY3hl He BbIsIBJIeHO. KonmaecTBo
0eTa-3KCITaHCUHOB Y KYKYpYy3bl (43) 3HaUMTETHLHO
MPEBBILIAET KOJIMYECTBO OeTa-3KCHaHCHMHOB (6) u
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OeTa-3KCcImaHCUH-TTIONOOHBIX 0enkoB (3) v A. thali-
ana, BMecTe B3IThIX. DuioreHeHeTMUECKMIT aHAIN3
MO3BOJIWJI TIONPA3AC/INTD BBISIBICHHBIE ITOCIEI0BA-
TE€JIbHOCTU 3KCITAHCHMHOB KYKYpYy3bl Ha ITOICEMEN-
CTBa W KJIaJbl 1 COOTHECTH UX C TAKOBBIMU y prica 1
A. thaliana (puc. 2).

Ha ¢wunoreHernyeckoM apeBe 3SKCIIAHCHMHOB
YETKO BBUICJSUIMCH pa3jIdyHBbIE KJIagbl, KOTOPBIC
0003HaYeHB PUMCKUMU LMdpamu (puc. 2): aiab-
(ha-akcmaHCHMHBI KYKYpy3bl ITOApAa3eieHbl HaMH
Ha 14 0CHOBHBIX KJIaJl, a 0eTa-3KCIAaHCUHBI — Ha 5.
B kaxmoii xmame anba-3KCIIAHCHMHOB KYKYPY3bI
MPUCYTCTBOBAIA TakKXke ajbta-3KCIaHCHUHBI pHuca,
a momoOHbIe 0enKu A. thaliana oTCyTCTBOBAJIN TI0Y-
™™ B monoBuHe Kian (I-V, XIV). Jlnsg 6era-sKcraH-
CHHOB KYKYpY3bl XapakTepHa OoJIbIast crienugud-
HocTtb: B I-III Kj1agax oTCyTCTBOBAIM TOMOJIOIY U3
A. thaliana, a 1 n 11 knage! 6eTa-3KCMaHCUHOB KyKY-
PY3BI XOPOIIIO OTACISIIINCH U OT TeHOB puca (puc. 2).
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TF'OPHIKOBA u np.

DKcnpeccuss TeHOB IKCNAHCHHOB B PA3IMYHBIX
30HaX pacTymero KopHs Kykypy3sl. M3 91 rena
SKCIIAHCMHOB KYKYpPY3bl B KOpPHE 3KCIIPECCHUPO-
Bajuch 67, IpUUeM MPAKTHIECKU BCE OHM MMEIU
SIpKO BBIPAXEHHBIN IuddepeHINaTbHbIN XapaK-
Tep SKCIIPECCHH B PAa3IMYHBIX 30HAX KOPHS, OTJIH-
YaIOIIMXCs IO CTaauM Pa3BUTHUS KJIETOK (puc. 3).
I'eHBI 5KCITAHCMHOB, 3aHMMAIOIINE Ha APEBE OTHY
KJ1aay, 9acTO MMEJIM CXOOHYIO TMHAMMKY KOJIHUYe-
CTBa TPAHCKPUITOB IO 30HAM PaCTSITUBAIOIIETOCS
KopHd (puc. 3). Hammpumep, comepkaHue TpaHC-
KPHIITOB MPAKTUYECKN BCEX BKCIIPECCHUPYIOIINX-
csl mpeactaBuTelieid Kiaaabl IV 6eTa-3KCIIaHCUHOB,
Kak m knagsel 11 anbda-sKcrmaHCMHOB, OBIIM MaK-
CHMAaJIbHBIMU B 30HE aKTUBHOTO PACTSZKEHUS, B TO
BpeMS KaK TPAHCKPHUIITH IpEACTaBUTEICH KJIaabl
V anb(da-3KCIaHCMHOB KYKYpy3bl, HE MMEIOIINX
roMOJIOTroB B A. thaliana (puc. 2), 00HapyX1UBaJINCh
TOJIBKO B UexJinKe (puc. 3).
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Puc. 2. ®uioreHeTnyeckoe APeBO IKCIIAHCUHOB KYKYpY3bl (Zea mays), pe3dyxoBunku Tanst (Arabidopsis thaliana) n puca
(Oryza sativa). HauMeHOBaHUSI SKCITAHCUHOB, T€HbI KOTOPBIX SKCIIPECCUPYIOTCSI B KOPHE KYKYpYy3bl, 0003HAUEHbI Ha IpeBe
YepHBIM MIPUGTOM, a Te, TeHBI KOTOpBIX He aKkcmpeccupylotcs (TGR < 16 Bo Beex o6pasiiax) — cepbiM mpudToM. st pesy-
XOBUAKM Taist IOTIOJTHUTELHO YKa3aHbl Ha3BaHUsI OKCIIAHCHMHOB, NpemioxeHHble Kende ¢ coasr. [6], mj1st prca — COIIacHO
Choi ¢ coasr. [33]. KpymieiMu cKo6KaMu M PUMCKUMM LU(paMu yKa3aHbI BblIeJeHHBIC HAMU KJIaAbl IJIsT albda- 1 0e-
Ta-3KCMAaHCUHOB KyKypy3bl. ApabcKuMu mrdpaMu yKa3aHbl MHAEKCH CBEPXOBICTPOI allMPpOKCUMAILINH (PUIIOTeHETUIECKO-

ro oyrcrpena.
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K:lml Ten ]‘Iex Mep  pPact  Pacr nl’mll‘lex Mep  pPacr  Pacr nPact
ImEXPA

Zm00001d035112 0 0 ] 100

Zm00001d035108 3 L 100

Zm00001d035109 S 0 0 ' 100

Zm00001d035111 0

Zm00001d035102 . 1 100
Zm00001d035101 ; ] 0 0 100
Zm000014035100 | 0 [ ( 100
Zm00001d035104 o 1 100
Zm00001d032886 | 20 :
Zm(00014032883
Zm00001d032882
Zm00001d032884
Zm000014032885
Zm00001d032881
Zm00001d048418
Zm000014032876
Zm00001d027718
Zm00001d016022
Zm00001d016054
Zm00001d016024
Zm00001d047353
Zm00001d016025
Zm00001d016027
Zm00001d016056

Zm00001d025018 :
29

Zm00001d027717 | 1351 1433 561 |
Zm00001d040249
Zm00001d040247
Zm00001d040379
Zm00001d038476
Zm00001d043047
Zm00001d018031
Zm00001d052264
Zm00001d012957 ]
Zm00001d034663 | 56 |23 | 6l 171 478 12 5
Zm00001d026014 | 1221 1696 1663 526 189 72 100 98 31 1

82

6

Zm00001d002548 | 435 696 845 256 82 52
Zm00001d046723 77 44 135 778 783 10
Zm00001d045571 ; 0
Zm00001d047353
ZmEXPB

Zm00001d029899
Zm00001d027281
Zm00001d029903
Zm00001d047089
Zm00001d047087
Zm00001d047091
Zm00001d027283
Zm00001d047096
Zm00001d047093
Zm00001d004586
Zm00001d029906
Zm00001d029913
Zm00001d047094
Zm00001d047090
Zm00001d029907
Zm00001d019560
Zm00001d017495 |
Zm00001d017494
Zm00001d033231
Zm00001d026171
Zm00001d019557
Zm00001d026169
Zm00001d017377 |
Zm00001d002860

ZmEXLA

- Zm00001d027520 206 173
- Zm000014029783 | 190 74 61 178 360
Zm00001d048344 55 354

<<|2222222HEEEEEEHEEEEEEE |[HEHEdxxrennnEg8slccc<cc<<zEEEamaa|~ - nmn

13 100
S0 100
16 100

Puc. 3. YpoBeHb TpaHCKPUITOB TeHOB 3KCITAaHCUHOB, aKcrpeccupymoiuxcst (TGR > 16 xoTst ObI B OHOI 30HE) B pa3IMYHBIX
30HaX KOPHSI MMPOPOCTKA KyKypy3bl. [eHbI oTcopTipoBaHbl 1o noncemetictBam (EXPA — anbda-skcnancunsl, EXPB — Ge-
Ta-3KcrmaHcuHbl, EXLA — anbda-skcnaHCHH-TTOn0OHbIE O€IKK ), BHYTPU MOACEMENCTB — Mo KiiagaM (0603HaYeHbI pPUMCKUMK
urdpaMu U COOTBETCTBYIOT (PMIIOreHETUIECKOMY IPEBY Ha puUC. 2), a BHYTPU KJIad — MO YOBIBAHUIO CYMMAapHBIX 3HAUEHU
TGR Bo Bcex obpasuax. TerioBasi KapTa 3KcIpeccuu: JieBast maHenb — 3HayeHuss TGR; npaBasi maHenb — OTHOCUTENIbHBIN
YPOBEHb SKCIPECCUU TEHOB B TIPOLIEHTaX, Tie 3a 100% npuHsATO MakcHMalibHOE JUTst Kaxkaoro reHa 3HaueHue TGR. Yex — uex-
ik, Mep — mepucrtema, pPact — paHee pactsikeHue, Pact — akTUBHOE pacTsikeHue, NPacT — nmo3aHee pacTsKeHue.
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B 1memoM, KoIM4YecTBO TpPaHCKPHUIITOB TI€HOB
SKITAHCUHOB OBLIO MaKCHMAaJbHBIM B 30HAaX WHU-
IUAlMK PACTSDKEHUSI WM aKTMBHOTO PACTSDKEHMSI.
Tak, yucno reHoB co 3HaueHusMu TGR > 500 co-
craBisiiio 10—12 B deximke M MepuCTeMe, BO3pac-
tajo g0 18—22 B 30Hax Hayaja M aKTUBHOTO PacTsI-
KEHHMSI, a B 30HE IIO3MHETO PACTSLKEHMS ITagajo
10 6 (puc. 3). Euie HamisimHee 3Ta 3aKOHOMEPHOCTh
BBISIBJISIETCS TIPU OILICHKE CYMMAapHOI'O CONEpXKaHMUS
TPAHCKPUITOB BCEX BBICOKOIKCIIPECCUPYIOIIMXCS
(TGR > 500) reHOB 3KCITAHCHMHOB B KaXXIOM 30HE:
B 30HAX Hayaja ¥ aKTMBHOIO POCTa PAaCTSKEHUEM,
IJe CKOPOCTh pOCTa KJIIETOK HAaOOJIbIIIasI, 3TOT ITOKa-
3arenb B 3—8 pas BBIIIIE, YeM B IPYTUX 30HaX (puc. 3).
HaubGonee BbicOKMe 3HAYEHUSI COOEpXKaHUSI TpaHC-
KPUIITOB OTMEUEHHBI IJII T€HOB OeTa-3KCIIaHCUHOB
Zm00001d029899 v Zm00001d019560 (xnans! 111 1 IV
COOTBETCTBEHHO), Y KOTOPBIX MAKCHUMYMBI IIPUXOIH-
JINCh, COOTBETCTBEHHO, Ha 30HBI HaYaJIa PaCTSLKEHUS
¥ aKTUBHOTO PACTSLKEHMST; CPely alb(da-3KCIaHCH-
HOB HauOOJIbIINI YpOBEHb TPAHCKPUIITOB OBbLT OT-
MeueH it Zm00001d025018 ¢ mukoM 3HAYeHUIT B
30HE HavaJia pacTsskeHus (puc. 3).

Oo6parmmaeT Ha ceOsT BHUMaHWE, 9TO TeHBI, YNC-
JIO TPAaHCKPUITOB KOTOPHIX pE3KO YBEIMYMBaA-
JIOCh B 30HE Hayaja PacTSKCHMS II0 CPpaBHEHMIO
C YEeXJIMKOM M MEpPHCTEMOM, 3aTeéM YacTo Xapak-
TEPU30BAIMCh CHIDKCHMEM 4YHMCJIa TPaHCKPUIITOB
B 30He Hambojiee aKTHMBHOIO pOCTa; HaIpU-
Mep, TeHBl Zm00001d029899, Zm00001d025018 wn
Zm00001d0358476 (puc. 3). Ilpm 3ToOM B aKTUBHO
pacTymmx KieTKax ObLI OTMEYeH MaKCHMAaJIbHO
BBICOKMIA YpPOBEHb TPAHCKPHUIITOB APYIOro psaa
TEeHOB, YbM TPAHCKPUIITHI OBUIM CJ1a0O0 IIpeacTaB-
JIeHBI Ha 0oJiee paHHUX CTaAusIX Pa3BUTUS KIIETOK,
BKJIIOYAsl HA4Yauo pacTsekeHus. K ameiny takmx re-
HOB OTHOCWIWCHL, Hampumep, Zm00001d019560,
Zm00001d029903 u Zm00001d032883. Takum obpa-
30M, Ha0OPHI T€HOB SKCIIAaHCUHOB, aKTUBHO TPaHC-
KpUOMPYEMBIX IIPU MHAYKIIMM POCTA PACTsKeHHUEM
M IIPU €r0 HaMOOJIBIINX CKOPOCTSX, CYIIECTBEHHO
pasnmyaioTcs (puc. 3). DTa 3aKOHOMEPHOCTDH MMEeT
0oJiee oOIIMIT XapakTep: MJis1 OOJILIIMHCTBA T'€HOB
SKCMAHCHMHOB XapaKTepeH Y3KWI IHaIla3oH 30H C
MaKCHUMaJIbHBIM YPOBHEM TPaHCKPUNTOB. Tak, 3Ha-
yeHus TGR 6nuskue wim pasHbie 100% yaiie Bce-
ro HaOIIOaIM B OMHOM 30HE, MHOLIA B IBYX, HO HE
6onee (puc. 3). CimenyeT OTMETUTD, YTO KIIETOYHBIE
CTEHKH B PA3IMYHBIX 30HAX KOPHS OTIMYAIOTCS IO
HaOoOpy MOJMCAaXapuIOB M MEXaHWYECKHUM CBOM-
ctBam [15, 16].

Psan renoB skcmancuHoB — Zm00001d027717,
Zm00001d040379, Zm00001d026014 — xapakTepu-
30BajICSI HAMOOJBIINM YPOBHEM TPAHCKPUIITOB B
MepHCTeMaTUIeKOl 30HE; BCE 3TH I'€HbI KOOUPYIOT
anb(pa-skcnaHcuHbl (puc. 3). TpaHCKpPUIITEL TEHOB
3HAYUTENBHON YacTH 1 ajib(da-, 1 6eTa-3KCIIaHCUHOB
OBLTM MAaKCMMAJIbHO MPEACTABICHBI B YEXJIMKE, XOTS
ypoBeHb 3Ha4eHU T TGR ObUT HEBBICOK (pHC. 3).

®U3NO0JIOTUA PACTEHUM

HecmoTps Ha pe3koe CHIUKEHUE IIpH 3aMeJie-
HUM pOCTa pacTskeHHeM oOO0Ileil »KcIpeccuu
T€HOB, KOOMPYIOIIMX OBKCHaHCWUHBI (puc. 3),
HECKOJIbKO T€HOB HMMEIM B 3TOM 30HE MaKCH-
MaJbHYIO JUISI HHMX MpeACTAaBICHHOCTb TpaHC-
KpuntoB: Zm00001d029906, Zm00001d034663,
Zm00001d029913. AHaNOrMYHBIA IAaTTepH OBLI
XapakTepeH W [IJis BCeX TpeX I'eHOB ajib(da-3Kc-
MaHCUH-TIOAOOHBIX OEJIKOB, B YaCTHOCTH, IS
Zm00001d027520 (puc. 3).

IIpuMeuaTeTbHO, YTO He 3KCIIPECCUPYIOIINECS B
pacTyIieM KOpHe KYKYpy3bl TeHBI SKCIIAHCUHOB CO-
OupatoTcsd Ha apeBe B rpymnnbl. Hanmpumep, knanbr 1
u II 6eTa-3KCIMaHCUHOB U OIHA 13 YacTeil OOIIMPHOI
knaael IV, a Takke knag XI u XIV anbga-skcnaHcu-
HOB (puc. 2). IIpu 3TOM K He 3KCIPECCUPYIOLLIMMCS
B KOpHE OTHOCHJICS Te€H paHee OXapaKTeprU30BaHHO-
ro 6enka ZmEXPB1 (Zm00001d047147) w3 xnaner 1,
KOTOPBIM MCKJTIIOUUTEIBHO O0oraTa MblUlblia KYKypy3bl
[34], a Takke Bce ero OavKaiiie roMoJioru (puc. 2).

ConocraBienne cnocodHocreii anabda- u Oe-
TA-9KCNAHCHMHOB CBSI3BIBATHCA C PA3JIMYHBIMH MOJM-
caxapuaaMH KJIeTo4Hoii cTeHKH. {71 conocTaBiaeHuUs
cnocobHocTell anbga- U O6eTa-3KCIMaHCUHOB CBSI-
3bIBaThCS C PA3IMYHBIMU MOJMCaxapUuaaMuy KJIETOU-
HOM CTEHKU HCIOJb30Bald CKOHCTPYMPOBAHHbII
paHee TIUKO3ppeil B paciuupeHHoi Bepcuu ([o-
MOJHUTEAbHBIE MaTepuanbl, Tada. S1) [18]. B kaue-
CTBe aibda- U OeTa-3KCIMAaHCUHOB HCITOJb30Balu
KoMMepueckue pekoMOuHaHTHbIe 0enku AtEXPAL
n AtEXPBI1. Bnexkrpodope3 0elKOB ¢ MOCIeaylo-
MM MMMYHOOJIOTTUHOTOM C aHTUTEJIaMUW Ha THu-
CTUIMHOBYIO METKY MPOAEMOHCTPUPOBAJ BbICOKYIO
YUCTOTY MpenaparoB (puc. 4).

ITonucaxapuapl, HaHECEHHbIE Ha TJIUKOIPpPEN,
MNpeacTaBleHbl, B OCHOBHOM, pPa3HOOOpa3HbIMU
MEKTUHOBBIMU BEIECTBAMMU U3 Pa3IMYHBIX UCTOY-
HUKOB, a TaKxKe HEKOTOPbIMU IeMMIIEITIOI03aMMu.
B cooTBeTcTBUM C XapaKTepHbBIMU 3JEeMEHTaAMU

M ExpAExpB ExpA ExpB
150k la ___&0w
100 Kﬂa .-
75 k/la ————

50 k1o ———

37 xJla — S
—-—
- —_—
25 KJla ———
20 k/1a ——
T'enb Bior

Puc. 4. Onenka 4nMCTOTHI PEeKOMOWHAHTHBIX JKCIaH-
CUHOB ¢ IoMolIblo 31eKkTpodopesa (I'esnb) ¢ nmocneny-
omuM nMMyHoosorTHoroM (bioT) ¢ anTuTenamu Ha
TUCTUIVHOBYIO METKY.
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CTPYKTYpHI, BCE IOJMCaxXapuabl IMOApa3neaeHbl Ha
IeBATH rpyII (puc. 5). Ecim ncmonb30BaTh MOPOro-
By10 BenMunHy B 10% 0T MaKCUMAaJIBbHOI 11 OTCEY -
KM TIOJIMCaXapuaoB, He IPOAEMOHCTPUPOBABIIMX
B3aumMonelicteusa, AtEXPA1 B3aumMozmeiicTBOBalI ¢
85, a AtEXPB1 — ¢ 15 u3 183 monmcaxapuaoB In-
kosppesd. Hu ommH u3 29 HM3KOMOJIEKY/ISIPHBIX
VIJIEBONOB IVIMKO3ppes. He I0Ka3ajl 3HAYMMOIO
CBSI3bIBAHMSI HU C OOTHUM M3 IIPOAHAIM3UPOBAH-
HBIX 3KCITaHCUHOB (/lomoIHUTeIbHBIE MaTepHUaJIb,
tabi. S1).

I comocTaBieHUsI Pe3YyJIbTaTOB OTIEIbHBIX
akcnepuMeHToB ¢ AtEXPA1 u AtEXPB1 nmaHHbie
MpeACTaBlIeHbl B % OT MaKCUMAaJbHOTO 3HAYCHUSI
nHteHcuBHocTn curHanma (RFU) (puc. 5). Mak-
cumanbHble 3HaueHus: RFU B skcrnepumeHTax c
000MMM 3KCIMAaHCUHAMU OBLIM COMOCTAaBUMBI U CO-
craBiasum nopsiaka 8500 emmawni (JomomHuTE -
HBIe MaTtepuaibl, Tadm. S1). Ilo pe3ymsratam cBsI-
3bIBAHUS C DIMKO3PpEeeM, IIpOaHaIM3MPOBAHHBIN
anbda-skcnancnH  AtEXPA1  B3amMoneiicTBoBan
MPEUMYIIECTBEHHO C ITOJIMCaXxapuIaMu, ComepxKa-
mumu Ara unm Gal, mn6o o6a MoHocaxapuaa (T.e.
C IPEACTABUTEISIMU TPYIIT 5—8), a TakKe ¢ TOJIH-
caxapuiioM M3 TPYINbl 9 — TeMULELTION030i U3
noJIcojiHeYHMKa (puc. 5). 3HAaYNTeNbHO ciabee OH
CBSI3BIBAJICSI C paMHOTAJIaKTypOHAHAMM C HEBBICO-
KOI IIPeICTaBICHHOCTbIO OOKOBEIX Iiemieil (TpyII-
na 4) ¥ ¢ roMorajlakTypoHaHamu (rpymmsl 1—3).
[1pu 3TOM, KapOOKCUIBLHBIE TPYIIIILI 3HAYNTEITLHOMN
YacTH TPEICTABICHHBIX TOMOTaJIAKTYPOHAHOB HE
ObUIM 3TepU(ULIMPOBAHBI METWILHBIMU TPYIIIIAMH
(ompemeneHo mirst obpasumoB 15011, 15084, 15087,
15088, 15131, 15134).

MaxkcumanbHOe B3aNMOIECTBUE ¢ anbda-3Ke-
MaHCMHOM OTMedYeHO I ToynmcaxapumoB 15058 u
15106 (puc. 5). O6paser 15058 — apabuHorajakrad
3 Kamenu akauuu (Acacia sp.), IMEIOIIUI MOHO-
caxapunHblii coctaB Ara 32%, Gal 46%, Rha 11%,
GalA 3%, GIcA 8% (JlomosHUTEIbHbBIE MaTepya-
Jbl, Ta0s. S1). O6pasen; 15106 — apabuHorasakTaH
W3 3eJIeHU TIUXTBhI cuoupcKoii (Abies sibirica Ldb.)
(Ara 29%, Gal 33%, Rha 2%, UA 30%, 6enok 8%).
ApabuHorajgakTaHbl 000MX 00pa3loB OTHOCSTCS
ko Il TiIry, B KOTOPOM OCTAaTKM T'aJIaKTO3bI IIPUCYT-
cTBYIOT B Buze 1,3- u 1,6-B-D-Galp, a ve 1,4-3-D-
Galp, xak y apabuHoranaktaHoB 1 tuma. OCHOB-
Has BBICOKOPA3BETBJICHHAS IIEIh B ITOJIMCaxXapuaax
15058 u 15106 coctout u3 1,3-B-D-Galp. BokoBbie
LHenM IPEeNMYIIeCTBEHHO IIPEICTaBICHBI OCTaTKa-
mu 1,6-B-D-Galp, npUCOEAUHEHHBIMA K IIaBHOMU
yrieBoaHoM Henu no O-6 mooxeHuto. B kadecTBe
TepMUHAJIBHBEIX OCTAaTKOB Ha KOHIIAX TaJlaKTaHO-
BBIX IIEIIeil MOTYT pacrojiaratbcsi a-L-Araf, B-L-
Arap, o-L-Rhap, B-D-GlcpA u 4-0O-metun-p3-D-
GlcpA [35].

C nonucaxapuaoM 15106 akTUBHO B3auMOEii-
cTBOBal U 6eta-skcnaHcuH, AtEXPBI, nnsa koro-
poro HauboJjee BEIpAXKEHHBIM OBLIO CBSI3BIBAaHUE C
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MoJIMMEpaMy U3 TPyHIBl 4, B YACTHOCTH, C ITOJIH-
caxapugom 15090 (GalA 57%, Rha 26%, Gal 9%,
Ara 3%), BbIOCIEHHBIM W3 JIUCTbEB Oepe3bl ITy-
mucroii (Betula alba 1..). [naBHBIM KOMIIOHEHTOM
3TOro oOpaslia SIBIISIETCS paMHOTaJaKTypoHaH I ¢
ocratrkamu Rhap 3amemenneiMu 1mo O-4 equHWY-
HbIMU ocTaTKaMu D-Galp [36].

AtEXPBI1 B3auMozeiicTBoBa ¢ MojiMcaxapuia-
MM, UMCIOIIMMH B CBOEM COCTaBE PaMHOTIaJIaKTy-
poHaH I (rpynnel 3 u 4), Ara u Gal (rpynmnsl 5—7),
a Takxe c¢ remuuesaono3oit 15180 (rpynma 9) uz
MOICOTHEYHNKA, KOTOopasl, Cyas IT0 MOHOCaxXapui-
HoMmy cocTaBy (GalA 13%, GlcA < 1%, Rha 4%,
Ara 13%, Xyl 63%, Glc 2%, Gal 5%), asuasiercs
ITIIOKYPOHOApaOMHOKCUIAHOM; 3TOT IIOJIUMED B3a-
nuMozeiictsoBan u ¢ AtEXPA1 (puc. 5). U3 nonu-
caxapuaoB 3TOM TPYIIILI B3aMMOMIEIICTBUE C BKC-
naHcuHoM AtEXPA1 npomeMOHCTpUpOBal TakkKe
ob6pazen 15051 u3 caxapHoIi CBEKJIbI C BEICOKOI 10-
neit mmokossl (UA 3%, Rha 3%, Ara 26%, Glc 54%,
Gal 13%) (puc. 5). DToT 0Opa3erl He OKpaITUBAJICS
omoM (maHHBIC HE IPUBEICHEI), T. €. HE COOmepKal
MIpUMecH Kpaxmaja — ajabga-IIoKaHa, He IIPUCYT-
CTBYIOIIIETO B KJIETOYHOM creHKe. I[lorpanmduHoe
3HAUYCHUE 10 MHTEHCHUBHOCTU B3aUMOICUCTBUS C
AtEXPAI1 ObUIO BBISIBICHO 151 DIIOKYPOHOKCHJIaHA
15191 u3 nmpeBecunnl 6yka (Fagus sp. L.) (GalA 1%,
GlcA < 1%, Xyl 97%, Gal 2%). OcrajabHble TeMU-
LIeJITIONO3bl TIIMKO3PPEs, BKIIIOYAs rajJakTOMaHHAaH
U3 Kameau poxkoBoro nepeBa (Ceratonia siliqua)
(15153) (UA 6%, Gal 20%, Man 74%), KcunonmokaH
u3 ceMsiH TamapuHna (Tamarindus indica) (15148)
(UA 7%, Ara 2%, Xyl 31%, Glc 45%, Gal 15%) u Ge-
Ta-TJII0KaH CO CMEIIAHHBIM TUTIOM CBSI3U 13 TUMEHS
(Hordeum sp.) (15116) (Ara 1%, Xyl 2%, Glc 97%),
He MoKa3aji 3HAaUYMMOTO CBsA3bIBaHMS (JlomoaHu-
TeJbHbIe MaTepurabl, Ta0a. S1).

Yr1oObl MOATBEPAUTH CIEUU(PUUHOCTb B3aUMO-
NEUCTBUAS IKCITAHCWMHOB C TOJMcCaxapuaaMu ObLI
MpoBeleH IUIAHIIETHBIM TBepaoda3HbIil aHaIu3
(nTPA) B mHrubutopHoM BapuaHTe. B kadecTBe
OCHOBHOIro ([JIs1 HAHECEHMsI Ha MOMJIOXKY) B3SLIU
nonucaxapun 15106 (rpymma 5, apaGuHorajakTaH us
3eJICHM ITUXTH CHOMPCKOIT), UMEIOIINIA, 10 JaHHBIM
IIMKO3ppesi, BLICOKUI curHan Kak miss AtEXPAL,
tak 1 11 AtEXPBI (puc. 5). Bsanmoneiicteue nc-
caenyeMbIX GeJIKOB ¢ TojucaxapuaoMm 15106 Geuto
olieHeHO B npsiMoM NTMA B amamna3oHe KOHIIEH-
tpaumit monucaxapunaa 0.07—5.00 Mxr/mMi (naHHbIE
He TOoKa3aHbl), U B Ka4eCTBE OINTUMAJIbHOI ObLIa
BBIOpaHa KOHILIEHTpAsl 1 MKT/MJL.

ITo pe3ynbraTaM MHTMOMTOPHOTO aHAlM3a B3a-
UMOJECHCTBUE allb(a- U OeTa-3KCIIAHCUHOB C T10-
nucaxapugoM 15106 ObUIO MOATBEPKAEHO — KOH-
uentpauus 50% unruouposanus (IC50) cocraBuia
0.80 1 0.65 MKT/MJT cCOOTBETCTBeHHO (puc. 6). B ka-
YeCcTBE WHTMOWUTOPOB, MOMHUMO CaMoOTro oOpaslia
15106, 6bUTH BEIOpAHBI OXapaKTEPU30BAHHBIE BHIIIE
nonucaxapuabl 15058 (apabuHoragakTaH akailyu)
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lpynna 1: fomoranakToypoHaHbl (HG)

Mpynna 2: Mektuxbl ¢ npecbnagaHuem HG

Mpynna 3: MekTuHbI C NpecbnagaHuem
HG u 3HaunTenbHon gonein RG

lpynna 4: MNektuxbl ¢ npeobnagaHuem RG

lpynna 5: Monuncaxapuabl
npeobnagaHuem Ara n Gal

lpynna 6: Monuncaxapunabl
npeobnagaHvem Ara

Mpynna 7: Monucaxapupgbl ¢
npeobnagaxHvem Gal

lpynna 8: 3amelLieHHble ranakToypoHaHbl

lpynna 9: femuuennionossl

T'OPIIKOBA u np.

MoHocaxapugHbii

cocTaB

15184 mssssssnn | |

1501 e
15084 .
15129 -
15186 N

15179 messssE .
15181 . i
15044 sy
15182 M
15087 IS

15101 P
15102 e
15088 e
15131 M
15134 I

15090 M
15091 .
15094 T —
15172 M =
15092 S —

15058 m———
15106 I —
15104 M —
15070 N ——
151117 o —

15177 I
15173 o —
15174 mesn N
15050 H
15126 T

15067 Em—
15162 M S
15161 I—
15163 M
15164 Nl I

15030 ]
15029 meeeeemnE
15028 3 =
15031 I—
15032 e |

15180 pommm (]
15051 ——
15191 1
150631 (]
15153 m —
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Puc. 5. BzaumoneiicTBusi peKOMOMHAHTHBIX albda- u 6eTa-akcrnaHcuHOB (AtEXPA1 u AtEXPBI1) ¢ monucaxapunamu
PaCTUTENbHON KJIETOUHON CTEHKHU, BXOMSIUIMMU B COCTaB IMKo3ppest. [IpencrapieHo mo math noaucaxapuaoB ¢ MaKCHU-
MaJIbHBIM YPOBHEM B3aUMOIEHCTBUS IUTSI KaX 01 U3 9 Tpymm nojiavcaxapuaos, CYIIECTBEHHO Pa3Inyalolnxcs o MOHOCA-
XapugHOMYy cocTaBy. Jljisi conocTaBieHUs1 pe3yJabTaToB OTAeAbHbIX 3KcriepuMeHTOB ¢ AtEXPAI u AtEXPB1 nanHbie npen-
craBiieHbl B % oT MakcumaibHoro 3HadeHust RFU B kaxmom akcniepumente (% HopMm RFU). TToporosoii BeMunHoOI 115t
OTCEYKM I0JIMCAXapUIOB, He MPOAEMOHCTPUPOBABIINX B3auMoaeicTBus, cuntain 10% or makcumanbHo 3HaueHust RFU
(YKa3aHO BepTUKaJIbHOI MyHKTUPHOM JTUHMET).
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u 15090 (mexTuH Oepe3bl IyIIMCTOM), MPUHAIIE-
Kallyue K pa3HbIM TPydIiaM M IIPOIeMOHCTPHPO-
BaBIIIME Pa3HYI0 MHTCHCUBHOCTH B3aMMOICHCTBUS
C BKCIIaHCMHAMM Ha 4ymirie. Takxke OBLT B3SIT KCHU-
JIOTIIOKaH m3 TaMmapuHza (ob6paser 15148, rpyri-
na 9), T.K. CYMTACTCS, YTO OCHOBHBIMU MUIIICHIMU
aab¢a-3KCIaHCUHOB MOT'YT OBITh YIaCTKU TECHOTO
B3aMMOICHCTBUS KCUJIOIIIOKAHA I MUKPO(GUOPHILIT
uesnonossl [1]. ITo pesynbraTam mMKO3ppest 3TOT
MOJIMCaxapyll 3HAYMMOIO CBSI3BIBAHUS HE IIpOIe-
MOHCTPHUPOBAJ X HE BOIIIEJ B TOII-5 CBOEI TPYIIIBI
(puc. 5). B kadecTBe OTpMIATEILHOTO KOHTPOJS
ObUT B3AT (ppykTaH u3 unukopust (15165) — pactu-
TEJIbHBIA IIOJMCAXapul, HE JOKAIUIYIOLIUHACI B
KJIETOYHOM CTEHKE.

Hnss AtEXPA1 cnabGoe uMHrubutopHoe maeit-
CTBME B OTHOILIEHUU CBA3bIBaHMS ¢ 0OpasioM 15106
oKa3pIBaj apabwHoramakTaH 15058 w3 akanmu, a
OCTaJIbHbIE B HMCIIOJIB3yeMOM IHAIla30HEe KOHIICH-
Tpalyii He MHTMOUPOBANIM B3aUMOJEICTBUE 3TOTO
sKcnaHcuHa ¢ obpasuom 15106. s AtEXPB1 nH-
rubupyoliee IeCTBUE OKa3bIBajl IEKTUH C IIpe-
oOJlamaHMeM paMHorajakTypoHaHa I u3 OGepesbl
(15090, IC50 = 3 MKr/Mi1), a KCWJIOTJIOKAH U3 Ta-
mapuHaa (15148) oxaswIBayr TUIIE ci1aboe WHTUOM-
pywoiee aeiicrue. Mpykran n3 uukopus (15165)
OXMIAaeMO HE OKa3bIBaJ IEWCTBMSI HM Ha ajib-
¢a-3KCcraHCHUH, HU Ha OeTa-3KCIaHCUH. B 1ienoM,
JaHHBIC MHTHOMTOPHOIO aHAIMW3a ITONTBEPXKIAIOT
pe3y/IbTaThl, MOJIYYeHHBIE C MCIIOJIb30BAaHUEM IJIH-
Ko3ppesi, BKJIIOYas IOEMOHCTPAUI0O B3aUMOIEH-
CTBUS M 0OCOOCHHOCTEM CBA3BIBAHMS, MICIIOJIb30BaH-
HBIX ajJbda- 1 0eTa-3KCIIAHCUHOB C paHee IHUPOKO
He O00CYXmaeMBIMM BapHMaHTaMM ITOJIMCaXapUIoB
pACTUTEIPHOM KIJIETOYHOM CTEHKM (paMHOramak-
TypoHaHHl | 1 apabwHoramakTansl). MHTEpeCcHBIM
OTINYMEM OeTa-3KCIIaHCHMHA CIYXXUT 3HAYUTesIb-
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HO 0Oojiee Y3KMII CIIEKTp CBSI3bIBA€MBIX IIMKAHOB
II0 CPaBHEHUIO C TAKOBBIM Y ajib(a-3KCIaHCHHA.
DTO MOXET CBUACTEIILCTBOBATH O OOJIBIIICH CITCIIN-
¢UYHOCTHU 3TOrO OesKa.

OBCYXIAEHUE

DKCNAHCHHBI CMOCOOHBI CBA3BIBATHCA C Pa3jiny-
HbIMM NOJMCAXaPpUIAMM MATpUKca. MexaHu3M aeii-
CTBUSI SKCIIAHCHMHOB Ha PaCTSKMMOCTDH KJIETOYHOM
CTEHKU CBSI3BIBAIOT C MOOTU(UKAIIMEH CeTH U3 MU-
KpohuOpmit 1eutiono3sl [1]. DTn 6elIku 3a CeKyH-
OBl CIIOCOOHBI YBEIMYMBATh PACTSDKMMOCTD ITaxe
(punbTpOBaNBHOII OyMaru, KOTopasl IIPeICTaBIISICT
cO0O0I1 IMOYTH YMCTYIO LIEJIIION03Y, OMHAKO MX ACii-
CTBUE YCUJIMBACTCS B IIPUCYTCTBUU HEKOTOPHIX I10-
mmcaxapugoB Marpukca [5, 12]. ITocKombKy Kiio-
YEeBBIMU 3JICMEHTAMM, HEOOXOOUMBIMH IJISI pOCTa
pacTSDKEHHEM, OOBIYHO CUMTAIOTCS KCHJIOITIOKAH
W, B ClIydae 3JIaKOB, DIIIIOKYpPOHOApaOMHOKCHUJIAH,
MMEHHO 3TH IIOJIMCaXapHuIbl, B OCHOBHOM, TECTH-
pOBaIMCh Ha B3aMMOIEHCTBHE C SKCIIAHCHMHAMMU.
BonbIIMHCTBO MOOOOHBIX MCCIACOIOBAHUIA IIPOBO-
IUJIOCH C UCIIOIb30BaHUEM OTpaHMICHHOIO Habopa
SKCMAHCUMHOB W TojMcaxapumoB. Hampumep, cBs-
3pIBaHUE OeTa-3KcraHcuHa KykKypy3sl ZmEXPBI ¢
HECKOJbKMMU KOMMEPUYECKMMU FeMULICIUTION03aMu
OLIEHMBAJIOCh MO YMEHBIICHUIO KOJIMYecTBa Oenka
B CyIIEpHATaHTE IOCJIe BBIOCPXKUBAHMUSI B PaCTBO-
pe DBKCNaHCMHA HUTPOULEUIIOJO3HOH MeMOpaHbl
¢ HaHeceHHBIM moimcaxapumoM [34]. Tak ObLIO
MIPOIEMOHCTPUPOBAHO TIPESUMYIIESCTBEHHOE CBSI-
3piBaHe ZmEXPBI1 ¢ kcuiiaHamMu, MpakTUYECKOe
OTCYTCTBHE B3aMMOICHCTBUS IS TIIIOKAHA CO CMe-
IIAHHBIM THUIIOM CBSI3¢i M IIIOKOMaHHAaHA W IIPO-
MEXYTOYHbIE 3HAUEHUS 1151 KCUJIOIIIOKAaHA; IpyTue
nojucaxapuabl Ipyd 3TOM HE TeCTUPOBAIUCH [34].
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Puc. 6. UnrnobupoBanue B3anmoneiicteus skcnancuHoB AtEXPAL (a) u AtEXPBI1 (6) ¢ monucaxapunom 15106 (apabu-
HOTaJIaKTaH M3 3€JIEHU MUXThI, KOHIIEHTpALMs | MKT/MJI) C TIOMOIIBIO pa3IMYHbIX rosrcaxapuno (15106, 15058, 15148,
15090, 15165, onucaHue B TeKCTe) MO pe3yibraTaM TUIaHIIeTHOTO TBepaodasHoro aHanu3a. KoHIeHTpalusi 9KCIIaHCUHOB:

10 MKT/MJ1.
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BriBoIbI 0 TOM, 4TO AeMCTBUE alb(da-3KCIIAaHCUHOB
OIIOCPEIOBAHO KCUJIOTJIIOKAHOM, CAE/IaHbI TAKKe Ha
OCHOBAaHUM YBEJIWYCHUSI PACTSKUMOCTH pPa3idd-
HBIX 00pa31ioB Ha OCHOBE LIEJIIIOI03bI IIPY HATTMYUHI
B HMX KCUJIOIIIOKAaHA U 3HAYUTEIHLHO MEHBIIETO
addexra, M ero OTCYTCTBUS IJISI PYTUX TeMULIETT-
107103 [12]. oo THUTETbHBIM apTYMEHTOM CITYKUT
TO, YTO MYTAHT pe3yxoBuunkm Tansa xxtl/xxt2, He
MMEIOIINI IeTeKTUPYEeMOT0 KCUJIOIIIOKaHA, XapaK-
TEpU3yeTCss MEHBIIMMU pa3MepaMy PacTeHUil II0
cpaBHeHUIO ¢ nuKuM tuiioM. Ilpennomnaraercs, 4yro
3TO MOXET OBITh CBI3aHO C MEHBIIICIT YYBCTBUTEIb-
HOCTBIO KJIETOYHBIX CTEHOK 3TOTO MYyTaHTa K Heii-
CTBUIO anbda-3KcnaHCUHOB [37].

Hamu ¢ ucnonb3oBaHuEM IJTUKO3PPEEB OCY-
IIECTBJICH aHAJIN3 CBSI3bIBAHMS IIMPOKOIo Habopa
MOJIMCAXapua0B KJIETOYHON CTEHKHU C ABYMS 3KC-
naHcuHaMu. [nukKosppeit — KJo4yeBOi 3JIEMEHT
OMUKCHOM TEXHOJOTUHU, TO3BOJISIONIEHA OLIEHU-
BaTh B3aMMOICKMCTBUE INIMKAHOB C Pa3IWYHBIMU
murangamu [18, 38, 39]. BToT MHCTpyMeHTapuii,
c(OpMUPOBAHHBIN IJIST U3YYCHUSI YIIEBOI -CBSI3bI-
BaOIINX OEJIKOB, CONEPXKUT, KaK IIPaBUIO, OJIMIO-
MEphl, MPUCYTCTBYIOIINE B INIMKO3WIMPOBAHHBIX
OeKax, W Jallle BCero HalleJIeH Ha M3yJYeHHE CIIell-
nUIHOCTU JIEKTUHOB U aHTuTeN [39, 40]. OnHako
Jaxe MIMPOKasi COBOKYITHOCTD OJIMTOMEPOB HE MO-
JKeT OTpaxaTh HU pa3HOOOpa3usi BO3MOXHEBIX 3111 -
TOIIOB B IIOJICAaXapuaax PacTUTEIbHOM KJIETOUYHOI
CTeHKM, HU, TeM OoJiee, UX HPOCTPAHCTBEHHOM
OpraHmM3alnyy B COCTaBe IojuMepa. Imkosppen,
comepxaliye IToJMcaxXapuabl KJICTOUHOM CTEHKH
pacTeHuil, KpaiilHe HEMHOTOYMCJICHHBI, XOTSI OT-
MeJaeTcs MX 3HAYMTEIbHBIM MOTEHIIMAJ B pelle-
HAM MHOTHUX BoripocoB [38]. Tak, rmukosppen, co-
nepxammue 50 oTmeabHBIX ITOJUCaxapuaoB 1 0ojiee
MHOTOKOMIIOHEHTHBIX (DpaKInii KJIETOYHOI CTeH-
K#, 3¢ (EKTUBHO HCIIOJNB30BAINCH IS XapakKTe-
pucTUKM crienuuayaocTr anturten [41]. s 6o-
Jiee IIUPOKOTO M3YUYECHMsS YIJIEBOMI-CBSI3BIBAIOIINX
OEKOB, B3aUMOMECHCTBYIOIINX C PA3HOOOPAa3HBIMU
IIMKAaHAMU KJIETOYHOW CTEHKW pacTeHWM, HaMu
OBLI KCITOJIb30BAH ITIMKO3PPEii, comepKaIinii OKO-
JIO IBYX COTEH ITOJIMCAaxapuaoB, CO3MAHHBIA Kak
omicano B pabore [18]. YcraHOBIEHO, UTO 3KC-
MAaHCUHBI CIIOCOOHBI CBSI3BIBATHCS C IIMPOKHAM
HabOpOM ITOJIMCAaxapuaoB, B MEPBYIO odepenb — C
apaOMHOTalakKTaHAMM ¥ paMHOTaJIaKTypOHaHa-
mu I (puc. 5). OTu pe3ynbraTsl IOATBEPXKICHEI U B
OITBITAaX C IUIAHIIETHBIM TBepaOo(ha3HbIM aHATIU30M
(puc. 6). CBa3bIBaHKE C KUCIBIMU MOJIKCAXapUaa-
MU KJIETOYHOM CTEHKU Pe3yXOBUIKM Tairst oTMeda-
JIoCch U JJIs1 OakTepuaabHOro skcnaHcuHa EXLX1
NpU UCHOJb30BaHUU TBepAoTeabHOro AMP; onHa-
KO CUMTAJIOCh, YTO OHO HE CKa3bIBAaeTCS Ha aKTUB-
HOCTHM 3KCIIAHCMHOB M HE MMEET CYIISCTBEHHOI
(GyHKIIMOHABLHOM Harpy3ku [42].

B3aumoneiicTBre 3KCIIAaHCUHOB, KOTOPHIC SIB-
JISIIOTCST  IIEJIOYHBIMUA OelKaMH, C IIoJIMcaxaph-
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JaMy, COmepXalllMMK YPOHOBBIE KHCIOTBHI, MOX-
HO IIOMNBITATBCSI OOBSICHUTH HECIeUU(PUISCKUM
BJIEKTPOCTATUYCCKUM TIpUTsLKeHneM [9]. MmeH-
HO TaK OOBSICHSIETCS B3aMMOICHCTBUE IEKTUHOB
C 9KCIIaHCUMHAMHU, OTMEYCHHOE B paboTe, IIe MC-
MOJIb30BAJICSI  DKCIIAHCUH-TIONOOHBINT pEeKOMOHU-
HaHTHBII 0€I0K 0aKTEpUATBLHOTO IIPOUCXOXKICHUS
BsEXLXI1, KoTOpblii HalmOMMHAET IO XapaKTepy
CBOEro MHeMCTBUS anb(a-3KCIIAHCUHEI, XOTI U
3HAYUTEJIBHO YCTYIIAeT MM II0 aKTUBHOCTU [43].
Kpucramiorpadpudeckre MCCICIOBAHUST BBISIBUIN
B goMmeHe D2 0GakTepuaibHOIo 3KCHAHCUHA MO-
BEPXHOCTh, C(HOPMHPOBAHHYIO CIIA00KOHCEpBa-
THUBHBEIMU OCHOBHBIMM aMUHOKMCJIOTAMU, KOTOpast
OTBEYaeT 3a CBSI3BIBAHUE DKCITAHCUHA C KICTOIHOMN
cTeHKoli. bonee Toro, MMeHHO B3aMMOIEHCTBUEM
C TIIIOKYPOHOBOM KMCJIOTOM OOYCIIOBJIEHO CBSI3HI-
BaHUE IIIOKYpOHOapaOMHOKCUIIaHA C OeTa-3KC-
naHcuHoM KyKypy3bl EXPB1 (Zm00001d047147).
DTO yOEOUTEIBLHO IIPOAESMOHCTPUPOBAHO B MC-
ClIeOBaHWM, MCIIOJIb30BaBIIEM CUTYallMIO C HC-
KJTIOUUTEILHO OOJIBIINM HAKOIUIECHMEM 3TOTO
OcTa-sKCIIaHCWHA B MBLIBIE KYKYPY3Hl, TIe B3au-
MOIENCTBUE OLIEHUBAJIOCH in Situ C TIPUMEHEHUEM
oco0boro BapraHTa TBepaoTeabHoro AMP [13].

HeiicTBUTENBHO, M apaOMHOTaJaKTaHbl, M paM-
HorajakypoHaHel I, mpoaeMOHCTpUpOBaBIIKE
CBSI3bIBAaHME C 9KCMAHCMHAMM B HALIMX SKCHEpU-
MEHTax, coiepxaT YPOHOBBIE KUCIOTHI (pucC. 5).
OnHako BBISIBA€HHBIE C TOMOIIBIO TJIUKO3ppes
B3aUMOIEHACTBUS BpPsIA JU OOBSICHSIOTCS TOJbKO
HaJIMYMEM 3apsiaa: BO-TIEPBBIX, HE BCE MEKTUHO-
Bble TIOJIMCaxapuibl B3aUMOIEUCTBOBAIU C 3KC-
MaHCUHAMU; CBI3bIBaHUE TAKXKe HE OTMEYEHO HU C
OIHUM 13 HU3KOMOJIEKYJISIPHBIX YIJIEBOAOB [JIMKO-
appesi, HECMOTPS Ha HaJIM4re B HEKOTOPBIX YPOHO-
BbIX KMCJIOT (JlomoHUTENbHBIE MaTepuallbl, TaOJl.
S1). Bo-BTopbIX, “IJIOTHOCTB” 3apsiaa He Oblia
nponopLuoHaAbHA UHTEHCUBHOCTHU CBSI3bIBAHUS,
MOCKOJbKY HauOOJbllas BeJIWYMHA B3auMOIEHi-
CTBUS XapaKTepHa JUIsT apaOMHOTaTaKTaHOB U paM-
HOTaJIaKTypOHAaHOB [, B KOTOPBIX MOJISI YPOHOBHIX
KMCJIOT MHOTOKPaTHO HMXE, YeM B rOMOrajakTy-
poHaHax (puc. 5); mociaenHue, eclu U MPOsIBISLIN
B3aMMOJIEHAICTBUE, TO 3HAYUTENbHO OoJjiee ciaboe,
B TOM 4YHMCJIe — MPU OTCYTCTBUM 3TepUPUKALIUU
KapOOKCUJIOB (TO €CTh “3KpaHMpOBaHUs” 3apsaa)
METUJIBHBIMUY TPYITIIAMU.

AHaIU3Mpysl COCTaB MpPEeACTaBJIEHHBIX HA INU-
Koappee noyucaxapuaoB (JlomoJHUTeNIbHbIE MaTe-
puaisbl, Taba. S1), He ymaeTcsl BbIACIUTh MOHO- WU
OoJMrocaxapuaHble 2JEMEHTbI, KOTOpPbI€ IPUCYT-
CTBOBaJIM B DNIMKaHAaX, MOKa3aBIIMX B3auMMOJIeii-
CTBUE C DKCITAHCMHAMU, HO OTCYTCTBOBAaJIM B TeX,
KOTOpble He MNPOAEMOHCTPUPOBAIN CBSI3bIBAHUS.
B nanbHeilileM HeOOXOOUMBI AOIOJHUTEIbHbIC
HCCIeIOBaHUS TI0 OMpeaesIeHUIO XapakTepa B3au-
MOJEHCTBUSL M KOHKPETHBIX 3IUTOIOB, y4acTBY-
IOIIMX B CBS3bIBAHWM, OJHAKO OYEBMIHO, YTO JBa
Ne 2
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HUCCIIEIOBABIINXCSI JKCIAHCHHA OTIMYAIOTCS 110
HaOopy IIPEAIIOYTUTENbHBIX ITOJIMCaXapUa0B-MU-
meHei. CXomHble TIPeAI0I0XEeH!s BEICKA3bIBAJINCH
Ha OCHOBE pEe3y/JIbTaTOB MOICIMPOBAHUS Pa3IMI-
HBIX N30(pOpM 3KCHTAaHCHMHOB KIYOHUKU W COCHEBI, 1
MIPOBEACHMS MCCIICAOBAHUIM 0 MOACIMPOBAHUIO MX
B3aMMOICHCTBUS C Pa3IMYHBIMM JIUTAaHIAMHU METO-
JIOM MOJICKYJIIPHOTO NOKMHTA [44, 45].

IIaTTepH 3KcnpeccHu pa3jMYHBIX '€HOB JKCIIAH-
CHHOB MMeeT Napajuleld B XapakTepe pacmpenese-
HUS TOJIMCAXAPHIOB KJIETOYHOH CTEHKH MO 30HAM
KopHd. ['eHbl MHOTUX anbda- 1 0eTa SKCHaHCUHOB
WMEJIM YeTKO BBIpaxkeHHBIN muddepeHINaIbHbIIN
XapakTep 3KCIIPECCUM B Pa3IMYHBIX 30HAX KOPHS
(puc. 3). [lepBUYHBIIT KOpEeHb MPEACTABISIET COOOM
MPOOYKTUBHYIO MOAEJIBbHYIO CUCTEMY IUISI MCCIIEHO-
BaHMs POCTa paCTSDKEHMEM, IOCKOJBKY B HEM Ha
OCHOBaHUM PACCTOSIHUS OT YeXJIMKA MOXET OBITh
BBIIEICHO HECKOJIBKO 30H, COIEpKAIIMX KISTKY Ha
pa3HbBIX cTagusx pa3Butus [14]. OMUKCHBIE TEXHO-
JIOTMU, BKJIFOYAsl TPAHCKPUIITOMUKY Y IIPOTEOMUKY,
ObUIM MHOTOKPATHO MCIIOJIb30BAaHBI IS aHAIM3a
Pa3JIMYHBIX TKAHEW PpacTCHMU KYKYpy3bl, OTHAKO
B COOTBETCTBHUM C 3amadyaMy KOHKPETHBIX 3KCIIe-
PUMEHTOB, JIMIIb OTYACTH PEAM30BAIU IIPEUMY-
IIECTBA 3TON MOIEIBLHOM CHCTEMBI: 30HBI KOPHS,
KOTOpPBIC WCIOJIB30BAJIMCh IS aHAJIW30B, OBUIM
CJIVIIIKOM KPYIHBIMH, WJIM OpPTaHbl HCIIOJIb30Ba-
JINCH 1LIEJIMKOM, YTO HE ITO3BOJISLIO AEJIAaTh BHIBOIbBI
0 MOJIEKYJIIPHBIX COOBITUSIX, OO0YCIAaBIMBAIOIINX
VHUIMAINIO, pealn3aliio M OKOHYAaHME pOoCTa
pactstxkeHueM [46, 47].

B cepum Hammx 3KCIEPHMEHTOB OXapaKTepu-
30BaHO (opMHpOBaHME U (YHKIIMOHUPOBAHUE
KJICTOYHBIX CTEHOK B Pa3IMYHBIX 30HaX KOPHS Ky-
Kypy3bl [15—17], 4yTO gaeT BO3MOXHOCTb COMNpPSYb
3TH JaHHBIE C XapaKTEePOM SKCIIPECCUU PA3TUIHBIX
TeHOB 2KcHaHCHMHOB. KyKypy3a, Kak M Bce 3JIaKH,
nMeeT TEepPBUYHBIC KJIeTOYHBIE CTeHKH Il Tuma,
B KOTOPBIX MPEOOJAmaroIIUMU ITOJUCcaXapuaaMu
MaTpuKca CIyXaT DIIOKYpOHOApaOMHOKCWIAH U
TIIOKAaH CO CMEITaHHBIM THUIIOM cBs3eit [19, 48].
Ha panHux sTtamax pa3BUTHUs KJIETOK KOPHS KYKY-
pPy3bl BBIpaXXeHO IIPHMCYTCTBHE KCUJIOIIIOKAHA U
MEKTUHOBBIX BEIIECTB — XapaKTePHBIX KOMIIOHEH-
TOB KJIETOYHBIX cTeHOK I Trmia [15—17]. Dkcnpeccus
reHOB (DepMEHTOB OMOCHHTE3a HEKOTOPHIX IIeK-
TUHOBBIX BEIIECTB MMEET UK B 30HC MHUIIMAIINHI
pacTSKeHMS KJIETOK, a B XOI¢ aKTUBHOTO PacTshKe-
HUSI HanOoJIee IPeACTaBICHHBIMYU CTAHOBSITCS IJTI0-
KypOHOapaOMHOKCWIIAH U IJTIOKAH CO CMEIIaHHBIM
TUnoM cBs3eit [15]. Habopbl TeHOB 3KCIMAaHCUHOB,
aKTUBHO TPAaHCKPUOMPYEMBIX B MepHUCTeMaTH4e-
CKOI1 30He, MPY MHAYKLMU pOCTa PacTsDKeHHEM M
IpU €ro HauOOJBIINX CKOPOCTSIX, CYIIECTBEHHO
paznuuatorcs (puc. 3). Hanpumep, cpeau npeacra-
BuTenein knaabl IX anbda-3KCMaHCUHOB KYKYpy-
3bI, HEKOTOPBIC XapaKTEPU3YIOTCS MAKCHUMAaJIbHBIM
YPOBHEM TPAaHCKPUIITOB B YeXJINKE, HEKOTOPBIE — B

®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2

MepHucTeMe, a HEKOTOPhIE — B 30HE PAaHHETO pacTsI-
xkeHus (puc. 3). Dra KiIama BKIIOYAeT TeHBI KyKy-
py3bl, ToMoJiornaHbie AtEXPAI — HanOoJsee oIHO
OXapaKTepHU30BaHHOTO ajb(a-3KCIIAaHCUHA IBY-
TMOJBHBIX pacTeHMI, a Takke ToMojioru AtEXPAIO,
14w 15, nyist KOTOPHIX HeTaBHO OBLIa ITOKa3aHa CTa-
IUsI- U TKaHecIenuguIHas 3KCIIpeccust B pacTy-
meM KopHe pe3yxoBuaku Taims [49] (puc. 2). Dkc-
MpeCcCUsl 3TUX TeHOB Ha paHHMX 3TallaX pa3sBUTHUS
KJIETOK KOPHSI KYKYypy3bl (puc. 3) COOTHOCUTCS C
MM POKOU IPEACTaBICHHOCTBIO B 3TUX 30HAX KOM-
TMIOHEHTOB KJIETOYHBIX CTEHOK, TUIIMYHBIX IJISI IBY-
IOJBHBIX PACTEHUI, YTO MOATBEPKAACT BOZMOXHOE
CXOIICTBO MEXaHU3MOB PACTSKeHMS KJIETOUHBIX CTe-
Hok I u IT TMnoB 3a cuet cxoncTBa X coctaBoB. On-
HaKO ITOMMMO 3KCIIpecCcuH IpeacTaBuTeneil IX xima-
OBl ajib(a-3KCIIAHCUHOB, B KOPHE KYKYPY3bl TaKXKe
OBUIM OTMEUYCHBI BHICOKME YPOBHM TPAaHCKPUIITOB
TeHOB, MpMHAIJICXKAIINX K IPYITUM KilagaM ajibga-
U OeTa-3KCMaHCUHOB (puc. 3), 4TO yKa3blBaeT Ha
CYIIIECTBOBAHME HE TOJBKO CXOACTB, HO U Pa3INJInii
B MEXaHM3MaX PaCTsDKeHMST KICTOUYHBIX CTEHOK I u
II Tunos.

Comnpsirast Bce 3TU pe3yJbTaThl C pa3iudusIMU
B CBSI3BIBAHUMM PEKOMOMHAHTHBIX 3KCITAHCUHOB C
nojaucaxapuaaMmy, MPeACTaBICHHbIMUM Ha DIUMKO-
appee, Mbl MpearnoaaraeM, 4to auddepeHuaib-
Hag BKCIPECCHUS SKCIMAaHCUHOB B pa3JIMYHbIX 30HAX
KOpHSI MM€EET He TOJbKO TKaHEBYIO M BPEMEHHYIO
MPUBSI3KY, HO Y 00BSCHSIETCS OCOOEHHOCTSIMU CBSI-
3bIBaHMS in Vivo UHAVBUAYAJbHBIX 3KCITAHCUHOB U
KOHKPETHBIX MOJMcaxapuaoB MaTpUKca KJeTo4-
HOM CTEHKM. DTa TUIoTe3a MoMoraeT o0bICHUTD
HaJuyue OOJIbIIOr0 pa3zHOOOpa3usl 3KCIMAaHCHUHOB
M TTOAYEPKUBAET BaXXHOCTb B3aUMOAEUCTBUST 3TUX
0eJIKOB ¢ 00Jjiee IMPOKUM KPYTroM MoJrMcaxapuaoB
KJIETOYHBIX CTEHOK, YeM 3TO aKTMBHO 00OCyXKaa-
JIOCh paHee.

bonbiioe koanuecTBO M30(hOopM 3KCHAHCUHOB,
KoaupyeMoe B FeHOMax 371aKOB, 10 CPaBHEHUIO C
T€HOMAaMM JBYIOJbHBIX PACTEHUI MOXET ObITh 00-
YCJIOBJIEHO OOJBIIMM pa3HOOOpa3WeM Moymcaxa-
PUIOB MaTPUKCA KJIIETOYHBIX CTEHOK, XapaKTePHbIM
IJIs pacTeHU ¢ KJIeTOYHbIMU cTeHKamu II Tuma.
IIpu aTOM cumTaercs, 4To anbda-3KCIAaHCUHBI HE
YBEJIMYMBAIOT PACTSKMMOCTh KJIETOUHBIX CTEHOK
3J71aKOB, OTHAKO OHM HE TOJIbKO KOIUPYIOTCS B UX Te-
HOMax, HO U aKTUBHO 3KCHPECCUPYIOTCS B pa3iny-
HBIX opraHax u TkaHsx (puc. 3) [8, 10]. DTo MoxeT
OBITh CBSI3aHO C T€M, YTO HAa paHHUX 3TaraX CBOEro
pa3BUTHSI KJIETKM 3IaKOB UMEIOT KJIETOYHBIE CTEHKU
3HAYUTEbHO 00JIee TMOX0XKKE Ha KJIETOYHbIE CTEHKU
JIBYIOJIbHBIX pAaCTeHU, U MPpHUOOPETAIOT XapaKTep-
HBIN IJ1 KJAeTOYHbIX cTeHOK Il Tuma cocTtaB TOJb-
KO Ha cTaguy aKTMBHOI'O pOCTa pacTsikeHueM [15].
TakuM 06pa3zoM, MOXKHO MPEANOI0XKUTh, YTO TKAHU
3J71aKOB, UCMOJIb30BaBIIMECS IS OLUEHKN aKTUBHO-
CTU ajib()a-3KCMaHCUHOB (IIPEUMYILIECTBEHHO KO-
JICONTUJIN), HE OTBEYAIM Ha HUX B MEPBYIO ouepelb
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MOTOMY, YTO Y€ He ObLIM YYBCTBUTENbHbBI K HUM
BCJIEACTBUE OTCYTCTBUSI JOCTAaTOUHOIO KOJIMYECTBa
MOJIOIBIX KJIETOK. Poib OoTHENbHBIX N30(POpM 3KC-
MaHCUHOB B MOP(OTreHe3e 371aKOB, a TaKKe KOHKpe-
THKA MEXaHU3MOB e CTBUS SKCITAaHCUHOB Ha CBOM-
CTBA PACTUTEJIbHBLIX KJIETOUHBIX CTEHOK TpeOyloT
JaJIbHEMINX UCCIIENOBAHUIA.

Pabora BblmojHeHa IpHM IOOAECPKKE I'PAHTOB
JUTSL MEXITUCIUTUIMHAPHEBIX TTPpoeKToB Poccuiickoro
HayuHoro ¢poHaa (Ne 20-64-47036, ounctka, pasfe-
JICHE 1 XapaKTepHUCTUKa IoiaucaxapumoB, Ne 20-
63-47110 meyath M paboTa C DIMKO3PPEsIMHU), a
TaKXe IIPU MOIIEPXKKEe TOCYIapCTBEHHOTO 3aJaHUsI
®UII KasHII PAH (xapakrepucTuka GUIOTeHUN 1
BKCIIPECCUM SKCIIAaHCUHOB).

Hacrogias craTbss He COAEPXKUT KaKUX-JIMOO
WCCIIEMOBAHUM C y4acTUEM JIIOAECUA M XXUBOTHBIX B
KayecTBe OOBEKTOB. ABTOPHI 3asIBISIIOT 00 OTCYT-
CTBUM KOH(JIUKTA UHTEPECOB.

CIIMCOK JIMTEPATYPbI

1. Cosgrove D.J. Building an extensible cell wall // Plant
Physiol. 2022. V. 189. P. 1246.
https://doi: 10.1093/plphys/kiac 184

2. Pien S., Wyrzykowska J., McQueen-Mason 8.,
Smart C., Fleming A. Local expression of expansin
induces the entire process of leaf development and
modifies leaf shape // Proc. Natl. Acad. Sci. U.S.A.
2001. V. 98. P. 11812.
https://doi.org/10.1073/pnas.191380498

3. Cho H.T, Cosgrove D.J. Regulation of root
hair initiation and expansin gene expression in
Arabidopsis // Plant Cell. 2002. V. 14. P. 3237.
https://doi.org/10.1105/tpc.006437

4. Samalova M., Gahurova E., Hejatko J. Expansin-
mediated developmental and adaptive responses: A
matter of cell wall biomechanics? // Quant. Plant
Biol. 2022. V. 3. P. ell.
https://doi.org/10.1017 /qpb.2022.6

5. McQueen-Mason S., Cosgrove D.J. Disruption of
hydrogen bonding between plant cell wall polymers
by proteins that induce wall extension // Proc. Natl.
Acad. Sci. U.S.A. 1994. V. 91. P. 6574.
https://doi.org/10.1073/pnas.91.14.6574

6. Kende H., Bradford K., Brummell D., Cho H.T,
Cosgrove D.J., Fleming A., Gehring C., Lee Y., Queen-
Mason S., Rose J., Voesenek L.A. Nomenclature for
members of the expansin superfamily of genes and
proteins // Plant Mol. Biol. 2004. V. 55. P. 311.
https://doi.org/10.1007/s11103-004-0158-6

7. Sampedro J., Cosgrove D.J. The expansin
superfamily // Genome Biol. 2005. V. 6. P. 1.
https://doi.org/10.1186/gb-2005-6-12-242

8. Sampedro J., Guttman M., Li L.C., Cosgrove D.J.
Evolutionary divergence of 3-expansin structure and
function in grasses parallels emergence of distinctive

®U3NO0JIOTUA PACTEHUM

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

. Li L.C., Bedinger PA.,

TF'OPHIKOBA u np.

primary cell wall traits // Plant J. 2015. V. 81. P. 108.
https://doi.org/10.1111 /tpj.12715.

Volk C., Jones A.D.,
Cosgrove D.J. Purification and characterization of
four beta-expansins (Zea m 1 isoforms) from maize
pollen // Plant Physiol. 2003. V. 132. P. 2073.
https://doi.org/10.1104/pp.103.020024
McQueen-Mason S., Durachko D.M., Cosgrove D.J.
Two endogenous proteins that induce cell wall
extension in plants // Plant Cell. 1992. V. 4. P. 1425.
https://doi.org/10.1105/tpc.4.11.1425

Park Y.B., Cosgrove D.J. A revised architecture of
primary cell walls based on biomechanical changes
induced by substrate-specific endoglucanases // Plant
Physiol. 2012. V. 158. P. 1933.
https://doi.org/10.1104/pp.111.192880

Whitney S.E., Gidley M.J., McQueen-Mason S.J.
Probing expansin action using cellulose/hemicellulose
composites // Plant J. 2000. V. 22. P. 327.
https://doi.org/10.1046/j.1365-313x.2000.00742.x
Wang T., Chen Y., Tabuchi A., Cosgrove D.J., Hong M.
The target of B-expansin EXPBI1 in maize cell walls
from binding and solid-state NMR studies // Plant
Physiol. 2016. V. 172. P. 2107.
https://doi.org/10.1104/pp.16.01311

HUearnoe B.b. KineTouHble OCHOBBI pOCTa pacTeHUI.
Mocksa: Hayka, 1974. 222 c.

Kozlova L.V., Nazipova A.R., Gorshkov O.V., Petro-
va A.A., Gorshkova T.A. Elongating maize root:
zone-specific combinations of polysaccharides from
type I and type 11 primary cell walls // Sci. Rep. 2020.
V. 10. P. 10956.

https://doi.org/10.1038 /s41598-020-67782-0

Petrova A., Gorshkova T., Kozlova L. Gradients of cell
wall nano-mechanical properties along and across
elongating primary roots of maize // J. Exp. Bot.
2021. V. 72. P. 1764.
https://doi.org/10.1093/jxb/eraa561

Nazipova A., Gorshkov O., Eneyskaya E., Petrova N.,
Kulminskaya A., Gorshkova T., Kozlova L. Forgotten
actors: Glycoside hydrolases during elongation
growth of maize primary root // Front. Plant Sci.
2022. V. 12. P. 802424.
https://doi.org/10.3389/1pls.2021.802424

Nikiforova A.V., Golovchenko V.V., Mikshina P.V., Pa-
tova O.A., Gorshkova T.A., Bovin N.V., Shilova N.V.
Plant polysaccharide array for studying carbohy-
drate-binding proteins // Biochemistry (Moscow).
2022. V. 87. P. 890.
https://doi.org/10.1134/S0006297922090036
Kozlova L.V., Ageeva M.V, Ibragimova N.N.,
Gorshkova T.A. Arrangement of mixed-linkage
glucan and glucuronoarabinoxylan in the cell walls
of growing maize roots // Ann. Bot. (Oxford, U. K.).
2014. V. 114. P. 1135.
https://doi.org/10.1093/aob/mcul25

Bolser D., Staines D.M., Pritchard E., Kersey P. En-
sembl plants: integrating tools for visualizing, mining,
and analyzing plant genomics data // Plant bioinfor-
Ne 2

TOM 71 2024



21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31

32.

AJIb®A- 11 BETA-OKCITAHCHHLI

matics: Methods and protocols. 2016. V. 1374. P. 115.
https://doi.org/10.1007/978-1-4939-3167-5_6
El-Gebali S., Mistry J., Bateman A., Eddy S.R., Lu-
ciani A., Potter S.C., Qureshi M., Richardson L.J.,
Salazar G.A., Smart A., Sonnhammer E.L.L., Hirsh L.,
Paladin L., Piovesan D., Tosatto S.C.E. The Pfam pro-
tein families database in 2019 // Nucleic Acids Res.
2019.V. 47. P. D427.
https://doi.org/10.1093/nar/gky995
Cosgrove D.J. Plant expansins: diversity and interac-
tions with plant cell walls // Curr. Opin. Plant Biol.
2015. V. 25. P. 162.
https://doi.org/10.1016/j.pbi.2015.05.014
Goodstein D.M., Shu S., Howson R., Neupane R.,
Hayes R.D., Fazo J., Mitros T., Dirks W., Hellsten U.,
Putnam N., Rokhsar D.S. Phytozome: a comparative
platform for green plant genomics // Nucleic Acids
Res. 2012. V. 40. P. D1178.
https://doi.org/10.1093 /nar/gkr944
Madeira F, Park Y.M., Lee J., Buso N., Gur T., Mad-
husoodanan N., Basutkar P, Tivey A.R.N., Potter S.C.,
Finn R.D., Lopez R. The EMBL-EBI search and se-
quence analysis tools APIs in 2019 // Nucleic Acids
Res. 2019. V. 47. P. W636.
https://doi.org/10.1093/nar/gkz268
Nguyen L.T., Schmidt H.A., Von Haeseler A.,
Minh B.Q. IQ-TREE: a fast and effective stochastic
algorithm for estimating maximum-likelihood phy-
logenies // Mol. Biol. Evol. 2015. V. 32. P. 268.
https://doi.org/10.1093/molbev/msu300
Kalyaanamoorthy S., Min B.Q., Wong T.K., Von Hae-
seler A., Jermiin L.S. ModelFinder: fast model se-
lection for accurate phylogenetic estimates // Nat.
Methods. 2017. V. 14. P. 587.
https://doi.org/10.1038 /nmeth.4285
Minh B.Q., Nguyen M.A.T., Von Haeseler A. Ultrafast
approximation for phylogenetic bootstrap // Mol.
Biol. Evol. 2013. V. 30. P. 1188.
https://doi.org/10.1093/molbev/mst024
Letunic I., Bork P. Interactive tree of life (iTOL) v5:
an online tool for phylogenetic tree display and anno-
tation // Nucleic Acids Res. 2021. V. 49. P. W293.
https://doi.org/10.1093/nar/gkab301
Kim D., Landmead B., Salzberg S.L. HISAT: a fast
spliced aligner with low memory requirements // Nat.
Methods. 2015. V. 12. P. 357.
https://doi.org/10.1038/Nmeth.3317
Pertea M., Kim D., Pertea G.M., Leek J.T., Salz-
berg S.L. Transcript-level expression analysis of
RNA-seq experiments with HISAT, StringTie and
Ballgown // Nat. Protoc. 2016. V. 11. P. 1650.
https://doi.org/10.1038 /nprot.2016.095
Love M.1., Huber W., Anders S. Moderated estimation
of fold change and dispersion for RNA-seq data with
DESeq2 // Genome Biol. 2014. V. 15. P. 550.
https://doi.org/10.1186/s13059-014-0550-8
Su Z.Q., Labaj PP, Li S., Thierry-Mieg J., Thier-
ry-Mieg D., Shi W., Wang C., Schroth G.P., Setter-
quist R.A., Thompson J.F., Jones W.D., Xiao W., Xu W.,
®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

2024

179

Jensen R.V., Kelly R. et al. A comprehensive assess-
ment of RNA-seq accuracy, reproducibility and in-
formation content by the sequencing quality control
consortium // Nat. Biotech. 2014. V. 32. P. 903.
https://doi.org/10.1038 /nbt.2957

Choi D., Cho H.T., Lee Y. Expansins: expanding im-
portance in plant growth and development // Physiol.
Plant. 2006. V. 126. P. 511.
https://doi.org/10.1111/§.1399-3054.2006.00612.x
Yennawar N.H., Li L.C., Dudzinski D.M., Tabu-
chi A., Cosgrove D.J. Crystal structure and activities
of EXPBI (Zea m 1), a beta-expansin and group-1
pollen allergen from maize // Proc. Natl. Acad. Sci.
U.S.A. 2006. V. 103. P. 14664.
https://doi.org/10.1073/pnas.0605979103

Nie S.-P., Wang C., Cui S.W., Wang Q., Xie M.-Y.,
Phillips G.0. A further amendment to the classical
core structure of gum arabic (Acacia senegal) // Food
Hydrocolloids. 2013. V. 31. P. 42.
https://doi.org/10.1016/j.foodhyd.2012.09.014
Golovchenko V.V., Khlopin V.A., Patova O.A., Feltsing-
er L.S., Bilan M.I., Dmitrenok A.S., Shashkov A.S.
Pectin from leaves of birch (Betula pendula Roth.): Re-
sults of NMR experiments and hypothesis of the RG-1
structure // Carbohydr. Polym. 2022. V. 284. P. 119186.
https://doi.org/10.1016/j.carbpol.2022.119186

Park Y B., Cosgrove D.J. Changes in cell wall biome-
chanical properties in the xyloglucan-deficient xxt1/
xxt2 mutant of Arabidopsis // Plant Physiol. 2012.
V. 158. P. 465.

https://doi.org/10.1104/pp.111.189779

Sorensen I., Pedersen H.L., Willats W.G. An array
of possibilities for pectin // Carbohydr. Res. 2009.
V. 344. P. 1872.
https://doi.org/10.1016/j.carres.2008.12.008
Ruprecht C., Bartetzko M.P., Senf D., Dallabernadi-
na P, Boos I., Andersen M.C.F., Kotake T., Knox J.P,
Hahn M.G., Clausen M.H., Pfrengle F. A synthetic
glycan microarray enables epitope mapping of plant
cell wall glycan-directed antibodies // Plant Physiol.
2017. V. 175. P. 1094.
https://doi.org/10.1104/pp.17.00737

Blixt O., Head S., Mondala T., Scanlan C., Hufle-
jt M.E., Alvarez R., Bryan M.C., Fazio F, Calarese D.,
Stevens J., Razi N., Stevens D.J., Skehel J.J., van
Die I., Burton D.R. Printed covalent glycan array for
ligand profiling of diverse glycan binding proteins //
Proc. Natl. Acad. Sci. U.S.A. 2004. V. 101. P. 17033.
https://doi.org/10.1073/pnas.0407902101

Moller 1., Marcus S.E., Haeger A., Verhertbruggen Y.,
Verhoef R., Schols H., Ulvskov P., Mikkelsen J.D.,
Knox J.P., Willats W, High-throughput screening of
monoclonal antibodies against plant cell wall gly-
cans by hierarchical clustering of their carbohydrate
microarray binding profiles // Glycoconjugate J.
2008. V. 25. P. 37.

https://doi.org/10.1007 /s10719-007-9059-7

Wang T., Park Y.B., Caporini M.A., Rosay M.,
Zhong L., Cosgrove D.J., Hong M. Sensitivity-en-



180

43.

44,

45.

46.

TF'OPHIKOBA u np.

hanced solid-state NMR detection of expansin’s tar-
get in plant cell walls // Proc. Natl. Acad. Sci. U.S.A.
2013. V. 110. P. 16444.
https://doi.org/10.1073/pnas.131629011

Georgelis N., Tabuchi A., Nikolaidis N., Cosgrove D.J.
Structure-function analysis of the bacterial expansin
EXLX1 //J. Biol. Chem. 2011. V. 286. P. 16814.
https://doi.org/10.1074/jbc. M 111.225037

Mateluna P, Valenzuela-Riffo F, Morales-Quin-
tana L., Herrera R., Ramos P. Transcriptional and
computational study of expansins differentially ex-
pressed in the response to inclination in radiata
pine // Plant Physiol. Biochem. 2017. V. 115. P. 12.
https://doi.org/10.1016/j.plaphy.2017.03.005
Valenzuela-Riffo F., Gaete-Eastman C., Stappung Y.,
Lizana R., Herrera R., Moya-Leon M. A., Mo-
rales-Quintana L. Comparative in silico study of the
differences in the structure and ligand interaction
properties of three alpha-expansin proteins from
Fragaria chiloensis fruit // J. Biomol. Struct. Dyn.
2020. V. 37. P. 3245.
https://doi.org/10.1080/07391102.2018.1517610
Marcon C., Malik W.A., Walley J.W., Shen Z., Pa-
schold A., Smith L.G., Piepho H.P, Briggs S.P,

®U3NO0JIOTUA PACTEHUM

47.

48.

49.

Hochholdinger F. A high-resolution tissue-specific
proteome and phosphoproteome atlas of maize pri-
mary roots reveals functional gradients along the root
axes // Plant Physiol. 2015. V. 168. P. 233.
https://doi.org/10.1104/pp.15.00138

Stelpflug  S.C., Sekhon R.S., Vaillancourt B.,
Hirsch C.N., Buell C.R., de Leon N., Kaeppler S.M.
An expanded maize gene expression atlas based
on RNA sequencing and its use to explore root de-
velopment // Plant Gen. 2016. V. 9. P. plantge-
nome2015.04.0025.
https://doi.org/10.3835/plantgenome2015.04.0025
Carpita N.C. Structure and biogenesis of the cell walls
of grasses // Annu. Rev. Plant Biol. 1996. V. 47. P. 445.
https://doi.org/10.1146/annurev.arplant.47.1.445
Samalova M., Melnikava A., Elsayad K., Peaucelle A.,
Gahurova E., Gumulec J., Spyroglou 1., Zemlyanska-
ya E.V., Ubogoeva E.V., Balkova D., Demko M.,
Blavet N., Alexiou P., Benes V., Mouille G. et al. Hor-
mone-regulated expansins: expression, localiza-
tion, and cell wall biomechanics in Arabidopsis root
growth // Plant Physiol. 2023. V. 19. P. kiad228.
https://doi: 10.1093 /plphys/kiad228

ToM 71 Ne 2 2024



OH3HOJIOTHS PACTEHHH, 2024, mom 71, Ne 2, c. 181—192

OKCIIEPUMEHTAJIBHBIE CTATbU
YIK 581.1;577.19

XAPAKTEPUCTUKA CTPECCOYCTOMYMBOM TPAHCTEHHOM
JIMHUU MIITEHULBI, CBEPXDKCITPECCUPYIOUIEN T'EH
®EPMEHTA BUOCUHTE3A KACMOHATOB,
12-OKCO®UTOINEHOATPENYKTA3BI AtOPR3

© 2024 r. J.H. Mupomnunyenko®?’, A. B. IIurones’, K. I'. Tuxonos’, E. A. Jlerrapés?,
E. ®. Jlemenko* ¢, B. B. AnekceeBa’, A. C. Ilymmn’, C. B. loaros’, A. Bacuer?, /I. I1. Top6ay?,
T.C. Jleonosa’, A.A. ®ponos*¢, T. B. CaBueHko® *

ywurcKuil Hay4Holil yeHmp OU0A02UHECKUX UCCAe008AHU,
Hnemumym gyndamenmanvhvix npobaem obunoeuu Poccuiickoili akademuu Hayk,
e. Ilywuno, Poccus
b®uauan Huemumyma 6uoopeanuueckoii xumuu Poccuiickoii akademuu nayk
um. M.M. lllemsakuna u F0.A. Osuunnurosa, e. Ilywuno, Poccus
Ilywunckuii gpunuan Poccuiickoeo buomexnonoeuueckoeo ynusepcumema, 2. Ilywuno, Poccus
4 [lenapmamenm xumuu npupoOHsIX coeduHeHuil,
Hnemumym ouoxumuu pacmenuii um. Jleiibnuya,
2. lanne/3aane, Iepmanus
¢ Uncmumym ¢puzuonoeuu pacmenuii um. K.A. Tumupszesa Poccuiickoli akademuu Hayx,
Mockea, Poccus
*e-mail: savchenko_t@rambler.ru

IMocryrmmna B penakiuio 27.10.2023 1.
ITocne nopa6otku 21.11.2023 T.
IMpunsgra x nyoauxkauym 27.11.2023 1.

2KacMoOHaThl y4acTBYIOT B PETYJISILIMU 3alIUTHBIX MEXaHU3MOB B paCTEHUSIX ITPY HEOJIaronpusTHIX YCI0-
BMSIX CPEIIbI, a TAKXKE X POCTa U pa3BUTUS. B OCHOBHOM, 3HaHUSI O IyTsIX OMOCUHTE3a M IIepeaadl CUrHa-
JIOB KaCMOHATOB TOJTyYeHBbI 0JIarofapst UCCAeqOBaHUIO MOIEIBHOTO ABYIOJIBHOTO pacteHust Arabidopsis
thaliana, omHako WX (YHKINN W MOJICKYJISIPHBIC MEXaHMU3MEI ACHCTBHUS Y OTHOMNOJBHBIX PACTCHMIA,
a UMEHHO Y IIIEHULIbI, O CHUX IIOP OCTAIOTCS MaJoM3ydeHHbIMU. B maHHOII paboTe Mbl UCCIEAOBAIN
YCTOMYMBOCTD K CTPECCOBBIM BO3IEMCTBUAM MSTKOM mineHuLbl copta CapaTtoBckasi-60 1 co3naHHOM Ha
ee ocHoBe TpaHcreHHoi JuHuM (Tr-3) co cBepxakcpeccueil reHa OMOCUHTE3a XXacMOHATOB, 12-okco-
¢umoduenoampedykmasvt AtOPR3 (12-OXOPHYTODIENOATE REDUCTASE 3) w3 Arabidopsis thaliana.
HecMoTps Ha BBICOKUIA ypOBEHb IKCIIPECCUU TTepeHeceHHOTo reHa AfOPR3, conepxxaHue XKaCMOHOBOM
KHCJIOTHI ¥ €¢ KOHBIOTaTa ¢ M30JICUITMHOM OKa3aJ0Ch HEM3MEHHBIM B JIUCThSIX MHTAKTHBIX TPAHCTEHHBIX
pacrenuii. [Tocie MexaHUYECKOTO TOBPEXIECHUS JIUCThEB, COACP:KaHNE XKaCMOHOBOM KMCJIOTHI B M3yYa-
eMOi TpaHCTeHHOM mHMKU Tr-3 okaszanoch Jaxe HUXE B CPAaBHEHUU C MOBPEXKICHHBIMU HETPAHCTECH-
HBIMM pacTeHHsIMU TieHUIIB CapaToBckas-60. Pazmmunii B conep:kaHuu 12-0Kco(pUTOIMEHOBOMN KUC-
JIOTBI U )KaCMOHOMJI-U30JieiiinHa He ObuTo. [Ipr 3TOM cTpecc-MHIYLIMPOBAaHHBINM YPOBEHb SKCIIPECCUN
COOCTBEHHBIX T€HOB aJJIEHOKCUICUHTA3bI, PETYIUPYEMbIX XacCMOHATaMM, B TPAHCTEHHBIX PACTEHUSIX
Tr-3 cran BeIlle, B CpaBHEHNM C HETPAHCTEHHBIM KOHTpOJIeM. TpaHCreHHBIC pacTeHUS MIIEHUIIBI IIPO-
SIBWJIM TIOBBIIICHHYIO YCTOMUMBOCTD K 3apakeHUI0 HEKPOTPOMHBIM IpuboM Botrytis cinerea, a Takxe
K OCMOTHMYECKOMY CTPECCY, BBI3BAHHOMY TOJIMATWICHIJIMKOJIEM IIPHU IpopacTaHuu ceMsiH. B mucThsax
TpaHCcreHHOM MuHUY Tr-3, 3apaxkeHHbIX B. cinerea, Habmonanack 0oJiee BICOKAsi aKTUBHOCTD KaTaiasbl,
(bepmMeHTa aHTMOKCHUIAHTHOM CUCTEMBI, B CPABHEHUU C 3apakKeHHBIMU JIMCThIMKM HETPAHCTEHHBIX pac-
TEHUI, YTO CBUIAETEIIBCTBYET O €€ BO3MOXKXHOM POJIM B IIOBBIIIEHUH YCTOMYMBOCTH Tr-3 K (hMTOMATOTCHY.
Takum 0Opa3oM, HEMHOTOUMCIICHHBIC JaHHBIE 00 OCOOCHHOCTSIX (DYHKIIMOHMPOBAHUS XKaCMOHATHOI
CHCTEMBI B IIICHUIIE TOIOJIHEHB HOBBIMU TaHHBIMM O POJIM SKCIIPECCUM OMHOTO U3 KIIIOYEBBIX TEHOB
OMoCHHTe3a )XacMOHaTOB, a UMeHHO [2-OXOPHYTODIENOATE REDUCTASE, B peryisiliuy 3allIUTHBIX
OTBETOB IPY IMTOHUKEHHOM CTPECC-UHAYIIMPOBAHHOM YPOBHE XXaCMOHOBOM KMCJIOTHI.

KmoueBbie ciioBa: Botrytis cinerea, Triticum aestivum, XaCMOHATbl, OCMOTUYECKUN CTPeCC, TPaHCTEHHAas
nieHuia, 12-okcouroareHoar-peaykrasa, ycToiuuBOCTb.
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PacturenbHble TOPMOHBI KaCMOHATHI PETY/IM-
PYIOT 3alllUTHBIE OTBETHI PACTeHMII B HEOJIAronpu-
SITHBIX YCJIOBUSIX OKpYXaloIIeil cpembl, a TaKKe
HEKOTOpBIe acTeKThl MX pocTta M pasButusa [1, 2].
B Hacrosiiiee BpeMsi ImyTh OMOCUHTE3a 3TUX TOp-
MOHOB XOPOIIIO MCCIeI0BaH, NU3BECTHH OCHOBHBIE,
XOTS M HE BCE, CUTHAJbHBIE ITyTHM U MEXaHU3MBI,
MOCPENCTBOM KOTOPBIX PEATM3YIOTCS UX PETYIISITOP-
Hble pyHKLMHA [3].

PerynmupyemMple XacMOHaTaMM 3alllUTHBIC Me-
XaHM3MBI SIBJISIOTCS MHAYLIMOeNbHBIMU. B oTimuue
OT KOHCTUTYTUBHBIX 3aIIUTHBIX MEXaHU3MOB OHH
nomaBJIeHbl (MM He aKTUBMPOBAHBI) B Oyaromnpu-
SITHBIX YCJIOBUSIX CPEIbl M aKTUBUPYIOTCS JIMIID IIPU
HeoOXonMMOCTHU. B cBsI3U ¢ 3TUM copepXaHue Top-
MOHOB B TKaHSIX Y aKTUBHOCTh CUCTEMBI IIepeaadyn
HMX CUTHAJIOB CTPOTO KOHTPOJIMPYIOTCSI, B TOM YHC-
JIe TIyTeM PeTyJISIIUN aKTUBHOCTU (PepMEHTOB MyTU
OrocuHTe3a XXaCMOHATOB M KaTabom3Ma/IpeBpa-
ILIEHUI OMOJIOTUYECKU aKTUBHBIX (POPM KaCMOHa-
TOB B HeaKTUBHBIE [4, 5]. YpOBEeHb 3THMX TOPMOHOB
¥ aKTUBHOCTb CUTHAIBHBIX IIyTeHl PEryIMpyIOTCs B
3aBUCHMOCTH OT CTaAuM Pa3BUTHUS PACTEHUI, TUIIA
TKaHU, YCJIOBUII OKpyxXarlleil cpenbl. ba3oBbiit
YPOBEHbB XKaCMOHATOB B MHTAKTHBIX JIUCTBSIX pacTe-
HUM, pacTyIIUX B OJIaTONPUSITHBIX YCJIOBUAX, OUCHb
HU30K. B 3TOM COCTOSIHUM OCHOBHBIE PEIIPEeCCOPHI
’KaCMOHATHHIX OTBETOB, TPAHCKPUIILIMOHHBIE (haK-
topel (T®) JASMONATE ZIM DOMAIN (JAZ),
B3aMMOICIHCTBYSI C TPYMOIIOM KO-PEeIpecCOPHBIX
0eTKOB, TTOIABISIOT paboTy apyrux TM, Takmx Kak
MYC2 nmm R2R3-MYB (MYB21, MYB24 u np.),
KOTOpBIC SIBJITIOTCS TIOJIOKUTEIbHBIMU  PETyJIs-
TOpaMM XacMOHaT-UHIYLIMPYEMBIX TeHOB [6, 7].
HpyruMm BaXHBIMU pelpeccopaMy CHUTHAJIMHTA
JKacCMOHOBOM KucI0ThI siBisitorcst T bHLH mon-
rpynnel 11Id, k¥ xotopeim otHOCATCT bHLHI17/
JASMONATE ASSOCIATED MYC2-like (JAM1),
bHLHI13/JAM2, bHLH3/JAM3 u bHLHI4 ([8].
Ot TO B3amMoneincTByIoT ¢ 6enkamMu JAZ u mipe-
ISITCTBYIOT paboTe TPAaHCKPUIIIMOHHBIX aKTHUBaTO-
pPOB XaCMOHATHBIX OTBETOB, TaKMxX Kak TM® MYC2
WIM TPaHCKPUIILIMOHHEINA Komimiekc WD-repeat/
bHLH/MYB, orBeuaromux 3a yCTOMYUBOCTh K Ha-
CEKOMBIM U HEeKpOTPO(MHEIM ITaTOreHaM, OMOCHH-
Te3 aHTOLMAHOB, MHTMOMPOBAaHUE POCTAa KOPHSI,
(dopMupoBaHUE TPUXOM U PEIPOIYKTUBHBIX Opra-
HOB U Aerpanmanus xiopodwmnia [9—11]. U3BecteH u
npyroii penpeccop, HanpuMep, WRKY57, koTophlii,
B3auMoJeiicTBys ¢ Oenkamu JAZ4/JAZ8 u 1AA29

Cokpamenusi: )KAK — xacmonoBas kuciora, ODIK — 12-okco-
¢utonneHoBast kucinora, Mne-2KAK — >kacMOHOWJI-U30JICHLIMH,
OPR — 12-okcodutonueHoarpenykraza, AOS — ajuleHOKCUICUH-
taza, AMADB — 3-(mumetmiamuHo)OeH3o0iHass kucinorta, HCT —
HUTpOocUHMIA TeTpaszonmuii, COIl — cymepokcumarcMmyrasa, Td —
TPAHCKPUIIIIMOHHBIN hakTop, MJIA — MaJIOHOBBII AUATBIETUI,
BT — NOAMATUIECHITIUKOTb.
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MHWPOINHWUYEHKO u np.

(Indole-3-Acetic Acid inducible 29), momaBisieT
JKaCMOHAT-UHIYLINPYEeMOe CTapeHue JIMCTheB [12].
Bonbmoit mATEpec npencrapasier pernpeccop JAVI
(JASMONATE-ASSOCIATED VQ MOTIF), ko-
TOPBIN IIOMABJISET YCTOMYMBOCTh PACTCHMM K Ma-
TOr€HaM M HACEKOMbIM, HO HE€ 3aTparuBaeT (pyHK-
MM XKAaCMOHATOB, CBSI3aHHBIE C peTy/saiueit
pocra [13, 14].

B ycnoBusix cTpecca, B mepByl0 odyepeldb Me-
XaHUYECKOTO MOBPEXICHUS TKAaHEH, HaKOIUICHHUE
KaCMOHATOB, TaK Ha3bIBaeMbIil ‘“>KaCMOHATHBII
B3pBIB”, IPOMCXOOUT OYeHb OBICTPO, OTIACTH OJ1a-
rogapsl MOJOXWUTEIbHON PEryIsiiuM 3KCIPEeCCUH
T€HOB OMOCHMHTETUYECKOTO IIYTU CaMUMU IIpO-
nyktamu omocuHte3a [15]. Ectb n npyrue ¢dakrto-
PBI, KOTOpPBIE BHOCSIT BKJIaJl B OBICTpOE HAKOILIE-
HHE XKaCMOHATOB B HEOJArOMPUSITHBIX YCIOBUSIX.
Tak, HampuMep, 3TUJICH IMOJOXHUTEILHO PEeryiu-
pyeT HaKOIUICHHE XKaCMOHATOB B YCJIOBUSIX CTpecC-
ca ¢ nomoipio T® ERFI15 (Ethylene Response
Factor15) u ERF16, xoTtopble BBICTYIAIOT TpaHC-
KPUIIIUOHHBIMM aKTUBAaTOpaMUd TE€HOB JIMIIOK-
cureHas, amreHokcuiacuHTassl (A0S) m okcodu-
togueHoarpenyktassl (OPR3), KIIOUEBBIX TEHOB
O6rocuHTe3a XxacMoHaToB [16]. OGpasoBasiIKecs
B YCJIOBMSX CTpecca XaCMOHATHI aKTUBUPYIOT ITyTh
nepemayyd CUTHaja, CBS3BIBASICh C PELEHTOPOM
COI1 (Coronatine-Insensitive 1), n BuI3bIBas ne-
rpagaumio 6eakoB JAZ, 4To MPUBOAUT K BEICBOOO-
xaeHuto aApyrux TP — MoJoXUTENbHBIX PETYISITO-
POB XacMOHATHBIX OTBETOB [15].

Baxno, 4TOOBI comepxKaHHUE 3STHX CTPECCOo-
BBIX TOPMOHOB OBICTPO BO3BpaIlajoch K 0a30-
BOMY YPOBHIO TIOCJIe TOTO, KaK CTpecC MUHOBAJ,
TaK KakK ITOBBIIIEHHOE COmEepXKaHME XaCMOHATOB
OTPHUIIATEIbHO CKa3bIBACTCS HA POCTE M Pa3BUTUH
pacteHuii. OTHUM M3 OCHOBHBIX PETYISITOPOB —
TepMUHATOPOB  KAaCMOHAT-3aBUCUMOM  TpaHC-
KPUNIIMOHHON aKTUBHOCTHU BhIcTyrmaeT bHLH T®
MYC2, To ecThb TOT CaMblii TPaHCKPHUIILIMOHHBIN
aKTUBATOP XAaCMOHAT-3aBUCUMBIX OTBeTOB [17].
CBou (pyHKIIMH IIO PETYJIMPOBAHUIO TEPMUHALIUK
KacMoHaTtHoro curHanmara MYC2 ocyiiecTBisieT
MOCPEACTBOM aKTMBaLUM APYIUX >KACMOHAT-WH-
nyuupyeMbix bHLH 6GenkoB, HazBanHbix MYC2-
TARGETED BHLH (MTB), xoTopsle 0Ka3hIBaIOT
aHTaroHUucTudeckuii 3 dexT Ha PYHKIMOHUPO-
BaHMe peryrstopHoro komriiekca MYC2-MED25
(Mediator subunit 25), TakuM o0Opa3zoM 00pasys
ABTOPETYISITOPHYIO IIeb OTPHUIIATSIbHON o0part-
HOM CBSI3M IS IIpeKpalleHNsI CUTHAJIMHTA XKacMO-
HaTOB.

JoImomHUTeIbHASL PETYISIIUS 00eCIIeInBaCTCS
TE€M, YTO aKTMBHOCTh T'€HOB OMOCHHTE3a KacMO-
HATOB PETYJIHUPYETCS] He TOJIBKO Ha TPaHCKPUIIIIH-
OHHOM M TOCTTPAaHCKPUIILIMOHHOM YPOBHSIX, HO
¥ Ha 3IMreHeTrdeckoM [18, 19], Takke ecTb c000-
IIEHUSI 0 BO3MOXHOCTHU aJbTepPHATUBHOIO CILIAli-
cunra PHK renHoB 6uocuHTe3a xacmoHatoB [20].
ToM 71

Ne 2 2024



XAPAKTEPUCTUKA CTPECCOYCTOMYMBOMN TPAHCTEHHOM TMHWU MILIEHULIBI

Eire ommH peryisiTopHbIN YpOBeHb (hOpMUpPYETCs
myTeM M3MeHEeHUS (PYHKIMOHAJIbHON aKTUBHOCTHU
0enkoB, (PEpMEHTOB OMOCHUHTE3a XAaCMOHATOB M
KOMIIOHEHTOB Tepenayud curHaia. Hampumep, mu-
Mepu3zanms 6enkoB OPR npuBoguT K MHTHOMpOBa-
HUIO (pepMEHTAaTUBHOM aKTMBHOCTHU, KaK 3TO OBLIO
nokazaHo paHee mig 6eakoB OPR3 tomara [21], a
peuentopHEIii 6etok COI1 pochopumpyercs npu
TepMoMopdoreHese — MoOpP(OIOrnIecKoil Iepe-
CTPOMKE PAaCTCHMUI B YCIOBHUSX ITOBBIICHHBIX TEM-
reparyp, 4YTo cKa3bIlBaeTcs Ha ero QyHKImsIX [22].

Hanuuue Takoil CIOXHOM CUCTEMBbI aKTMBATO-
POB M CYIIPECCOPOB, IIOJOXMTENIBHBIX U OTpHUIIA-
TEIbHBIX OOpPATHBHIX CBS3€H ITIOMOTraeT pacTeHUIO,
C OIHOI1 CTOPOHBI, OCYIIECTBJISITh TOHKYIO PEryisi-
LU0 MHOXeCTBa (PU3MOJOTMIECKUX IIPOIIECCOB,
OBICTPO pearnpoBaTh Ha M3MEHEHUS OKPYKAIOIIeH
Cpellbl, a C IPpYyroii CTOpOHbI, U30eraTh U30BITOUHOMN
aKTUBALIMK 3alllUTHBIX OTBETOB, OOBIYHO OTpHIIA-
TEJIbHO CKA3bIBAIOIINXCS Ha POCTE U Pa3BUTHUH.

IToutn Bce dyHmaMeHTaIbHBIE 3HAHUS O (DYHK-
LIMOHMPOBAHUY XKaCMOHATHOM CHCTEMBI TIOJIYICHBI
Oyaromapsi ¥CCIeNOBaHUIO MOIEIBLHOTO IBYIOJIBHO-
ro pacteHus Arabidopsis thaliana |3, 6]. Hackonbko
3TU 3HAHUS IIPUMEHUMBI K IPYTUM PacTeHUSIM, B
YacTHOCTH, K OMHOOOJIBHBIM BUAAM, €Ile IIPEACcTO-
WUT BBISICHUTL. Msirkas nimenuna ( Triticum aestivum
L.) sBisieTcst HEmpOCTHIM OOBEKTOM MCCIICIOBAHMS,
TOCKOJIBKY IIPEACTABJISIET COOOM aJUTOIOJUILION,
comepXallnii XpoMOCOMBI Tpex TakcoHoB. Ilocie
TOrO KaK CTaJli JOCTYIIHbI JaHHBIE CEKBEHMPOBA-
HUSI TEHOMA M BKCIIPECCHOHHOTO PO MSITKOI
MIIEHULBI, CTAJI0 OYEBUIHBIM HAJW4YKMe OOJBIIOTO
YHCJIa TOMOJIOTUYHBIX M HETOMOJIOTMYHBIX T€HOB,
KOIUPYIOINX (pepMEeHTHl OMOCHMHTETHYECKOTO U
CUTHAJILHOTO ITIyTeil )KaCMOHATOB. DTO CBUIETEJIb-
CTBYET O TOM, YTO XKaCMOHATHAasI CICTEMA ITIICHUIIHI
HAMHOTO cJIOXHee, YeM Y A. thaliana. B coBpemeH-
HOI1 OMOJIOTUH TSI TIOJTHOTO ¥ TOYHOTO ITOHMMAaHUS
(yHKIIMIT TEHOB, BaxXXKHO MOIU(PUIIMPOBATh MX aK-
TUBHOCT®H in planta.

Llens maHHOM pabOTHI — HMCCIIEOOBaTh YCTOI-
YMBOCTh MOJIYYEeHHBIX HaMH paHee TPaHCIeHHBIX
PaCTeHUI MSTKOM IIIeHMIIBI, CBEPX3KCIIPECCUPY-
OIIWX TeH 6nocnHTe3a 3kacMoHaToB OPR3 A. thali-
ana, K HEKOTOPHIM OMOTUYSCKUM M a0MOTHUIECKAM
cTpeccaM, C ILIeJIbI0 BBISIBJICHHUS OCOOEHHOCTEH
(YHKIIMOHUPOBAHMUSA XKACMOHATHOM CHCTEMBI B
MIIeHUIIE.

MATEPHUAJIbBI U METO/1bl

PacTurenbHblii MaTepuan. B nccienoBaHusIx mc-
nojb3oBanu T,-T, pacTeHUs] OXHOBCTABOYHOM TO-
MO3UTOTHOM CYOJIMHUM IEPBUYHOTO TPAHCTEHHO-
ro pacTeHMs MIIeHUIbl 1r-3, MoJy4eHHOro HaMu
paHee B pesynbrare TeHeTHYecKoil TpaHcgopMa-
uun Msrkoi mmeHunnsl CapatoBckasi-60 (Sar-60)
BektopoM pBAR-GFP.UbiOPR3 [23]. Pacrenus
MIIEHULIBI 171 OOJBIIE YaCTH SKCIIEPUMEHTOB BBI-
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pallMBaIu B YCIOBUSIX 3UMHEM TEIUIMIIBI C (hOTOIIE-
puonom 16/8 4 ipu TeMneparype Bosayxa 25 + 2°C
nHeM U 20 £ 2°C HOYbIO, C UHTEHCUBHOCTBIO CBETA
1o 150 Mkmouib X M~2 X ¢!, BepawuuBainu o 5 pac-
TEHU B 3-TUTPOBBIX FOPIIKAX, HAITOJTHEHHBIX YHU-
BEpCaJbHBIM TI'PYHTOM, C JIOIOJHUTEIbHOI CTaH-
JapTHOI MoaKopMKoii. PacTeHus1 Kya1bTUBUPOBAIU
JIO CTaINU YeThIPeX-TITH TUCTheB (25—30 cyT nmocie
ToceBa), IUIST UCCIIEAOBAHWIA MCTIOIb30BaIA TPETHIt
W YETBEPTHIA JIUCTH.

AHa/mM3 3Kcnpeccuu TeHoB. [l aHamm3a 3Kc-
npeccud reHoB cymmapHyio PHK Bbeigensiau us
TKAHEN JIMCTA COIJIACHO METOIMKE, ONMMCAHHON B
npensinyeit padore [24]. OTHOCHTENBHYIO 3KC-
npeccuto reHoB AtOPR3 n TaAOS anamm3mposBa-
Ju MetonoM TP B pexume peanbHOro BpeMeHU
Ha ammumdukarope QuantStudio™ 5 Real-Time
PCR Cycler (Thermo Fisher Scientific), kak orm-
caHo HaMmu paHee [24]. YpoBeHB 3KcHIpeccun
OLICHUBAJIA OTHOCHUTEJIPHO pe(epeHCHOro TIeHa
TaWINI [25]. B paboTe WCITONB30BaIN CIICAY-
omme mpanMepsl: TaWINI npsmoinn — 5'-TTT
TCTGTGTTCTACTATGAGATCTTGAA-3',
TaWINI oo6paraeiii — 5'-AAGTGCATAATTAA
ACAGAGGTAGTGATG-3'; AtOPR3 npsmvoir —
5'-ACGTGCTTCTCATGCAGTGT-3"; AtOPR3 06-
patabiii — 5'-ACTTCACGTGGGAACCATCG-3;
TaAOS npsmoit — 5'-GGCCGGAGAGAAGTTCC
AC-3', TaAOS obpatubiit — 5'-CTTCTCCAGCGC
CTCTATCG-3'.

Anamm3 copepkanus (puToropmoHoB. /s aHanu-
3a GUTOrOPMOHOB MCIIOI30BaId MHTAKTHBIE U M€-
XaHWMYEeCKU MOBPEXIeHHBbIC JUCThI. sl mopaHe-
HUSI JIMCT 3aXXMMaJIi IMMHIIETOM IIOTIepeK JIUCTOBOI
IUTACTUHBI IO BCeil ero mmHe ¢ mHTepBajaoM 10 cMm.
Tkanu nucTheB codbupanu yepe3 30 MUH 1ocye pa-
HEHMS IapajuleIbHO ¢ HeoOpaObOTaHHBIM KOHTPO-
neMm. Ilocae coopa maTepuan cpasy ke M3MeIbuain
B XHMIKOM a30Te C IIOMOIIBIO CTYIIKA W IIeCTHKa,
3areM B mapoBoif MmeabpHUIE Mixer Mill MM 400 c
IIapaMy 13 Hep:KaBeloleil cTaau THaMeTpoM 3 MM
(“Retsch”, Haan, I'epmanusa) npu gacTtoTe BUOpa-
mym 30 11 B TedeHne 2 MUH. DKCTPaKIMIO M aHAIN3
TOPMOHOB IIPOBOIWIIN, KaK OIIMCAaHO paHee [24].

Anaymm3 ycroitumBocTu K Botrytis cinerea. iHo-
KYJASIT KOHUIUM HeKpoTpodHoro rpuda B. cinerea
TOTOBIJIM B COOTBETCTBUM C OIIMCAHHBEIM paHee
npoTtokosioM [26]. [laToreH BeIpalllMBajii Ha Kap-
todebHO-IeKCcTpo3HoM arape npu pH 6.5. Ko-
HUInu cobumpamm depe3 10 mHeil Imocie ImoceBa
IIyTeM IIPOMBIBAaHUS CIIOPOOOPa3YIOIIUX KYIBTYp
IUCTUIITNPOBAHHOMN Bogoil. CyCIIeH3MI0 KOHUINIA
¢duprpoBanM Yepe3 CTEKIIOBATy IUIS YHAJICHUS
(pparMeHTOB MUIIEINS, NX KOHIICHTPAILIUIO OIpe-
NIEJISUTA C TIOMOIIBIO TeMOILIMTOMETPA U pa30aBIIsLIn
100 KoHueHTpauuu 2 X 10° konuauii/miu. BomHyio
CYCIICH3WIO KOHHUOWI Iepen HaHeCEHHEM Ha JIu-
CThSI pa30aBiIsId B YEeThIPE pa3a cMechbio 2 : 1 nmu-
CTWIJIMPOBAHHON CTEPUJIBHOM BOIBI M MEPCUKO-
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BOTI'O COKa (CTEpMJIM30BAHHOTO C MCIIOJIb30BaHUEM
MeMOpaHHOTro (PpUILTpa).

Cpe3aHHble (PparMeHTHI JINCTHEB JTMHOM 9 cM
3apakaiu cycneH3uei KOHUIui B. cinerea o0beMoOM
4 mxn. UaguumpoBaHUe JIVCTHLEB IPOBOIWIN BO
BTOpPOI ITOJI0BUHE THS. KOHIIBI TIMCTHEB HAKPHIBAIN
noJjiockamMu (pUJIBTPOBAIIBHOM OyMaru sl IpeaoT-
BpallleHus1 BbichixaHUs. Cpe3aHHbIe JIUCThS OCTIEe
3apaxkeHus1 OCTaBJISUIM Ha (DWIBTPOBAJILHOM Oyma-
re, IPOIMTAaHHOK pacTBopoM KuHeTuHa (10 mr/mn),
Ipyu KOMHATHOM TeMIlepaType Ha pacCesTHHOM
€CTECTBEHHOM CBeTy 5 nHeii. PazMep moBpexaeHuit
M3MEPSIA 110 LHU(PPOBBEIM M300paxkKeHUSIM JIUCThEB
C HCIOJb30BAaHMEM KOMIIBIOTEPHOM IIpOrpaMMbI
ImagelJ, ¢ 00s13aTeNbHBIM BKJIIOYEHUEM B M300pa-
JKEeHMST MacIITaOMpOBaHHBIX 0OBEKTOB [27].

AHAJIN3 AKTHBHOCTH AHTHOKCHAAHTHBIX ()epMeH-
ToB. JI1g aHanmm3a oOpaslibl JUCTHEB OTOMpPAIN B
TeYeHHe 5 THeil, HauMHasl CO IHS 3apaxkeHUs KO-
HUIMAMHA B. cinerea, 3amopaxknBanu nipu —70°C,
pacTupaayd B XUIKOM a30T¢ M TOTOBWJIM BBITSIKKU
BOIOPACTBOPUMEIX (pepMEeHTOB B Oy(depHOM pac-
TBOpE, comepxaiieM 60 MM docdar Na, 0.1 MM
DJTA, pH 7.2 m uarubutop mnpoteas. KpymHyro
B3BECh OTHE/ISUIM IIPOLICKMBAHWEM CKBO3b CHHTE-
TUYECKYIO TKaHb, MEJIKYIO — HEHTPpUMYTUPOBaHUEM
npu 24000 g B Teuenne 20 MuH. BHITSDKKY XpaHWIN
3amopoxkeHHBIMU Tipu —70°C. CopmepxXaHue IIpo-
IYKTOB IEPEKMCHOTO OKUCICHUS JTUMUIOB, a UMEH-
HO MayioHoBoro muanpaeruga (MJIA), n3mepsnu B
BBITSLKKAx Ha 80% sTaHOJIe MO peakuuu ¢ THoOap-
OUTYpPOBOIT KHNCTOTOI [28].

AKTUBHOCTb (P€pMEHTOB B BONHBIX BBITSDKKAX
M3MEPSIIN B pacTBope, coaepxatiem 60 MM docdar
Na, 0.1 MM BJITA, pH 7.2. AKTUBHOCTb KaTaja3bl
U3MEDPSIM 10 CKOPOCTH BhiaeneHus O, Ipu pasiio-
xenun 2 MM H O, ¢ ucnonb3oBaHUEM KUCIOPOI-
Horo anektpona Kmapka (“Hansatech”, Anrmmms).
CriekTpodOoTOMETpUIECKNE N3MEPEHUS TTPOBOIM-
M Ha crnektpodoTtomerpe Agilent 8453 (“Agilent
Technologies”, CIIIA) ¢ KIOBEeTHBIM OTHEICHUEM,
000pydOBaHHBIM MAaTrHUTHOM MeIaJKoOi. AKTHUB-
HOCTb MEPOKCHAA3bl OMpenesyii 1mo Merony Ngo
u Lenhoff [29]. Ilepokcuna3Hyo aKTUBHOCTD OlIe-
HUBAJIY I10 CKOPOCTH 00pa30BaHUSI MHIAMHHOBOTO
kpacurens rpu 590 1M (e = 47600 M~'cm™') B ipu-
cyrcrBuu 0.05 MM 3-meTmin-2-06eH30THA30JIMHOH-
rugpa3oHa (rugpasoH), 0.5 MM 3-(nnMeTuaaMmuHO)
6ensoitHoi kucnorel (JIMAB) u 0.025 MM H,O.,.
AKTUBHOCTE cynepokcnaancmyTtasbl (COJI) ompe-
JIEJISUTA TT0 CITOCOOHOCTH (hepMeHTa MHTHONPOBAThH
BoccTaHOBJIeHMe HUTpocuHero tetpazonust (HCT)
cynepokcuaHbeiM aHnoHoM [30]. Cpena n3mepeHuns
comepxama 0.05 MM HCT, 13 MM L-meTnonuH,
2 MKM pubodnasuH. s o6pa3oBaHMUs CYIIepOK-
CHIHOTO aHMOHA PacTBOP BO BPeMsI U3MEPEHMUSI OC-
BeIIaJId CHHUM CBETOAMOIOM U N3MEPSUIM CKOPOCTh
LIBETHOI peakuuu oOpaszoBaHUs (popmazaHa U3
HCT npu 560 um. 3a 1 yCIoBHYIO eIMHUILY aKTUB-

®U3NO0JIOTUA PACTEHUM

MHWPOINHMUYEHKO u np.

Hoctn COJl mprmHUManu ee KOJIMYECTBO, TTOIABIISI-
joliee 1BETHYIO peakuuio Ha 50% [31]. YaenbHble
AKTUBHOCTH (DEPMEHTOB BBIpAXKaIM 110 CKOPOCTH
U3MEpPSIEMOI peakliMy, IepecyuTaHHOK Ha 1 T Chl-
PO TKaHMU.

B pabore wucnoas3oBaHbl peaktuBbl: HCT,
L-metnonun, NaH,PO,, SATA (“AppliChem”,
I'epmanms); JIMAB, runpaszon, monHon (“Sigma-
Aldrich”, CIIIA); TXY (“Xummen”, Poccust); Tno-
Gapoutyposas kuciora (“AuasM”, Poccus); H,O,
(Tynbckast papmaneBTuueckas dpadbpuka, Poccus);
pubodnasun (“Reanal”, BeHrpust); mHrMOUTOPHI
npoteas (“Roche”, IlIBeiapus).

TecT HA yCTOWYHMBOCTH K OCMOTHYECKOMY CTpeC-
cy. Jist aHanm3a ceMeHa MpopaliuBaid B IJIACTH-
KoBBIX yamkax Ilerpm mmamerpom 9 cMm. Tlosepx-
HOCTHYIO CTEPHIM3aIUI0 CEMSH IIPOBOIUIN ITyTeM
30-cekyHaHoro rorpyxeHuss B 80% 3TUIOBBII
cupT ¢ Tocnenyoomeit 20-MUHYTHO#T MHKyOamei
B 4% pacTBOpE TMIIOXJIOPUTA HATPUsl. 3aTeM ceMe-
Ha TIIATEIbHO IIPOMBIBAJINA B CTEPUJIbHOI Bode U
nomemaad B vamky Ilerpu, BHICTIAHHBIE ABYMS
cyossMu GUITBTPOBaAIbHOM Oymaru, mo 15—20 cemMsH
Ha Yamky. B gamkn mo6asisiiy mo 8 MJI cTepuiib-
HOI1 BOIBI MJIM pacTBOpa MOJU3TUIEHITMKOI 6000
(I13T) (“PanReac Applichem”, Uramus). I1pu He-
obxommmocTtn Bomy wiar pactBop IO mobapmsm
B YalllKM BO BpeMsl JJIUTeIbHOI MHKyOauuu. Yari-
Kk nHKyoupoBanu nipu 20 = 1°C ¢ cobmoneHeM
12/12 a4 (menb/Houb) (oTtomepuoma (10—35 MxM
dortoHoB M~2c7!). InnHY KOpHEN MPOPOCTKOB, BhI-
pallleHHBIX B BOIIE, U3MEPSUIM Ha 5 CyT Iocjie 3aMa-
YUBaHUS CEMSH, IPOPOCTKOB BhIpallleHHbIX Ha 20%
15T 6000 — Ha 8 cyT.

Cratucrmyeckas o6padorka pe3yiabratoB. Cra-
TUCTUYECKYID 00pabOTKy MJaHHBIX HPOBOAWUIN
B miporpammax LibreOffice Calc, jamovi, Origin
(“OriginLab Corporation”, CIIIA) m Microsoft
Excel (“Microsoft”, CILIA). CtaTCTHYECKYIO 3HA-
YUMOCTb pPa3INuuii s OOJBIIMHCTBA SKCIIEPU-
MEHTOB OIIPEIESIISIN C IIOMOIIbI0 #-TecTa CThIOIEH-
Ta. Pa3nmaus cuuraiy CTaTUCTUIECKU 3HAYMMBIMU
npu P < 0.05 1 otMeuanu Ha rpaduKax 3B€3104YKOIA.

PE3VJIbTATbI

AHAIIN3 colepKAHUA JKACMOHATOB B TPAHCT€HHbIX
pacrennsx muennnbl Tr-3. IIpexne Bcero, MbI yoe-
JIVUTCH B TOM, 9TO TIepeHeceHHBIH reH AfOPR3 skc-
MIPECCUPYeTCs] B TKAHSAX HCCIEAyeMBIX pPacCTCHMUIA.
B tpancrennoii muauu Tr-3 maHHBIN FeH HaXOMUT-
Cs TI0A KOHTPOJIEM KOHCTUTYTMBHOTO IIPOMOTOpaA
Ubil xyxypy3bl [23], 4TO IOKHO OOECIIEYUTh €ro
BBICOKYIO 3KCIIPECCHIO Ha BCEX CTaAMsAX Pa3BUTHUS
pacteHuii. [TocKoJbKY TeHbl OMOCUHTE3a XKacMOHA-
TOB MOTYT PETyJIUPOBATHCS TaKKe Ha IOCT-TPaHC-
KPUIILIMOHHOM YPOBHE, MbI U3YYMIN 3KCIPECCUIO
TpaHCreHa KaK B MHTaKTHBIX, TaK 1 B ITIOBPEXXICHHBIX
JcThsax pacteHnii. C momomnieio Mmetoma OT-TTLP B
Ne 2
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Puc. 1. AHanu3 aKcnpeccuu T€HOB IyTH OMOCHMHTE3a XXacMOHATOB B TpaHCreHHbIX (Tr-3) M KOHTPOJIBHBIX PACTEHUSIX
(Sar-60) muenubl. JJaHHBIE MPEACTaBISIIOT CO00I CpeIHMe 3HAYeHUsI = cTaHIapTHBIE olMOKY (7 = 4). BykBbl 0603Haua-
IOT cTaTUCTUYeCcKU 3HaUnMBble pazauuust pu P < 0.05 (ANOVA ¢ nocnenytoiuM tectoM JlyHkaHa).

peXuMe peaJbHOTO BpEeMEHU MHOATBEPKICHO OIU-
HakoBO BbicoKoe coaepxaHue MPHK TpaHcrena
IIpY IOpaHEHWU PacTeHU U 0e3 HEro, B TO BpeMs
KaK HETpaHCT€HHBbIE POOUTEIbCKUE PacCTeHUS HeE
HakammBaim MPHK ArOPR3 (puc. 1). Takxe, MBI
OLICHWJIM YPOBHU 3KCIIPECCUM COOCTBEHHOIO TeHa
ajeHOKcuacuHTa3bl mueHunsl (7aA0S). Pe3ynb-
TaThl II0KAa3ajJM, YTO MEXaHWYECKOEe IMOBPEXICHUE
MPUBOIUT K OIIYTUMOMY ITOBBIIICHHUIO COIEpXKa-
Hus TpaHckpunta 7aAOS Kak B KOHTPOJIBHBIX pac-
TeHUsIX, TaK U B TpaHCIeHoW JuHuUM. boiee Toro,
cTpecc-MHAYLMpYyeMbIii ypoBeHb TaAOS oxaszancs
noctoBepHoO BoItie (P = 0.0247) B TpaHCTeHHOH JT1-
HUM co cBepxakcnpeccueit A7OPR3 (puc. 1).

Ha pucynke 2 1mpencTaBieHBI pe3yJBTaThl
aHaJM3a COHEPXAaHMUS OCHOBHBIX KAaCMOHATOB,
12-okcoduronneHoBoit  kuciotrel  (12-ODIK),
kacMoHoBoOM KucioThl (ZKAK) m Kowbrorata xa-
cmoHoun-m3onenumHa (Mme-2KAK), v TpaHcreH-
HBbIX M HETPAHCTeHHBIX PONUTEIHCKUX PpPaCTeHUI
B MHTAaKTHBIX W IIOpaHEHHBIX JUCThsIX. Kak ObLIO
TMOKa3aHo HaMU paHee [24], pacTeHUS MITKOI1 TIire-
Huipl CapatoBckasi-60 MPOSIBISIIOT TOBOJILHO BbI-
COKYIO BHYTPUTPYIIIOBYIO IUCIIEPCUIO COMEPKAHUS
¢utoropmonoB. BciencTBue 3Toro, a Takxke M3-3a
HU3KOTO MCXOTHOI'O YPOBHSI TOPMOHOB, HE YIAJI0Ch
BBISIBUTh CTAaTMCTUYECKM 3HAYMMBIE pPa3INdus B
colmepXaHNU XaCMOHATOB B JIMCTbSIX HETPaHCICH-
HBIX ¥ TPAHCTCHHBIX PACTEHUM MSTKOM IIICHUIIBI
(puc. 2a—sB). B MexaHm4yecK MOBPEXKICHHBIX pac-
TeHUusix ypoBeHb KAK okaszancd 3HaUMMO HIKE
B TpaHCreHHO# mHuu Tr-3 10 cpaBHEHUIO C He-
TPpaHCTEHHBIM KOHTPOJIeM. JI0CTOBEPHBIX pa3IMIunii
B cogepxxanum 12-ODJIK u Une-2KAK obHapyxKe-

®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2

HO He OBUIO, XOTS CpemHMe 3HAYCHUSI OCTaBaJINCh
YyTh HUKE B TPAHCTEHHOM TuHUM T1-3.
Hccnenosanne ycTONYMBOCTH TPAHCTEHHOM JTMHUAN
nmennnpl Tr-3 K B. cinerea. VI3yunnm pa3BuTHe MH-
dexLn HeKpoTpodHOro (PUTONMATOreHHOTO rpuda
Ha TPETbEM JINCTe TPAHCTeHHOI JIMHUM TeKCario-
naHo mmeHus Tr-3 (puc. 3). 3apaxkeHne TUCTHEB
MIIEHULBI KOHUIUSIMU B. cinerea compoBOXIaeTcs
00pa3oBaHMUEM XEITON (XJIOPOTUYECKOIT) 1 Oypoit
(HexpoTH4ecKoii) 30H [24]. Y TpaHCTeHHOI MIIIEHM -
Il CyMMapHasl IJIMHA ITOBPEXIESHU INCTHEB 1 Be-
JIMYMHA HeKpo3a ObUtM Ha 35% MeHbIle, YeM Y KOH-
TposibHO# mmeHuibl CaparoBckasg-60 (P < 0.01),
CBHUIETEJIBCTBYS O IOBBIIIEHHOI YCTONIMBOCTHU JI-
Hum Tr-3 K 3apakeHuto B. cinerea. I1py 3TOM TUCThS
Tr-3 coxpansm 0oJiee SIPKYIO 3eJICHYIO OKPACKY.
st Toro 4ToObl BBISIBUTH MEXaHU3MbI, 00-
YCIIaBIVBAIOIIME IIOBBIMIEHHYIO  YCTOMYMBOCTH
TPaHCTe€HHBIX PACTEHUI1 K IIATOT€HY, MBI IIpOAHAJIH-
3MPOBAJIM COCTOSHME aHTHOKCHMIAHTHON CHCTEMBI
B JIMCTBSIX He3apaXXeHHBIX M 3apaXXeHHBIX pacTe-
HU B IIPOLIECCE Pa3BUTUS CUMIOTOMOB MH(EKIINN.
I 3TOro M3MEpWIM ComepKaHue IIPOMYKTOB IIe-
PEKMCHOTO OKMCJICHUS JTUIIUI0B (MaJIOHOBOTO M-
aJbIeTHUIa) U aKTMBHOCTb TPEX aHTHMOKCUIAHTHBIX
depmenToB (mepokcumasbl, Karamasel u COJl).
Conepxanne MJIA Bo Bcex o0pasliax COCTaBIISIIIO
npubm3uTenbHo 100 HMOIB/T CBHIPOrO Beca He3a-
BUCHMO OT HAJW4YMS WM OTCYTCTBUS 3apakeHUS
rpuboM, BpeMEHH I10CJIe MHOKY/ISILINU U TeHOTUIIA
(TpaHCTeH WiIu poouTeIbCcKuii copT) (puc. 4a). Ile-
pOKCHIAa3HasI aKTUBHOCTh YBEJIMUIIIACH YK€ uepes
CYTKHU MOCJE 3apaXeHusI, a K 3 THIO OHa JOCTHUIJA
HauOOJBIINX 3HAYCHUI, IIPEBHICUB HCXONHYIO B
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Puc. 2. Conepxanue MHINBUAyaTbHBIX x)XacMoHaToB (12-ODIK; XKAK; Nne-2KAK) B MHTaKTHBIX M TOPAHEHHBIX JINCThIX
rexcarutongHoi meHubl CaparoBckas-60 (Sar-60) (3akpallleHHbIe KpYyTM) M TPaHCTEHHOTO PacTeHUsI, CBEPXIKCIIPEC-
cupytoniero AfOPR3 (Tr-3) (He3akpalieHHbIe KBaapaThl). Kaxplii KpyT 1 KBaapaT MPEACTaBISIOT MHANBUIYAIBHOE pac-
TeHUE; TOPU30HTAIbHBIC INTHUM — CpelHee 3HaueHKe. 3Be3I0uKa 0003HaYaeT CTATUCTUYECKU 3HAUMMOE Pa3inire MEXIy

nBymsi reHoTuramu mpu P < 0.05.
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Puc. 3. BocnpuuMunBOCTb TpaHCTEHHOW TWHUM TIeHUTIBl Tr-3 K Botrytis cinerea. (a) Penpe3eHTaTUBHBIE N300paXKeHUST
3apakeHHBIX JINCThEB Ha TISATHIe CYyTKM mocie nHbuumposanus; (6) Pasmep cymmapHoro moBpexneHust IucTheB; (B) Pas-
MEp HEKPOTUYECKUX MOBPEXACHUN JTUCTbeB. [JaHHbIE MPEACTaBISIOT CO00I cpeaHue 3HAYEHUST TPEX HE3aBUCUMBIX DKC-
TMEPUMEHTOB I10 6—7 GUOJIOrMYECKHMX TTOBTOPHOCTEN CO CTaHIAPTHOM OIIMOKO cpeaHero. ** — CTaTUCTUYECKN 3HaYMMOe

paznuuue Mexnay nByMs reHoturnamu npu P < 0.01, cortacHo

3 paza (puc. 40). B He3apaxkeHHOM KOHTpOJIE Tie-
poKcuaa3Hasi aKTMBHOCTb TakXkKe BO3pacTajia, HO
¢ 3amepxkkoif Ha 1—2 cyt. Yepes 4 mHS 3KCIIepu-
MEHTa IePOKCHUAa3Hasl aKTUBHOCTb B 3apaskeHHBIX
JIUCTBSIX HETPAHCTEHHBIX PACTCHMII NOHMU3UJIACH,
TOIIa KaK B He3apaXKeHHbIX JIUCThAX M 3apakeHHOM
TpaHCTeHHOI uHuKM Tr-3 oHa ocTajlach HEM3MEH-
HOM WIM yBenuuwiach. JlocToBepHOe pasinyue
(P < 0.05) mexny 3apakeHHBIMU JTUCTbIMU 11-3 1
Sar-60 nposBWIOCH Ha 5 neHb, OMHAKO €CIM Y4U-
THIBAaTh IIPOJOJIKUTEIHLHOCTh BCETO 9KCIEPUMEHTA,
IVICTIEPCUOHHBIN aHAIN3 He TIOATBEPIMII TOCTOBEP-
HOTO BJIMSIHMSI T€HOTUIIA HA IIEPOKCHUIA3HYIO aK-
TUBHOCTE (P =0.2).

®U3NO0JIOTUA PACTEHUM

OLIEHKE IT0 /-TeCTY CThlOneHTa.

CX0XyI0 TEHICHIINIO HAOIIOIAIM 10 OTHOIIECHUIO
K CYMepOKCUIIUCMYTa3HOM aKTUBHOCTHU, 2 UMEHHO €€
MOBBIIIEHNE B TeYeHHUE 4 CYT ¢ ITOCICAYIOIIUM CHM-
KeHWeM Ha 5 geHb. Tak, HauMHasi CO BTOPBIX CYTOK
rocJie MHOKYSIIuu B. cinerea (puc. 4r) COJl, akTHB-
HOCTb Bo3pocia B cpenHeM Ha 50%; Ha IIATbIe CyTKU
OHa CHU3WIACh [MOYTU IO UCXOMHOTo 3HaueHus1. B He-
3apakCHHbBIX JIMCThSIX TaKXKe HabIoaaIcs 3HAYUTEb-
HBII pOCT, HO C 3aI€PKKOM HA OOWH ACHb, IIPU 3TOM
CHWXXECHUS aKTUBHOCTU Ha 5 A€Hb HE IPOMICXOMUIIO.
3HAYMMBIX pa3Indvii MeXITy TPpaHCTCHHBIMU U He-
TPaHCT€HHBIMM PACTEHUSIMU HE OOHAPYKEHO.

KartanazHasgs akTUBHOCTb YMEHbBIIWIACh, Ha-
yypHas ¢ 4 AHA MOCie MHOKYISIIuU, gocturas 50%
Ne 2
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Puc. 4. 3aBucumocts conepxkanvst MJIA 1 akTHUBHOCTH aHTUOKCUIAHTHBIX (DepMeHTOB B J11cToBOM TKanu Sar-60 (1, 2) u Tr-3
(3, 4), He 3apaxeHHoi1 (1, 3) u 3apaxxkeHHOM B. cinerea (2, 4), OT BpeMeHHU, IIPOILLEIIIETO ¢ Hauyajda MHOKYISIUUU B. cinerea: (a)
conepxanue MJIA; (6) akTHUBHOCTb ITEPOKCHU/Ia3bl; (B) aKTUBHOCTD KaTaiassl; () aktuBHOCTh CO/I. [17151 3apake HHbBIX JINCTHEB
TIPENCTaBICHbI CpeMHYEe 3HAUSHWS ¥ CTAHAAPTHBIE OTKJIOHEHMSI 10 2—3 OMOJIOTUYECKUM TIOBTOPHOCTSIM.

B nucThsx miueHuubl CaparoBckas-60 (puc. 4B).
B 11e710M, aKTUBHOCTh CHMXKA/IACh KaK B 3apaKeH-
HBIX, TaK U B He3apaXXeHHBIX JTUCThsX. [1pu 3apaxe-
HUM TpaHCTeHHOM JnHMKU Tr-3 KaTama3Has aKTUB-
HOCTb OBbLjIa BBIIIE MO CPABHEHUIO C KOHTPOJIbHBIM
copToM mueHus B 1.1—1.5 pasa. JlucriepcnoHHBI
aHaJIM3 MOKa3aj, YTO pa3IMdyue MeXIy TPaHCIeH-
HBIMU ¥ KOHTPOJIbHBIMU PAaCTeHUSIMU CTATUCTHYIEC-
cku JoctoBepHo (P < 0.01).

Hccaenosanune ycroitumBoctu Tr-3 K ocMoTuue-
CKoMY cTpeccy. B kauecTBe Monenn aOMOTUIECKOTO
cTpecca HUCI0Ib30BaId OCMOTUYECKHU CTpecC, CO3-
naBaeMblii ¢ moMolbio 20% 13T 6000. [Tpu mpopa-
IIMBAaHWM CEMSTH CHa4YaJjia OLICHUBAJIN UX BCXOXECTb,
MOICYMTHIBAST YHCJIO IIPOPOCTKOB C KOPHSIMHU OoJiee
1 Mmm. CeMeHa 006enx TPYIIT JIETKO IMTPOPACTAIN KaK
B Bole, Tak U B npucyrcteun 20% I19I; addek-
TUBHOCTb TpopacTtanust cocrauia 100%. Ha pu-
CYHKE 5 IIpeIcTaBlIeHbl CyMMMpPOBaHHBIE HaHHBIC
Ne 2
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IUIMHBI Han0oJiee Pa3BUTOTO KOPHS TPAHCTEHHBIX U
HETpPaHCTeHHBIX 00pa3oB. OCMOTUYECKHUI CTpECC
MPUBOOM K 3HAYMTEIHHOMY IIOHABICHHUIO pPOCTa
KOpHEI 0001X TeHOTUIIOB, HO B 3HAYMTEILHO MEHb-
1Iei cTeleHU HeraTuBHBINA 3P deKT Habmwonaau y
JIMHUN 3KcTpeccupytomeit Af\OPR3. Mb1 Habmona-
JIA CYIIECTBEHHYIO Pa3HUILy MEXAY IJIMHOM KOpHEH
CapartoBckoii-60 1 TpaHcreHHoi nuHumM Tr-3 kak
B YCJIOBHUSIX CTpecca, TaK 1 0e3 Hero, Ho MHTepec-
HO, 4TO IIpX IIPOpAIIBaHUK Ha BOIE KOPHU JTMHUHI
Tr-3 6bUI KOpOYe, TOrAa KaK B YCIOBUSIX OCMOTH-
YeCKOIo CTpecca — IUIMHHEE.

OBCYXIAEHUE

Panee MBI ommchIBAJIM CO30aHME KOJUIEKIIMH
TPAHCTCHHBIX PACTCHUII TE€KCAIUIOMIHON MSTKOM
MILEHUIIbI, CBEPXOKCIIPECCUPYIOLINX T€HBI OMOCUH-
Te3a kacMoHaToB [23, 24]. [l cBepXaKcIpeccuu
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Puc. 5. Poct KopHeil TpopoCcTKOB HeTpaHCTeHHBIX (Sar-60) u TpaHcreHHbIX pactenuii (Tr-3) Ha Boze (a, 6) u 20% pacTBope
18T 6000 (B, 1). (a, B) — penpe3eHTaTUBHBIE N300paxkeHUs MTPOPOCTKOB Ha Boze (a) 1 Ha [19T (B). I'paduku oTobpaka-
JOT JUTMHY CaMbIX pa3BUTHIX KOPHE MMPOPOCTKOB (1 = 15—25); CIJIONIHbIE TOPU30HTATbHEIC TUHUY TTOKA3BIBAIOT MEANAHY,
IYHKTUPHBIE TMHUHU — 75 1 25 MPOLIEHTWIN pacipeneaeHus. 3Be3M0YKaMy OTMEYEHBI CTATUCTUYECKY 3HAYMMBIE Pa3IAYMST
MeXIy TeHOTUTIaMU, COTIacHO olieHKe 1o #-TecTy CteionenTa (* — P < 0.05), (*** — P < 0.001).

B MILEHULE ObLT BbIOpAH XOPOILIO U3YYEHHBIN T'eH
A. thaliana AtOPR3, 9bs poJIb B OMOCUHTE3€ 3KACMO-
HATOB ObLIa SKCIIEPUMEHTANIBLHO IIOATBEpPXKICHA.
PacTeHus He3aBUCUMBIX TPAaHCT€HHBIX JTUHUM pa3-
JINYAIOTCS 110 HEKOTOPHIM (PEHOTUIIMYECKUM IIpH-
3HaKaM, 0COOEHHO 10 YCTOMYMBOCTH K CTPECCOBBIM
daxkTopam. g pactenuit tmaun Tr-3 xapakTepHa
BBIpaXKEHHAs 3alepXKa B pOCTe U pa3BUTHUH, OCO-
OCHHO Ha paHHUX 2Tallax pa3BUTHs, TAKXKE OHM JIe-
MOHCTPUPYIOT YCTOMYMBOCTh K HU3KUM TeMIIepa-
TypaMm [23], T. €. IPOSBISIOTCS TIPU3HAKN, KOTOPKIE
XapaKTepHBI IUISI BIMSHUS KaCMOHATOB, IIPOU3BO-
OUMBIX pPAacTEHHEM SHIOTEHHO WIM HaHECEHHBIX
9K30TeHHO. PacTteHust TpancreHHoit muanm Tr-3
XapaKTepU30BAINCh Han0OoJjiee BHICOKMM YPOBHEM
BKCIIpeccum TepeHeceHHoro reHa AtOPR3 v He-
CKOJILKO TIOBBIIIEHHBIM 0a30BbIM ypoBHeM KAK
(aHamM3 OBUI BBHITIOJHEH HA CTaAuM YETBIPEX JIM-
creeB pacrenuii T,-T,, aHaIM3UPOBAIM SKCTPAKTHI
TpeTbero JnucTta). B Hacrosmieit pabote MBI TIpo-
JOJKUIIN TOAPOOHOE M3ydyeHue 3TOM TpaHCTeHHOM
JINHUH, HO B 3TOT pa3 IS OOJBIINHCTBA aHAJIN30B

®U3NO0JIOTUA PACTEHUM

WCIIONB30BAJIM TPETUMA JIMCT PACTCHUI, HaXOIS-
IUXCSI Ha cTamuy (OPMHUPOBAHMSI YETHIPEX WIN
nsTh JTUucTheB. [IpuHMMas BO BHUMaHUE, YTO Oa-
30BBII YPOBEHD XKaCMOHATOB B minieHuiie CapaToB-
cKas-60 oueHb HU30K U pa30poC B 3HAYCHMSIX MEXK-
Iy WHAWBUAYaIbHBIMU PACTEHUSMU OYEHb BEIIMK,
KaK paHee ObLIO MOKa3aHO B HAIIMX MCCIEIOBaHU-
six [24], oLIeHKY comep:KaH1sI )KaCMOHATOB 1 YPOBHSI
3KCIIPECCUM T'eHa OMOCHUHTE3a XKaCMOHATOB IIPOBO-
IJIN B MEXaHNIECKU IMOBPEXKICHHBIX JIMCThHSX, T. €.
B YCJIOBUSIX MHAYLIMPYEMOTO cTpecca. B pacreHusx
aunun Tr-3 (cemenHoe nokonenue T,) mo-npex-
HEMY BBICOK YPOBEHbB 3KCIIPECCUM TPAHCTEHA, IIPU-
YeM MeXaHMYeCKOe ITOBPEXICHHE HE MPUBOOUT K
3HauMMoMy M3MeHeHuo ypoBHs1 MPHK (puc. 1),
YTO, CKOpEe BCEro, CBUAETEIbCTBYET 00 OTCYTCTBUU
MOCTTPAHCKPUIILIMOHHON PEeryIsIiui 3KCIPECCUN
nepeHeceHHOro reHa. PasHuiia B 6a30BOM YpOBHE
’KaCMOHATOB MeXIy TPaHCTEHHBIMM 1 HETPAHCTEH-
HBIMU paCTeHUSIMU HE BBISIBJIEHA, a BOT PE3Yy/IbTaThl
aHAJIM30B COIEPXKaHMUS TOPMOHOB B IOBPEXIEHHBIX
JINCTBSIX OKAa3aJIUCh HEOXUIAHHBIMU: XOTSI B 000-
Ne 2
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MX TeHOTHUIIaX HaOJII0IaI0Ch MOBHIIIEHNE YPOBHEH
>KacMoHaTtoB, ypoBeHb KK B TpaHCreHHOI TMHUU
Tr-3 oxaszajics HIKe, 4YeM B POOUTEIBCKOM COPTE
(puc. 2). Takke, MBI OLICHUIN M3MEHEHNE YPOBHS
aKcIIpeccun cobcTBeHHOro reHa 7aAOS, akTuB-
HOCTb KOTOPOI'O OOBIYHO ITOJIOXKHUTEIHHO PETy/Iu-
pyeTcs (kacMOHATaMU, UCIIOIb3YS 111 3TOTO Ipaii-
MepbI, NOTOOpPaHHBIC K KOHCEPBATUBHOMY YJaCTKY
MIIEHWYHBIX roMeoloroB A0S, Tak KaK B HACTOSI-
IIMA MOMEHT TKaHe- ¥ BpeMsICIIeHU(pUIHOCH IKC-
TIPECCUN OTAEITBHBIX TeHOB ToMeonoroB A0S reHoMa
MIIIEHULBI MaJIO KcclienoBaHa. CTpecc-uHIyIupye-
MBI ypoBeHb TaAOS, oKa3ancst JOCTOBEPHO BBIIIIE
B TPaHCTE€HHOM JIMHUM CO CBepxdKcIpeccueit AtO-
PR3 (puc. 1). OgHO M3 BO3MOXHBIX OOBSICHEHWIt
TaKMX MPOTUBOPEUYMBBIX JAHHBIX — TPAH3UECHTHBII
XapakTep WHAYKLIMU XAaCMOHATHOM CHCTeMbI U
CJIOXXHOCTD PETYISITOPHOI CUCTEMBI, IOAIepKIBa-
IolIeil ypOBEHb TOPMOHA B TKAHSX U aKTUBHOCTH
MmyTeil mepemadyd curHajga. TpaHCreHHas JTUHUS
Tr-3, cBepxakcmnpeccupytomas AfOPR3, mocyXuT
YIOOHBIM MHCTPYMEHTOM JUISI M3YYEHUSI STHUX PeTy-
JISTOPHBIX MEXaHU3MOB B OyIyILIEeM.

HenaBHO Mbl onyO6JMKOBaIM JaHHBbIE, MOKa-
3bIBAIOIIME, YTO IIOBBIMIEHHBIM CTpEeCC-MHIYIIH-
pyeMBIii YpOBE€Hb KAaCMOHATOB B TPaHCIE€HHBIX
pacTeHUSIX TeKCAaIUIOMAHON (MsrKas MINeHWIa) U
TEeTPAIIONIHON IIIEHUIBI (I10j10a) KOppeaupyer
C TOBBIIIEHHOW BOCHPUMMYMBOCTBIO K B. cine-
rea [24]. Dra paboTa XOpOIIIO COTNacyeTcs ¢ Ipef-
CTaBJICHHBIMU 30eCh MAHHBIMA O TOBBIIICHHOMN
YCTOMYMBOCTH JIMCTHEB IIIIEHUIIBI CO CHIKEHHBIM
ctpecc-mHAYyHIUpyeMbiM ypoBHeM KAK (pmc. 3),
OIIHAKO IPOTUBOPEUYUT MHOTUM COOOIIIEHUSIM O 3a-
IMUTHBIX (PYHKIMSIX XXKaCMOHATOB IIPOTUB B. cine-
rea [32] v mpyrux HEKpOTPO(PHBIX (PUTOMATOTCHOB
[33]. B To ke BpeMs1, Obl1a TToKa3aHa M HeTaTUBHAs
(byHKIIMS 3)KaCMOHATOB B 3alllMTe PAaCTEHUM OT He-
kporpodosb. Tak, y KacMOHAT-Ae(pUIIUTHOTO MY-
TaHTa ToMara defl (defense 1) cuMIITOMBI TTIOpaXe-
HUS HeKpOTpOoMHBIM TpuboM Alternaria alternata f.
sp. lycopersici oka3annch MeHBIIIE TI0 CPaBHEHUIO C
pacTeHUSIMU OUKOTO TUIIA, a 00pabOoTKa METHUILKA-
CMOHATOM CHIXKaJIa YCTOMYMBOCTD K 3a00JIeBaHIIO
KaK MYTaHTHBIX PaCTeHMI, TaK M TUKOTO ThIa [34].
ITo yrBepxnenuio aBTopoB, 2KAK He Bausger Ha
neiictBue TokcuHa rpuba AAL (Alternaria alternata
f. sp. lycopersici), HO MOXET HETaTUBHO PETyIUPO-
BaTh OOIIYI0 PE3UCTEHTHOCTb PAaCTEHUS-XO3IMHA
Ha 0oJiee TTO3MHEH CTaaUM 3apaKeHUS.

W3BecTHO, YTO calMMUMIOBas KHCIOTa YacTo
BbIcTynaeT aHTaroHuctoM KAK, mposiBisisi mpo-
TeKTOPHBIE CBOWCTBA IIpM 3a00JIEBAHUSIX, BBI3BI-
BaeMbIX OMOTpoHBEIMU TTaToreHamu [35], omHAKO
€CTh JAHHEIE O TOM, YTO CAIMLIMIOBAsI KUCJIOTA I10-
JIOXXKUTEILHO BIMSIET Ha JIOKAJBHYIO 3alllUTy OT B.
cinerea, He n3MeHsIs1 aKcnpeccun PRI v PDF 1.2
(PLANT DEFENSIN 1.2) [36]. I[TomuMo aHTaro-
HU3Ma KaCMOHATOB M CAJUIMJIOBON KUCJIOTHI, Y
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A. thaliana omucaHO B3aMMHOE IIOAABJIEHUE IBYX
napajuleJIbHBIX BeTBEll XKaCMOHATHOI'O CHUTHAIMH-
ra:. ERF- u MYC-BerBu. IlepBag pearupyer Ha
nopaxeHue (uUTOIaTOreHaMu, a Bropas — (UTO-
¢aramu. TO MYC2 MOXeT HAIIpSIMYIO CBSI3bIBATh-
ca ¢ T® EIN3 (Ethylene Insensitive 3) u T® EIL1
(EIN3-Likel), memas cBsa3siBanuio EIN3 ¢ mpomo-
TOPOM TeHa-MuIIeHH, Kogupymomero TAd ORAS9
(Octadecanoid-Responsive Arabidopsis 59), uyto
CIIOCOOCTBYET 3apakeHUIO B. cinerea v NpyriMu He-
Kpotpodamu [37, 38].

HeratuBHbIiA 3¢ @dEKT KacCMOHATOB TakKXKe MO-
JKeT OBITh CBSI3aH C pery/Isaiueii cTapeHUs TUCThEB.
Y A. thaliana MYC2 NON0XUTEIbHO peryaupyer
’KaCMOHAT-OIIOCPEIOBAaHHOE CTapeHUEe JUCThEB,
YTO MOXET HEraTMBHO BIIMSITh Ha 3aIllUTy OT He-
KpOTpOo(dHBIX U OMOTpOHBIX (PUTONATOTeHOB [33,
39]. IIpu aTOM He Bceraa XacMOHAT-OIIOCPEIOBaH-
HOE CTapeHHe CBS3aHO C XXKaCMOHAT-3aBUCUMBIMU
3alIMTHBIMU MeXaHu3Mamu. Hammpumep, perpeccop
>KacMoHaTtHoro otBeta JAZ7 A. thaliana 3amennsier
CTapeHue JUCTbeB, HO CHOCOOCTBYET 3apakKeHUIO
HekpoTpodamMu, Ipyd 3TOM 3allMIIas OT OMOTpO-
(¢oB. Psan vccnenoBaHUil yKa3bIBaeT HA CBSI3b MEXTY
YCTOMYMBOCTBIO K ITaTOreHaM, CTapeHUeM JIUCThEB U
aKTMBHOCTbIO aHTUOKCUIAAHTHBIX (hepMEHTOB. W3-
BECTHO, UTO Yy A. thaliana psiii KJIIOUEBBIX TEHOB, pe-
ryaupylomux crapenue, SAG-reHsl (Senescence-As-
sociated Genes), TPAHCKPUMNLIMOHHO aKTUBUPYIOTCS
B OTBET Ha NIEMCTBUE MEPOKCUAA BOAOPOMIA, a Xa-
CMOHATBI CITOCOOHBI MOAABJSITH SKCIIPECCUIO T'eHa
AHTUOKCUIAHTHOTO (hepMeHTa KaTajas3bl, a TaKXe,
BO3MOXHO, U JPYIMX T€HOB aHTUOKCUIAHTHBIX
(epmMeHTOB BO BpeMs cTapeHMs aucTbeB MYC2-3a-
BUCUMBIM 00pa3oM (BO3MOXHO, Takke U MYC3-,
MYC4-3aBUCHUMBIM), TEM CaMbIM YBEJIMYMBAs KOH-
LeHTpalLuIo nepokcuaa sogopoaa [39]. Kpome 3to-
ro, CAT2 criocobctByeT akTuBHOCTM ACX?2 (Acyl-
CoA Oxidase 2) 1 ACX3, ¢hepMeHTOB 3-OKUCIAEHUS,
3aKJIIOYUTESIbHOM CTaAuM CUHTE3a KAaCMOHOBOIA
KMCJIOTHI, a CaJIMLIUIOBAsI KUCJIOTa UHIMOUPYET aK-
tuBHOCTbL CAT?2 [40]. [ToMuMO HeraTUBHOI pery-
JISILIMM CTapeHUs JIMCThEB KaTajasa U MepoKcuaasa
CIIOCOOHBI pasjarath MEPOKCUA BOIOpPOAA, KOTO-
PHIi BBIACISICTCS KOHYUKAMU THU(D U MHPEKIINOH-
HBIMU TIOAYIIIKAMU ITpuba B. cinerea nyist OKUCAEHUS
MOJMMEPOB KYTUKYJIbI pacTeHuii [41].

B nmaHHOII paboTe OLIEHKY CTEeNeHU OKUCIIU-
TEeJIbHOTO CTpecca B JIMCThSIX MPOBOAMIAU C IIO-
MOILbIO M3MEpPEHUsI KOHUEHTpPALMU MNPOAYKTOB,
pearupymoimmx ¢ TUO0apOUTYpOBOIl KHUCIOTOI.
OTOT METOA IIMPOKO MCHOJb3YEeTCs, OAHAKO MPU
WHTEpHOpeTaluu MOJYyYeHHbIX Pe3yJIbTaTOB BaxKHO
NOMHUTHb, 4To peakuusa TBK u M/IA He gBasieTcs
cneuuduuHoit, a MJIA — OCHOBHOI1, HO HE €IUH-
CTBEHHBII MPOAYKT MEePEKUCHOTO OKUCIEHUS JIU-
nupoB. ITonyyeHHbIe naHHBIE (pUC. 4) YKa3bIBaIOT
Ha OTCYTCTBUE BBIPAXXEHHOIO0 OKUCIUTEIbHOIO
cTpecca B Cpe3aHHBIX JIMCThSIX IMILIEHULbI KaK B OT-
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CYTCTBME, TaK U B IPUCYTCTBUM B. cinerea. B kuHe-
TUKE WU3MEHEHUSI aKTUMBHOCTU aHTMOKCHUIAHTHBIX
(epMeHTOB HAOIIOMAIOTCS 3HAYMTEIbHBIC CXOMI-
CTBAa MEXAY 3apaXXeHHbIMU W He3apaXeHHbIMU
JIMCThSIMU. BeposSITHO, OCHOBHOM MPUUMHON TaKUX
M3MEHEHUI CIyXUT CcTapeHue JucTa. PazButue
rpuba, B OCHOBHOM, HE MPUBOIMUT K TOMOJHUTEIb-
HOMY YBEIMYEHUIO WJIM YMEHBIICHHUIO (PepMeHT-
HBIX aKTUBHOCTEM, a JIMILIb YCKOPSIET 3TU U3MEHE-
Husa Ha 1-2 cyt. JlocToBepHBIE pa3indust MEXIY
TeHOTUIIAaMHU OOHAPYKEHBI JIUIIIb IS [IEPOKCHIA3-
HOM M KaTaJa3HOM aKTHMBHOCTEH:. NMEPOKCHIA3HAS
AKTMBHOCTD BBIIIIE B TPAHCT€HHOM JuHNU Tr-3 mo
cpaBHeHuo ¢ CaparoBckoii-60 Ha TSITble CYTKH
nocJje 3apaxeHus, a KaTajla3Hasi — ¢ 1 mo 5 qHu.

AHTUOKCUIAHTHAsI CUCTEMa CIYXUT HeCIIell-
UOUUHBIM TPUCIIOCOOJICHUEM DPAaCTeHMIA IpPOTUB
Pa3IUYHbIX HEOJIATOMPUATHBIX YCIOBUIA, IIO3TOMY
MOXHO IIPEAIOJIOKUTh, YTO YBEIWYEHUE AKTHUB-
HOCTA AHTUOKCUIAHTHBIX (DEPMEHTOB SBISIETCS
OOHOM W3 MNPUYMH MOBBIIMIEHHON YCTOMYMBOCTU
TpaHCTeHHOIl nuHUM Tr-3 B YCIOBUSX CTpecca.
Heob6xonmMo oTMeTUTh, 4TO HAOJIOJZAEMOE ITOBBI-
IIeHWe aKTUBHOCTH KaTajasbl y TuHuu Ir-3, cBe-
X3KcTpeccupytoeit AfOPR3, comepxkaleil ToH1-
KEHHBI CcTpecc-UHAYyUUpyeMblit ypoBeHb KAK,
0Ka3aJ10Ch HEOXUAAHHBIM, TaK KaK IMIPOTUBOPEYUT
JaHHBIM O TOM, YTO XXaCMOHAaThl YCUJMBAIOT aK-
TUBHOCTh AHTUOKCHUIAHTHBHIX (pepMEHTOB pacTe-
HMIA, TIO KpaliHeill Mepe B YCIOBUSIX aOMOTUYECKUX
cTpeccoB [42], XOTS Ipo- WM AaHTUOKCUIAHTHOE
IefiCTBUEe TOPMOHOB MOXET 3aBUCETh OT MX KOH-
LIEHTpALMM, KaK 3TO ObLIO MOKA3aHO MJIs1 CaTULIM-
JIOBO#t KUCIOTHI [43]. MoneKkynIsipHble MEXaHNU3MHBI,
oOycnaBaMBalOIIME YCTOMYMBOCTh IMPOPOCTKOB
TpaHCTeHHOI JTWMHUU Tr-3 B yCIOBHSIX OCMOTHYE-
cKoro ctpecca (puc. 5), ellle MpeACTOUT BbISICHUTb.
B pemiennu 510i M Apyrux 3agad OyoyT O4eHb MO-
JIE3Hbl TEHETUYECKU MOAU(MUIIMPOBAHHbBIE pacTe-
HUS NIIEHUIbl C U3BMEHEHHOM aKTMBHOCTBIO XKa-
CMOHATHOI CUCTEMBI.

Pabora momaepxaHa Poccuiickum HaydHbiM
®ongom (rpant Ne 22-16-00047). UccremoBaHue
AHTUOKCHIAHTHOM CHCTEMBbI MoanaepxkaHo MHHU-
CTEPCTBOM HayKu U BbIclero odpasoBaHust Poc-
cuiickoit denepanvu (Tema Ne 122041100274-6).

ABTODHI 3agBISIIOT 00 OTCYTCTBUM KOHMJINKTA
uHTepecoB. Hacrosimas paGora He comep:KWT Ka-
KUX-JIM0OO MCCaeNoBaHUI C ydacTUeM OIS 1 Xu-
BOTHBIX B KQY€CTBE OOBEKTOB UCCICAOBAHMSI.
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Physcomitrium patens — MOJIEJIb JIJIS1 N3YYEHUA DBOJJIIOIINUA BEJIKOB

C JEKTUHOBBLIMU IOMEHAMM Y PACTEHUI!
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Mox Physcomitrium (paHnee Physcomitrella) patens (Hedw.) Mitt. — 6ecceMsiHHOE M OeccoCyIucToe pac-
TeHHE ¢ pactInpoBaHHBEIM TEHOMOM, TIPEACTAaBUTEIb HanOoJIee IPEBHNX U3 HBIHE KXUBYIIINX TAKCOHOB
Ha3eMHBIX PACTCHUMN — yI0OHAasI MOIENIb IJISI M3YYSHMS BOIIOLIMOHHOTO pa3BuTUs pacTeHuit. C 1enbio
u3yyeHus: opMupoBaHUs Habopa U PYHKIIMI YIIIEBOI-CBA3BIBAIOIINX OCJIKOB Y paCTCHUI B XOIE 9BO-
JIIOLIMY TIPOBENIEH MOJTHOTEHOMHBI CKPUHUHT T€HOB, KOAUPYIOLIUX OCJIKY C IEKTUHOBBIMU TOMEHAMH,
BTeHOMe P, patens, U IpoaHAIM3MPOBaHa MX SKCIIPECCHS B Pa3IMYHBIX KJIETKAX U TKaHSIX MXa. BeIsaBieH
141 reH, kogupyrowmuii 6enku u3 15 cemeiicTs, HAOOP U YUCIIO MPEACTABUTEIEH KOTOPBIX CYIIECTBEHHO
OTJIMYAJICh OT IIPOAaHATU3NPOBAHHBIX paHee IMTOKPBITOCEMEHHBIX pacTeHMit. Y P. patens HEKOTOPHIE U3
OCJIKOB C JISKTUHOBBIMU JOMEHAMM 00JIafaiv CIeHMMUIHONA TOMEHHOMN apXUTEKTYypOil, He TIPEICTaB-
JICHHOH Y BBICIIMX CEMEHHBIX pacTeHMi. Kilacrepu3saius reHoB M0 YPOBHIO MX 3KCIIPECCUU B pa3inyg-
HBIX TKAHSIX MXa BbISIBUJIA TPU MATTEPHA SKCIIPECCUM T€HOB OEJIKOB C IEKTUHOBBIMU JJOMEHAMU, U3 KOTO-
PBIX TPETHUI KJIacTep, MPEACTAaBIEHHBIN B KJIETKaX ¢ KOHIIEBBIM TUIIOM POCTa (B KayJOHEME, XJIOPOHEME
Y pU30UIaX MXa), XapaKTepU30BaJICSI HANOOJIBIITUM KOJIMYECTBOM aKTUBHO IKCTIPECCUPYIOIINXCS TEHOB.
[MosryaeHHBIE pe3yIbTaThl MOATBEPKIAIOT MICI0 O PAHHEM MOSIBJICHNU Y PACTCHUI TEHOB, KOTUPYIOIITIX
JICKTUHBI, ¥ JaJIbHEUIIIEM PacIIMPEHNN CEMEICTB OCJIKOB C JICKTMHOBBIMM JOMEHAMU C YCIOXKHEHHEM

OpraHu3allMu pacTeHUM.

Kmouesbie ciioBa: Physcomitrium patens, TIeKTUHBI, TPAHCKPUIITOM, (DVIOTCHMS

DOI: 10.31857/50015330324020061, EDN: OBJKHV

BBEJEHUE

JIeKTMHBI — YIJIeBOA-CBS3bIBAIOIIME OEIKHU,
KOTOpBIC SIBJISIIOTCSI YHUBEPCAJbHBIMM y4aCTHUKA-
MU MeTabojim3Ma KMBBIX opraHu3MoB. biaarogapsi
HaJIMIMIO JIOMEHOB, CIOCOOHBIX CIeHU(UIECKU
B3aMMOEHCTBOBATh C MOJMCaxapuaaMyd pPa3HOO-
Opas3Hoif CTPYKTYpPHI (T.H. JJEKTMHOBBIX TOMEHOB),
3TU OeJIKU TPUHMMAIOT yJ4acTHE B CaMbIX Pa3HBIX
Mpoleccax XNU3HEACSATSIbHOCTY, B KOTOPBIX 3aeii-
CTBOBaHHI yIJIeBOObl. MHOTHME pacTUTENIbHEIE JICK-
TUHBI SIBJISIIOTCSL YaCThIO PA3IMYHBIX CUTHAJIBHBIX
MyTeii, y9acTBYSI TEM CaMbIM B Pery/IsIIUM pocTa U
pa3BUTHS pacTeHUsI, CUHTEe3€ U AeTpagaliuy OeJIKOB
W IPYTYX TIOJIMMEPOB, PEUIM3allMM UMMYHHOU pe-
aKIIMU B OTBET HA BTOPXKEHME IIaTOreHa, YTO IeIaeT
X BaXXHBIMM YY4aCTHUKAMU IIPOLIECCOB Pa3BUTUS U
ajanTauuu pacteHuii [1].

I JlomonHUTebHbIE MaTepHabl Pa3MEIIEHBI B 3JeKTPOHHOM BHUIIE TIO
DOI cratbu: 10.31857/S0015330324020061

Cokpamenusi: CrRLK1L — 6enku, monoGHbIe pelenTop-moaooHon

kuHase 1 Catharantus roseus (ot anrn. Catharantus roseus Receptor-
Like Kinase 1-like).

[lonynsapHOii Momenblo ISI M3YYEHUS DBO-
JIIOLIMOHHOTO Pa3BUTHUSI PACTCHUM SIBISIETCS MOX
Physcomitrium (panee Physcomitrella) patens (Hedw.)
Mitt., 6naromapsi HAJIMUMIO pacIlU(PPOBAHHOTO Te-
HOMAa 1 IPOCTOTE ITOJIYyYEHUST TPAHCTeHHBIX pacTe-
Huii. HecMoTpst Ha mipocToe cTpoeHue (OTCYTCTBUE
COCYZIOB, HACTOSIIIMX KOpHEH, cTeOJieit, JTMCThEB,
LIBETKOB M CEMSIH), 3TOT BU]I MXa 00JI1aaeT MHOTUMU
CUTHAJIbHBIMU ITyTSIMM, XapaKTePHBIMU IUISI BBIC-
IIMX COCYOUCTHIX pacTeHUit [2]. MX1 3BOTIOIIMOHHO
OpeaCTaBIIsIIOT CO00it 000CO0IEHHYIO CECTPUHCKYIO
TPYIIILY 110 OTHOIIEHHUIO K BBICIIIMM CEMEHHBIM pac-
TEHUSIM, U TIOTOMY SIBJISIOTCS 3((EKTUBHONU MO-
JIEIbIO IS OTCIICKMBAHUS M3MEHEHUI B IIPOIIECce
SBOJIOIINY Ha3eMHBIX pacTeHuit [3].

Panee HexkoTopble JEKTUHBI P. patens ynomMu-
HAJIMCh B UCCJIENOBAHUSIX, CBI3aHHBIX C aHAIM30M
pa3HOOOpa3us JOMEHHOI OpraHN3alluy PaCTUTEIb-
HBIX JIEKTUHOB, JIN0O C aHAJIM30M 3BOJIIOLIMOHHOTO
pa3BUTHS TOTO WJIM MHOTO CEMEMCTBA, OOHAKO HE
MIPOBOAWIOCH ITOJTHOIIEHHOIO MCCJISMIOBaHMSI, Ha-
LIJICHHOTO Ha XapaKTepPUCTUKY BCEro Habopa reHoB
JeKTUHOB P. patens [4—8]. AHanu3 reHOB, KOTUPY-
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IOIIMX O€NIKH C JIEKTUHOBBIMU TOMEHAMM, B TEHOME
3TOr0 MXa MPEICTaBISIET UHTEPEC C TOYKU 3PEHUS
M3y4eHUs DBOJIIOLMN 3TUX OEIKOB B KOHTEKCTE 3BO-
JIIOLIMM PACTCHUM.

C 1epio N3ydeHns pas3Induii B Habope OeTKoB
C JIEKTUHOBBIMU JOMEHaMM y Mxa P. patens u Bbic-
IINX CEMEHHBIX PACTeHMIA, MBI MICHTU(PULIMPOBA-
JIX B €70 TeHOME T'€HbI, KOTUPYIOIINe TaKhe OeIKu
U3 15 pa3IM4YHBIX CEMENCTB, U MPOBEIU aHAIU3 UX
BKCIPECCUM B Pa3IMYHBIX TKaHIX. OxapakTepu3o-
BaHa JOMCEHHas OpraHu3alus 1 (pUIoreHUsT OeTKOB
C JICKTMHOBBIMU TOMEHAMU, BBISIBICHBI OCOOEHHO-
CTU UX CTPYKTYpHOI opranu3anuu. IloaydeHHBIE
pe3yabTaThl 00CYXIAIOTCS ¢ TOUKM 3PEHUS BOJIIO-
LIUK JIEKTUHOB C Pa3BUTHEM U YCIIOXKHEHHUEM Opra-
HM3allY pAaCTCHUA.

MATEPHAJIBI U METObI

IHonnoreHomubli ckpunuHr. ['enbl mxa Physcomi-
trium patens (Hedw.) Mitt., Komupylomue mpen-
rnoJjiaraeMble O€JIKM C JISKTMHOBBIMU ITOMEHAMM,
ObUIM MACHTU(PUIMPOBAHBI B 0a3e TaHHBIX PacTH-
TeTBbHBIX TeHOMOB Phytozome v13 (cbopka reHoMma
Physcomitrium patens v3.3) 110 HOMepy XapaKTepHBIX
pfam-IoMeHOB COOTBETCTBYIOIINX OEJIKOB, B3SITHIX
u3 6a3nl maHHbIX Pfam 34.0 [9, 10]. g cemeiicTB
CRA n EUL BMecTo HOMepa pfam OBIITM NCITOTB30-
BaHbI UACHTU(PUKAIIMOHHBIN HOMep 0a3bl JaHHBIX
KoHcepBaTUBHBIX JoMeHOB NCBI mim nmentndu-
KalMoHHbI HoMep 0a3bl JaHHBIX PANTHER coot-
BeTCcTBeHHO [11, 12].

AHa/M3 IOMEHHOI OpraHM3aniy M NpencKa3aHne
BHYTPUKJIETOYHOI JIOKAIM3aMUA. AHAIU3 JTOMEHHOM
OpraHM3aly MpeAcKa3aHHBIX OEJIKOB IIPOBEIEH Ha
OCHOBE AaMMHOKHCJIOTHBIX IIOCJIEIOBATEeIbHOCTEH,
B3ITBHIX M3 0a3bl JaHHBIX Phytozome v13, ¢ ncrnonb-
30BaHMeM BeO-mHcTpyMeHTa InterProScan [13]. ben-
KOBBIE ITOCJICIOBATEIbHOCTH HEKOTOPBIX TCHOB OBLIN
TIOBTOPHO ITPeICKa3aHbI C CIIOIH30BaHIEM BeO-cep-
Brca Augustus [14]. UnentndunmpoBaHHbIe OEITKO-
BBIC TIOCJICIOBATEILHOCTH IIPOBEPSUINCH HA HATNINE
cUTHaibHOTO TrenThna (BeO-cepsBuc SignalP-5.0) n
TpaHcMeMOpaHHoOro goMmeHa (Beb-ceppuc TMHMM
v2.0) [15, 16]. I1pennonaraemast CyoKJIeTOYHAs JTIOKA-
J3anus OSKOB C JIEKTUHOBBIMU JTOMEHAMM ObLTa
IpeAcKa3aHa C HCIOJb30BaHUEM BeO-CepBHCOB
LocTree3 m DeepLoc-1.0 [17, 18]. ITonHbIe pe3ynbTa-
Thl aHaM3a MpeAcTaBiaeHbl B Ta0. 1 JlomoaHuTeb-
HBIX MaTE€PHAJIOB.

@uioreHeTHYECKHi aHaaM3. MHOXECTBEHHOE
BBIpaBHMBAaHNE aMUHOKUCIOTHBIX IOCJIEIOBATEIb-
HocTelt ObTO0 BEITIONHEHO B BebO-cepBucax Clustal
Omega 1 MUSCLE [19, 20]. benkoBeie mocueno-
BaTeNbHOCTH pesyxoBunku Tanst (Arabidopsis thali-
ana) U KyKypy3bl (Zea mays), UCHIOJIb30BAaHHbIC B
aHanu3e, ObUIM B3AThl M3 0a3bl JaHHbIX Phytozome
v13 u paHee nonyyeHHbIX gaHHBIX [10, 21]. BeipoB-
HEHHBIE IIOC/IEAOBATECIbHOCTA  MCIIOJIb30BAINCH
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AI'BJIAMOBA u ap.

IUIST TIOCTPOCHMST (PMIIOTeHETUYECKUX IPEB B IIPO-
rpamme 1Q-tree 1.6.12 ¢ ucmonb3oBaHUEM METOAA
MaKCUMaJTbHOTO TIpaBaornonoons [22]. C ToMoIbio
¢yukuumn ModelFinder Ha OCHOBE pacCUMThIBAEMO-
ro baiiecoBckoro kputepusi nogodpaHa Haubosee
MOOXOMSIIAss MOIEIb SBOJIOLMU TIOCIEIOBATEIb-
HocTell s mocTpoeHus: apes [23]. Hnsg omnpene-
JICHUSI YPOBHSI IIOANEPKKU BETBEH MPOU3BEICHO
10000 urepauumii “cBepXObICTPOro OyTCTpel-aHa-
mm3a” (ultrafast bootstrap) [24]. Tompko apeBa co
3HaUeHWEM B3BEIICHHOM mucTaHIUM PoOuHCO-
Ha-Dynaca, paBHOI He Oojee 4, OBUIM IMPU3HAHBI
IOCTOBepHBIMU. Bu3syanuzanus u oopMIeHHE 0-
JIy4eHHBIX (PUIIOTeHETUYECKUX IPEB OCYIIECTBIIS-
nuch B Beb-cepBuce iTOL 6.8 u mporpamme Adobe
Illustrator CC [25]. I3 NOCTpOEHHBIX OpEeB ObLIU
yIajieHbl BETKM C YPOBHEM IOmIepKKu Hike 90 ¢
LEJIbI0 M30eXaTh HETOYHOCTH B CYXKICHMSIX O Bpe-
MEHHM paslejieHus U TOMOJOTUYHOCTUA OTHEIIBHBIX
reHoB. Ha3zBaHusg reHoB A. thaliana nnst opopmie-
HUSI ApeBa ObUIM B3SITHI U3 MH(GOPMALIMOHHOTO pe-
cypca TAIR [26].

TpanckpunTomMublii aHaan3. CpaBHEHHE YPOB-
HS 9KCIPECCUU 1LEJAeBbIX T€HOB MNPOBOAWIMA Ha
ocHoBe gaHHbIX JIHK-Mmukposppeit aHanuza pas-
JIMYHBIX TUMNOB TKaHei P. patens, mpeacTaBicH-
HBIX KaK OHJIaiiH atnac akcrnpeccuun Physcomitrella
eFP Browser, rme 3HaueHUsI 3KCOPECCUU, IIOJIY-
yeHHbIe Ha ocHOBe RMA Hopmanuzanuu (Robust
Multi-array Average), npenctasjieHbsl B Buae MEV
(Microarray Expression Values) [27]. Tunsl uccie-
OyeMbIX TKaHeil P. patens BKIJIIOYAIOT KayJlOHEMY,
XJIOPOHEMY, PU30MIbI, ramMeTo¢Opbl, apXEroHUM,
cnopoduThl ctanuit pazsutusd S1, S2, S3, SM (3pe-
JIblt criopoduT) u criopbl. CpeaHee 3HAYEHUE BKC-
Mpeccur ObLIO PACCUMTAHO JJIs1 KIETOK C KOHLIEBBIM
TUIIOM POCTa, KyJa BOIIUIM KayJloHeMa, XJIoOpOHeMa
W PU3OUIBI, a TAKXKE 151 criopoduTa, Kyaa BOLUIU
JaHHbIE KCITPECCUM BCEX CTaaUit pa3BUTUS CIIOPO-
¢uta. KoHBepCcUI0 aHHOTALMY T€HOB, KOAUPYIOIINUX
OeJIKY ¢ IEKTUHOBBIMYM TOMeHaMu, 13 Bepcuu 1.6 B
BepcUio 3.3 TIpOBOAUIIU B COOTBETCTBUM C (haiiioM
Ppatens_318 v3.3.synonym.txt (Phytozome vIi3,
cbopka reHoMa P. patens v3.3). PacueT knactepoB u
MX BU3yaJIM3allMIo OCyllecTBIsIM B cpene R [28].

PE3VIJIBTATbI

ITonHoreHOMHbIA CKPMHMHT TIe€HOB, KOJAMPYIO-
IMX OelNKH C JIEKTHHOBBLIMH [OMEHAMH, B TI€HO-
Me mxa P. patens BoiaBun 141 reH, KOAUPYIOLIUIA,
MNpPEeANnoJOXUTENbHO, OCIKU € JIEKTMHOBBIM J10-
MEHOM, MpUHamIexalie 15 pa3HbIM ceMeicTBam
(Tabis. 1). Haubonee npeacraBieHHbIMU B TeHOME
MXa ceMelicTBaMu OeKOB C JIEKTUHOBBIM JIOME-
HOM SBJSIOTCS CEMEMCTBA MaJjeKTUH-IOJI0OHBIX
o6enkoB U LysM (tabn. 1). HaumeHsliee konnye-
CTBO IeHOB OOHApPYKMBaETCsl B CEMEMCTBAaX PULIMH
B-nono6HbIX 6eJKOB ¥ LIMaHOBUPUHOB. U3 BcTpe-
Ne 2
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YAIOIIUXCSI Y PACTCHUIA CEMEUCTB JIEKTUHOB HE
OBbLIO HAMIEHO reHOB, KOAUPYIOIINX aMapaHTUHBI,
arJUIIOTUHUHBL Agaricus bisporus (ABA) u xuTunHa-
3a-CBSI3aHHBIC armmoTWHUHBLL  (chitinase-related
agglutinins, CRA). I'eHsl amMapaHTWHOB, XOTh M
pacIpocTpaHeHbBl B PacTUTEIbHOM ILIApCTBE, 00-
HapyXMBalOTCSI B TeHOME HE BCEX pacTeHuil (oT-
CYTCTBYIOT B TeHOMe puca u A. thaliana) (tabm. 1).
T'ensl nexTHOB cemeiicTBa ABA paHee ObITM 00-
HapyXeHHl JUIIb B T€HOME HEKOTOPHIX MXOB, B
yacTHOCTU, Y M. polymorpha [6]. I'eHbl, Konupyio-
mue CRA, TpygHO MaeHTUDUIINPYIOTCS B CBSI3U C
X OOJIBIIION CXOXECThIO C KaTAJIMTUYECKN aKTUB-
HBIMM XMUTUHA3aMHU U IPAKTUIECKN HE BBISIBIISIOT-
CsI TIpYU IOJTHOTEHOMHOM CKPUHUHTE.

B renome P. patens oGHapyXeHO Bcero 4 reHa,
Kogupymouux oenku cemeiictea Nictaba, B To Bpe-
MS KaK Yy BBICIIMX COCYIMCTBIX PAacCTeHUM 3TO ce-
MEHCTBO TNPEICTaBIeHO HECKOJIbKHMU NECITKAMU
reHoB (Tabi. 1). Y Mxa Takxe HaiijeHO 6 TeHOB, KO-
OUPYIOIINX OCJKM C JIEKTUHOBBIM ITOoMeHOM C-TH-
na. JIEKTUHOBBIA JOMEH 3TOro ceMeiicTBa Hanbo-
Jiee pacIlpoCTpaHeH Cpeau XMBOTHBIX M B TEHOME
COCYIOVCTBIX pacTeHUII OOHAPYKMBAETCS B CAMHUY-
HbIX KojudyecTtBax. [Ipyu BbhlpaBHMBAaHMM aMHHO-
KHCJIOTHBIX TOCJIEIOBATEIBHOCTEM JIEKTUHOBBIX
IIOMEHOB HECKOJIbKMX IT€HOB P. patens, TipuHaIe-
JKaIlluX 3TOMY CEMEMCTBY, C JOMEHAaMM HEKOTOPBIX
XKUBOTHBIX OelKOB (HOMepa OenkoB M3 0a3bl JaH-
HbIx Uniprot Q9UJ71, 045824, Q9Z2H6, ASPMY6)

Ta6muua 1. [TpencraBieHHOCTD JIEKTUHOB I10 KOJIUYECTBY T€HOB B pa3HbIX CEMEMCTBax B TeHOMe Mxa Physcomitrium
patens v YeTbIpeX TOIOJIHUTEIbHBIX BUNOB: ABYIOJbHBIX pacTeHuil — Arabidopsis thaliana (pe3yxoBunka Tas)
U Linum usitatissimum (JIeH); OTHOAOJBHBIX pacTeHuii — Oryza sativa (puc) u Zea mays (KyKypy3a)

CemeiicTBo ID (Pfam/ P. patens A. thaliana | L. usitatissimum 0. sativa Z. mays
cd/ PTHR) (0.43%) (1.2%) (0.93%) (1.04%) (0.77%)

MaJteKTHH-TTOMOOHbIE PF12819 30 75 47 61° 32
LysM PF01476 30 12 36 20 29
GNA PF01453 16 49 112 134 81
I'eBeuHBI PF00187 12 10 17 10 10
Legume PF00139 10 54 72 104 51
Kakanvnsl PF01419 9 50 4 306 20
KanbperukyamHbl PF00262 7 56 8 6° 11
C-tun PF00059 6 1° 2 1 1
Nictaba PF14299 4 30 37 20 18
lanaxkrozocsssbiBatomue | PF02140 4 13° 23 128 13
MaJsteKTUHBI PF11721 4 15 14 230 9
gram | s ]
lanexTuH-NI0n06GHbIC PF00337 3 6° 11 10° 17
Puvn B PF00652 1 2 4 3
LlvaHOBUPUHEI PF08881 1 0 or 0
AMapaHTUHBI PF07468 0 0 19 0 4
ABA PF07367 0 0 or 0
CRA cd02879 0 9 2 0
O0611ee KOJTMYECTBO

TeHOB: 141 332 407 442 307
OcHOBHAs! ITyGMKALMS: %223?: [29] [30] [5] [21]

[Mpumevanue. [Tom BUAOBBIM Ha3BaHWEM YKa3aHa JOJISI TEHOB JICKTUHOB CPeIy BeeX OEIOK-KOOUPYIOIINX TEHOB B TeHOME JaHHOTO
pacteHusi. B oTnenbHOM CTOJIOLE TTPYBENEHBI MASHTU(PUKALIMOHHBIE HOMEpa TOMEHOB JIEKTUHOB, B3sIThle U3 0a3 naHHbIX PFAM,
PANTHER, NCBI CDD. OcHoBHbIe Ty0IMKAIIMK, TaHHbIE KOTOPOIA ObLIA MCIIOJIB30BaHBI MPH CO3MAHUU TAOJUIILI, TTPUBEICHBI
B HUKHEM CTPOKeE, JaHHbIE, B3AThIC U3 JOMOJHUTEILHOM JUTEPATYPhI, 0003HAYECHBI CIICAYIOIIMM o0pasoM: #[31]; 6[32]; ®[33]; "ObI-

CTpBIii CKpUHUHT Yepe3 pfam B Phytozome v13.
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CXOICTBO ITOCJIEAOBATEIbHOCTEN COCTABJISIO OKO-
0 20—30%. B orinumne OT ceMEHHBIX pacTCHMIA,
B reHome P. patens Obl1 MAeHTU(MULIMPOBAH TE€H
Pp3cl5 13210, xomupyoliMii IpenmojaracMbiit
0eoK ceMelicTBa IMaHOBUPUHOB (TabuI. 1).
JlomeHHass opraHu3anus 0€JIKOB C JIEKTHHOBBIMH
noMeHamu y mxa P. patens. PacturebHbIe JTEKTHUHBI
JacTo IPEACTABIISIIOT CO00Ii XMMepHBIe OeJIKU, LIe
JIEKTUHOBBIIA JOMEH COENMHEH C MHBIM OCJIKOBBIM
noMeHoM. JloMmeHHast opraHu3aius OeJIKOB C JICKTH-
HOBBIMHU IOMEHAMM MXa, B 1I€JIOM, HAaITOMUHAET Oe-
KU BBICIIVX pacTeHuil. [loMeHHas apXUTEeKTypa TUIIa
JIEKTUHOBOM pelienTop-noao0HO# KMHA3bl, KOTOpasi
SIBJIIETCSL XapaKTePHOM OCOOCHHOCTBIO JIEKTMHOB
pacTeHuii, yxxe oOHapyXuBaiach y P. patens [34].
Taxkxke BCTpeyaroTCsl XapakKTepHble KOMOWHaIUU
JICKTMHOBEIX TOMeHOB ¢ F-box-momeHOM (cemeii-
crBa Nictaba u LysM), ¢ [ToMeHOM MOTOPHOTO OejiKa
KMHEe31Ha (CeMEMCTBO MAJICKTUHOB), C KaTAIMTUIE-
CKUMU TOMEHAMM TalaKTO3WI-TUAPOJIa3 M Tajlak-
TO3WI-TpaHCdepa3 (CeMeicTBa TajJaKTo3a-CBSI3bI-
BaloOIIMX OEJIKOB M TaJeKTUH-TIONOOHBIX OEJIKOB,
COOTBETCTBEHHO). OMHAKO HEKOTOPhIEe KOMOMHAILINH
JIEKTUHOBOT'O IOMEHA C IPYyTMMHU JOMEHaMU, OOHa-
PYXeHHBIE IIpM aHaJN3€, Ha CETONHSIIHMI ICHb
He OIMMCAaHBI Y CeMeHHBIX pactenwnii [4, 5]. [Tomo06-
Hble KOMOMHALUM ObUIM OOHAPYXKEHBI Y OEJIKOB ce-
MeiicTB reBeHOB U LysM (puc. 1). [IpnmeuarensHoO,
YTO IIPENCTABUTEIM OOOMX CEMEICTB OTHOCSITCS K
XUTUH-CBSI3BIBAIOIINM OeIKaM, IIOTEHIIMAIbHO BOB-
JIEYCHHBIM B 3aIIUTy PAaCTCHMIA.
XUTUH-CBSI3BIBAIOIINII TOMEH OEJIKOB CeMeii-
CTBa I€BEMHOB y BHICIINX PacTeHUI1, KaK IPaBWIO,
CBsI3aH C JOMEHOM XuTuHasbl kjaccoB I, IT u IV
(GH19, PF00182). B To xe BpeMs1, BreHOMe P. patens
ObLI HalineH reH Pp3c6 90, y koToporo Oblj1a 00Ha-

AI'BJIAMOBA u np.

pyXeHa KOMOMHAIIMS ToMeHa TeBEeHA C XUTHHA30M
ximaccos 111 m V (GH18, PF00704) (puc. 1). Y Heko-
TOPBIX OEJIKOB CeMeiCcTBa reBEeMHOB ObLT TaKXKe 00-
HapyXeH APYroi THII JOMEHHOM OpraHM3allnu, He
OXapaKTepHU30BaHHBIM y BEICIIMX CEMEHHBIX pac-
TEHUI: y TpeX OeJIKOB XUTHH-CBSI3bIBAIOIINI JIEK-
TUHOBBIN JOMEH CBSI3aH C JOMEHOM IBOMHOTO IICH
oerta-0oyonka (DPBB 1, PF03330) (puc. 1). 3rot
MIOMEH 4acTO BCTPEYAETCS B COCTaBe OEJIKOB IbLIb-
LIEBBIX aJJIEPreHOB (B YAaCTHOCTU 3KCITAHCHHOB),
IIPY 3TOM CXOICTBO ITOCJICIOBATEIbHOCTEI SKCIIaH-
cnHOB A. thaliana (Homepa 0eTKoB 13 0a3bl JAaHHBIX
Uniprot Q9C554 1 Q9SKU?2) ¢ reBeunamu P. patens
cocTaBIsIo Bcero okoyo 30%. MDyHKIMOHATILHOE
3HaUYeHWEe KOMOMHALIMY XUTHH-CBSI3bIBAIOIIETO JO-
meHa ¢ DPBB 1 y Mxa ocTaeTcst HESICHBIM.

Homen LysM oOGHapyxeH B KOMOMHALIMK C KaTa-
JINTUYECKUM goMeHoM nerrrrnasel M23 (PF01551),
XapaKTepHOM [1s1 OaKTepurit U obiagaloneit ruapo-
JINTUIECKOM aKTMBHOCTBIO IT0 OTHOIIICHUIO K TIETITH-
nmornukaHy (puc. 1). BepositHee Bcero, IESKTUHOBEIH
IIOMEH B COCTaBE STHUX ITENTUAOB CIYXKUT IJISI OpPHUEH-
TallMd W HalleluBaHMUS (hepMeHTa Ha ITeNTHUIOTIH-
KaH KJIeTOYHO# cTeHKu O0akrepuii. [en Pp3si55 60,
MOMUMO OBYX nToMeHOB LysM Ha C-KoHIle, uMeeT
Takke JoMeH xuTuHasbl Kiacca 111 u V (GH18) Ha
N-koH1e (puc. 1). beaku ¢ moxoxeil TOMEHHOI op-
raHM3alueil paHee ObUIM OIMCAHBI y APYTHUX CIO-
POBBIX pacTeHMil, B YaCTHOCTH y xBollla Equisetum
arvense [35]. Hpyrue cneuudpuyeckue KoMOMHa-
1M B cemeiictBe LysM ObLIM 0OHapyXXeHbl B Oe-
KOBOI1 TmocnenoBateibHOCTU TeHa Pp3cl3 19830,
UMEIoIIeil JOMONHUTEIBHBIA  JIMIIHII-CBI3BIBAIO-
muii noMeH ¢ N-koHua (NT-C2, PF10358), y rena
Pp3c5 17160 ¢ mONOIHUTEIBHEIM TOMEHOM INIyTa-
muHasbl (Destabilase, PF05497) 1 y nByx reHoB co

L

g ( Pp3c6_90 {SPMCht_bdi| GHI8
(5]
k3 Pp3c11_1420 (SPMCht bdl)/| | DPBBI

Pp3s155_60

GH18

QysND==LysMD
“Qy MO LysMD e D8

Pp3c5_17160

LysM

Pp3c22 17850 Peptidase M23

stabilase

Pp3c6_920

)

-
P
U

(| Pp3c13_19830 mmmm—( NT-C2 )

Puc. 1. CxematuuHoe nzobpaxeHue crieliuUIHON TOMEHHOI OpraHu3aluyu HEKOTOPhIX OeKOB Mxa P. patens ceMeiicTB
reBeHOB M LysM (HOMepa COOTBETCTBYIOIIMX T€HOB ITPUBENEHHI clieBa). Bo n3bexkaHue myTaHUIIB Ha3BaHUST BCEX TIOMe-
HOB B3ATHI 13 0a3bl JaHHBIX InterPro u moatomy mpuBeneHsl Ha aHmuiickoM. O6o3HaYeHUs: SP — CUTHATBHBIN TIENTHT;
Cht_bd1 (cokpamenHo ot chitin_bind_1) — xutuH-cBs3pIBatomuii noMeH reeeunoB (PF00187); GH18 — nomeH xutuHa-
31 KiaccoB 111 u V (PF00704); DPBB_1 — nmomeH aBoiiHoro micu 6eta-6oyoHka (PF03330); LysM — JIeKTUHOBBI 10-
MeH cemeiictBa LysM (PF01476); Peptidase M23 — nomen nentuaassl M23 (PF01551); Destabilase — noMeH riyTaMUHa3bI
(PF05497); CH — romonoruunbiit KasibionuHy aomeH (PF00307); TM — tpancmemOpaHHbiii foMeH; NT-C2 — N-koH1e-
Boit C2 nomeH (PF10358). M3o0paxeHue 6110 co3naHo ¢ rmoMolibio BioRender.com.
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CXOIHOM aMMHOKMCIOTHON MOCJIENOBATEIbHOCTHIO
B Phytozome v13 (Pp3c6 920, Pp3c6 900), nmero-
MU N-KOHLIEBOI TOMOJIOTUYHBII KaJIbIIOHUHY
momeH (CH, PF00307) (puc. 1). g Bepuduxkaumm
pe3y/IbTaTOB aHAIM3a TOMEHHOM OpraHU3alliy ObLIN
MPOBENCHBI MOBTOPHBIE MPEACKA3aHUSI aMMHOKHC-
JIOTHOI TTOCJIENOBATEIbHOCTU 3TUX T€HOB, MOJIyYeH-
HbIE Pe3Y/IbTaThl IIPY 3TOM ObLIM aHAJOTUYHEI IIpeI-
CTaBJIEHHBIM B 0a3e JaHHBIX.

DOuIoreHeTHYECKHii AHAIN3 OEJIKOB C JIEKTHHO-
BbIMH JoMeHaMH. DUIToreHeTUYeCKUE OpeBa ObLIU
IIOCTPOEHBI IJIs 9 ceMeiicTB OEIKOB C JIEKTUHOBBIM

3YYEHUS DBOJIIOLIMU BEJKOB 197
JoMmeHoM (puc. 2; puc. 1—7, JlomoaHUTETbHBIC Ma-
tTepuaibl). benku mxa P. patens Ha OIy4eHHBIX Ipe-
Bax 3a4acTylO IIPEICTaBJICHBI OTACIbHOM KIIAAOM,
0osiee WM MeHee 000COOIEHHOI OT T€HOB BBICIIINX
pactenuii (Z. mays u A. thaliana), 910 XOpOIIIO IIPO-
WITIOCTPUPOBAHO Ha IIpUMeEPe CeMEMCTBA JKaKall-
HOB (puc. 2).

J171s1 TeHOB MaJIeKTUHOB U MaJIEKTUH-TI0J00HBIX
0EJIKOB, BBUIIY CXOXECTH UX ITOCIEI0BATEIbHOCTEI,
OBUIO CKOHCTPYMPOBAHO oOmiee ¢uiaoreHeTnde-
ckoe apeBo (puc. 1, JlommomHUTENbHBIE MaTepHa-
ne). O0OCOOJIEHHONM KJTamoil 31eCh BBIACISCTCS
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Puc. 2. ®unoreHeTnueckoe IpeBO MpeACTaBUTENIEH ceMelicTBa JKaKaIMHOB MXxa P. patens, KyKypy3sl (Z. mays) u A. thaliana.
Hucranuuu Pobuncona-®ysaca mis gaHHOro npesa 6buia paBHa 0. M3 apeBa ObUIM yIajaeHbI TOYKM BETBIEHMS C YPOBHEM
noaaepxxku Hike 90. CepbIM LIBETOM BhIIeIeHa 000c00eHHAS Kilana KaKaJIMHOB MXa.
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rpymia OeaKoB, MOMOOHBIX PelenTOP-TTOT00HOI
kuHase 1 Catharantus roseus (CrRLK1L) (puc. 3).
DTa rpyniia BKJIIOJaeT B ceOsI XOPOIIIO OXapaKTepu-
30BaHHBIEC PELIENITOP-MOO00HbIC KHHA3KI CEMeiicTBa
MAaJIEKTUH-IIOOOOHBIX OEJIKOB, B TOM 4MCJIe OeJIKU
FERONIA, HERCULES RECEPTOR KINASE
1/2, ANXUR, ANJUR u np., o1 KOTOphIX paHee
ObLIa omrcaHa pojib B MOHUTOPHMHIE 1 MOIAepKa-
HUU LIEJIOCTHOCTY KJIETOUHOI CTEHKH BO BpeMs pa3-
JIMYHBIX cTanuil pa3sutus pactenus |1, 36]. Cornac-
HO WIOreHWM, HECKOJbKO MAaJeKTHH-IIOMOOHBIX
0eJIKOB MXa OKa3aJICh TOMOJIOTUYHBI IIPEICTaBUTE-
JISIM DTOM TPYTIITBI Y COCYIMCTHIX pacTeHui (puc. 3).
AHAJIM3 TPAHCKPUITOMHBIX JAHHBIX IO 3KCIpec-
CHH TeHOB, KOIUPYIOIIMX O€JKH ¢ JIEKTHHOBBIMH T10-
MeHAMH, B Pa3JIMYHBIX TKaHax mxa P. patens. 11poa-
HaJM3WPOBAHKI JaHHBIE TT0 3Kcnpeccun 119 reHoB
mxa (3 141 npenTudumupoBaHHbx) (Tabm. 1, Jo-
MOJIHUTEIbHBIE MaTePHUaJIbl), KOTOPhIEC IIPEICTaBIIC-
HbI B OIYOJIMKOBAaHHOM TPAHCKPUIITOMHOM atjiace
P. patens [27]. Haubomnee BBICOKMII YPOBEHb 2KC-
MIpecCUur OTMEUYEH IJISI TeHOB CeMeiicTBa Kallbpe-
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TUKYJIMHOB — JIOKAJIM30BAHHBIX B OHIOILJIa3MaTH-
YEeCKOM PETUKYIYME MOJICKYJISIPHBIX IAllepOHOB,
a TakKKe MAaJIEKTMH-IIOJOOHBIX OEJIKOB, OEJIKOB
LysM u cemeiictBa C-tuna (ta6n. 1, JlomomHuTe b-
Hble MaTepuaibl) [6]. EZMHCTBEHHBI TeH cemeii-
crBa PuuunH B, mpencka3zaHHbIM B BeO-cepBHUcaX
DeepLoc-1.0 n LocTree3 xak ceKpeTUpyeMBIii, TaK-
K€ MMeJT BBICOKME 3HAYeHUs DKCIPECCHU BO BCEX
obpasmax (tadm. 1, JlomoaTHUTETbHBIC MaTepHAaThI).
Cpenu 3KCIPECCHUPYIOIINXCS B paccMaTPUBAEMbIX
o0pa3uax reHoB OOJIbIIIe BCEro MpeacTaBUTeNeii ce-
MEMCTB MaJIEKTUH-TIONOOHBIX 0enkoB, LysM, GNA
¥ TeBeWHOB. 11 MHOTMX M3 HMX IIOKa3aHa BbIpa-
XKeHHas nuddepeHanbHas 3KCIpeccuss B pas-
JIMYHBIX TKAHSX (puc. 4).

Yuciio 3KCIpecCUpyIOMMNXCsl TeHOB, KOMUPYIO-
IINX IIOTeHLMAIbHbIC JIGKTUHBI P. patens, OTHOCH-
TEIPHO ONMHAKOBOE BO BCEX MPOAHAIM3NPOBAHHBIX
o0pasiax, 3a UICKITIIOYEHUEM CIIOP, TIE MX KOJINIECTBO
CcpaBHUTeENbHO HIXe (TabJ1. 1, JlornoJHUTeIbHbIE Ma-
tepuaibl). CorracHO pe3yabraTaM KJIacTepHOIO aHa-
JI3a, TATTePH SKCIPECCUU HeJIeBBIX TeHOB P. patens

— ManekTuHbI

Puc. 3. Kinaga dunoreHetnyeckoro npesa 6enkoB rpynnbsl CrRLK 1L cemeiicTBa MaieKTMH-TIONOOHBIX 6€71KOB MXa P, patens,
KyKypy3bl (Z. mays) v A. thaliana. J111s1 yno6cTBa BU3yaIU3allMU APYrUe Kaalbl MAJIEKTUH-TTONOOHBIX O€JIKOB U MaJIEKTUHOB
OBLTY yIAJICHBI, TTIOJTHOE IPEBO MPEACTABIICHO B J{OMTOTHUTEIBHBIX MaTepuaiax, puc. 1. luctanums Poouncona-®ynnca st
IaHHOTO ApeBa 6buta paBHa (. M3 npeBa ObLTM yIajieHbl TOYKM BETBICHUS C ypOBHEM momaepKku Hike 90. CepbIM LIBETOM

JOIIOJTHUTEIBbHO BBIACICHBI KJ1aabl, COACPXKAIIIUEC OesKu Mxa.
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OBLT pa3aeieH Ha TpH KJtactepa (puc. 5). [eHsl mepBo-
ro KjacTepa 3KCIIPECCUPOBAIMCH HA OTHOCUTEIHLHO
OIMHAKOBOM YPOBHE BO BCEX MCCIIEMyeMbIX 00pa3iiax
C HEeOOJNBIIMM YBEJIMYECHNEM 3HAUCHU SKCIIPECCUN
B cnopax. Haubonee npencrabjieHbl B 3TOM KJia-
cTepe TeHbl CeMeWCTB reBeruHoB, LysM u majek-
TUH-TIONOOHBIX OEJTKOB. YpOBEHb SKCIIPECCUU TEHOB
BTOPOTO KJIacTepa ¢ mpeobiamarolieit Joneit mpen-

CTaBUTEJICI ceMelicTBa MaJIeKTUH-TIOMOOHBIX OSJIKOB
B 3HAYUTEIBHOI CTETICHM MOBHIIIIEH B TaMeTo(dopax,
apXerOHMSIX M Ha paHHUX CTaAUsIX Pa3BUTHUS CIIOPO-
¢pura. CaMblif MHOTOYMCIICHHBII TpeTuii Kactep (47
Te€HOB) B OCHOBHOM BKJIIOYA€T B ce0sI TeHbBI CEMEIICTB
Legume, GNA, LysM 1 MajieKTUH-ITOTOOHBIX OelT-
KOB, 9KCIIPECCHUSI KOTOPBIX ITOBHIIIIEHA B KJIETKAX, Y-
JIMHSIIOIIMXCS IIyTeM KOHIIEBOTO POCTa.

Cybraerounas
len JloMeHHaA opraHmBaima nokampaw (mo  Cropodur Cnopst ~ Kaynonema Xnoposema [ametodopst Pmsomost  Apxeromms
LocTree3)
CemeiicTBO ManeKTHH-NO100HBIX GeTKoB
Pp3c9 10760 |MLD, PK Mnasmanemma
Fp3c9 10730 |MLD, PK IMaasmanemma
Pp3c9 10640 |MLD, PK nasmanemma
Pp3c20 16970 |MLD, PK Inazmanemma
Pp3c20 17290 |MLD, PK [Maasmanemma
Pp3ed 2350 |MLD,LRR, PK [Mnasmanemma
Pp3cd 18780 |MLD, LRR, PK [Mrasmanemma
Fp3c3 28930 |MLD, LRR, PK [Tnasmanemma
Fp3cl6 5720 |MLD,LRR [{uromnaama
Pp3c2 37290 |MLD,LRR MewmGpasa 1P
Pp3c9 5240  |MLD,LRR Brexnerounas
Pp3c9 7920  |MLD, LRR Buexnetounas
FPp3c4d 18360 |MLD, LRR, PK [Tnasmanemma
Pp3c7 20780 |MLD,LRR Anpo
Pp3e3 10220 |MLD.LRR IMnasmanemma
Pp3cl 9180  |MLD, LRR, PK IMnasmanemma
Pp3els 1540 |MLD, LRR, PK [Tnasmanemma
Fp3c27 5920 |MLD,LRR [Tnasmanemma
Pp3e3 25390 |MLD, LRR, PK Mnasmanemma
FPp3ci2 16180 |MLD, LRR, PK [Maasmanemma
Pp3cl 23040 |MLD, LRR, PK Mnazmanemma
Pp3cl5 3950 |MLD,LRR TMnasmazemma
Fp3c7 25750 |MLD, LRR, PK [Mnasmanemma
Fp3c! 23020 |MLD LRR PK [Mnasmanemma
Pp3cl3 11270 |MLD,LRR IMnazmanemma
Pp3ec2 18520 |MLD, PK Mnasmanemma
Fp3c26 12890 |MLD, LRR [Tnasmanemma
Fp3cl0 2160 |MLD Brewnerounas
Cewmeiictso Nictaba
Pp3ci9 22630 |F-box, PP2 Anpo
Pp3c24 14280 |F-box, PP2 Upronmazma
Pp3cl6 11450 |F-box, PP2 Xnoporact
Pp3c26 1510 |PP2 Xnopormact
TeBentel co crieumireckoil 10MeHHOI OpraHusaLeii
Pp3c6 90 Chitin_bind_1, GHI8 Bakyons
Pp3ell 1420 |Chitin_bind 1, DPBB_I Bakyons
Pp3c7 25120 |Chitin_bind |, DPBB | Bakyons
Benkn cemeiicrsa LysM co crewsiseckoii 10MEHHOI opraHHzaumeii
Pp3cl3 19830 |NT-C2, LysM Sapo
Pp3c6_920 CH, LysM Huronnazma
Pp3cl 33030  |LysM, LysM, Peptidase_M23 Luronnazma
Pp3cl 21480  |LysM, LysM, Peptidase_M23 urommasma
Pp3c21_17920 |LysM, LysM, LysM, Peptidase_M23  Xaopormact
Pp3c5_17160  |LysM, LysM, Destabilase Xnopommact
Pp3c2 19990  [LysM, LysM, Peptidase M23 Lpronnaima

Puc. 4. Dxcripeccust reHOB Mxa P. patens, KOMUPYIOIIMX GeJIKM CEMEMCTB MaJIeKTUH-TION0OHBIX 6ekoB 1 Nictaba, a Takxke
OTIENBHBIX MPEACTaBUTENIC ceMECTB reBeMHOB M LysM co crienindunyeckoii ToMeHHO# opranu3anueii. [IpencrapieHa ux
9KCIIPECCHS B Pa3IMUHBIX THIAX TKaHel P. patens (1o manHbIM [27]). 1 criopoduTa yKazaHo cpenHee 3HaUeHUEe 9KCIIpec-
CHM JIsI BCEX CTaauii pa3Butusi criopodura. [IpuBeneHa qoMeHHas OpraHM3aLnsl U IpeacKa3aHHas in silico CyOKIeTOYHasT

JIOKaJu3anus 0eJKoB.
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AI'BJIAMOBA u np.

Puc. 5. Pe3ynsraThl nepapXxuveckoro KJIacTepHOTO aHAIN3a U TETIOBasi KapTa YPOBHEM 9KCIIPECCHU TeHOB, KOAMPYIOINX
0€eJIKM C JIEKTHHOBBIMU JOMEHAMM B PA3IMYHBIX TUIIAX TKaHeil mxa P. patens. TerioBast KapTa OTpaXaeT OTHOCUTEIbHBII
YPOBEHb IKCIIPECCUU KaxKIOTro TeHa (CTPOKM) B KaXXIoM oOpasiie (psiibl). YpOBeHb SKCIIPECCUH B KJIacTepax IpeacTaBiIeH B
BUIe TpaHC(HOPMUPOBAHHOTO B Z-score JJorapu(GMUpOBaHHOTO 3HAUECHUS SKCITpecCUH (LIBETOBAs 111Kajia B BEpXHEM JIEBOM
yIIy pucyHKa). Tpu BBISIBICHHBIX KJlacTepa OTOOpaXeHbI B JIEBOI YacTU B BUIIE BEPTUKAIbHBIX MPSIMOYTOJIBHIUKOB (Kpac-

HBI, 3eJIeHbII, CUHUI).

OBCYXIAEHUE

Hamu ObL1 mpoBeneH MOIHOI€HOMHBINA CKpU-
HUHT T€HOB, KOAMPYIOIIUX OEJIKU C YIJIEBOA-CBSI-
3bIBAIOIIMMHU JIEKTUHOBBIMM JTOMEHAMH B T€HO-
M€ MOIEIBHOIO CIIOPOBOIro pacteHust — P. patens.
IIpu cpaBHEHMU NPEOCTABICHHOCTU T€HOB JIEKTH-
HOB B T€HOME MXa C TeHOMaMU1 HEKOTOPHIX COCYIU-
CTBIX PacTeHHUI ObUIO BBISBJIEHO, YTO KOJUYECTBO
T€HOB, KOIMPYIOIINX O€IKH C JICKTMHOBBIMU TOME-
HaMM, y MxXa B 2 pa3a MEHbIIIe, YeM y COCYIUCTHIX.
[ osst reHOB JIEKTMHOB Cpeayr BCceX OeN0K-KOAUPYIO-
IIMX T€HOB B TEHOME COCYIUCTHIX PACTEHHUI COCTaB-
Jset npuMepHo 1%, Torma Kak y P. patens — Bcero
0.43%. Xopolll0o U3BECTHO, YTO MHOTHME OCIKU C
JICKTUHOBBIMU TOMEHAMM TaK WJIM MHA4e BOBJIE-
YeHbI B 3allIUTHHIE pEeaKIIMM OpraHM3Ma pPacTCHMS
MPOTUB abOMOTUUYECKUX (3acyxa, 3acojieHue M JIp.)
M OMOTHMYECKMX CTPECCOBBHIX (PaKTOpOB (TTOpaxe-
HUE TMaTOreHHbIMU OakTepusiMu, IpubamMu, Hace-
kKoMmbiMH) [1]. BeposiTHO, B TIpoliecce 3BOIOUAN
Yy pacTeHUil B OTBET Ha M3MEHSIOIINECS YCIOBHS

®U3NO0JIOTUA PACTEHUM

OKpY>Xalolllei cpenbl U YCIAOXKHEHUSI OpTaHU3aluKu
CUTHAJIbHBIX CUCTEM KOJMYECTBO F€HOB, KOAUPYIO-
IIMX JEKTUHbI, YBEJINYUIOCh B HECKOJIBKO pa3.

Y P. patens HabnoganvMch OTAUYMS B MIPEACTaB-
JICHHOCTU Pa3JIMYHBIX CEMEMACTB OEJIKOB C JEKTUHO-
BbIMU JoMeHaMu. Hapsiny ¢ ManeKTUH-TOI00HBIMU
OenkamMu, Haubosiee MpeacTaBIEeHHbIE ceMelicTBa
JICKTUHOB y COCYIOMCTBIX PAaCTEHUIA — CeMEMCTBa
GNA u Legume, B To BpeMs Kak y Mxa P. patens Hau-
0oJjiee OOLIMPHBI CEMENCTBA MalleKTUH-TIOA00HBIX
0enkoB u LysM (ta0a. 1). benku cemeiicts Legume
n GNA 1o Gosbllreit yacTh TIpeaCTaBISIIOT co00it
pelenTop-mnoao0oHble KMHA3bl U PELIENTOP-110a00-
Hble O€JIKM, JIOKaJu30BaHHbIE B IJa3MajieMMe.
Kak mpaBuiao, 3TO reHbl, 9KCIPECCUss KOTOPBIX B
OOBIYHBIX YCJOBHUSIX OCTA€TCS HU3KOW M MOBbIIIA-
eTcs B yCIOBMSIX cTpecca. OHM BOBJICYCHHBI B IIPO-
LIeCChl B3aMMOACHCTBUSI PACTEHUI C pa3IMyHbIMU
MUKPOOpPraHM3MaMM, BKJIOYass CUMOMUO3 U 3alUT-
HBIE peaKIIy B OTBET Ha aTaky natoreHa [34]. B ie-
JIOM, OJIS TEHOB, KOOUPYIOIIUX peLenTop-nomoo-
Ne 2
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Hble KMHA3bI C JIECKTUHOBBIMM JOMEHAMHM, OT T€HOB
BCeX OEIKOB C JIEKTUHOBBIMU AOMeHaMu y P. patens
Hike (okojo 1/3), yem y Beicumx pacteHuit (1/2)
(tab6:. 1, JlomoaHUTEIbHBIE MaTePUAIIBI).

Peuenrtop-nonoOHble KWHAa3bl C JIEKTUHOBbI-
MU JOMEHAaMU B MOCJEIHUE IECSITh JIET 3aCIIyKWIN
0co00€e BHMMaHUE CO CTOPOHBI HAYYHOTO 0011IecTBa
B CBSI3U C MX YY4aCTHEM B Pa3JIMYHbBIX CUTHAJIBHBIX
MyTSIX U CIIOCOOHOCTHIO K BOCIIPUSITUIO pPa3HO-
00pa3HBIX BHEKJIETOUHBIX CUTHAJIOB, BKJIIOYAs MU-
KpoO-accoMMpOBaHHBIE, IIATOr€H-aCCOLIMUPOBaH-
HbIE U IUCTPECC-aCCOLMUPOBAHHBIC MOJICKY/ISIPHEIE
nattepHsl [34, 37]. [ToMmuMo 3TOTO, TIpEAIIONaraeT-
Cs, 4TO YIJIEBOI-CBSI3BIBAIOIIME HOMEHBI HEKOTO-
PBIX TOAOOHBIX OEJIKOB CITIOCOOHBI HETIOCPEICTBEH-
HO B3aMMOIEUCTBOBATb C YITIEBOAAMU KJIETOYHOM
CTeHKHU. JlpyrmMu cJIOBaMM, IIPEOIIOJIaraeTcsl MX
poOJib B BOCHPUSITAM W MOHHMTOPHHIE COCTOSHMS
KJICTOYHOI CTEHKHU B IIpOLIeCCE XXKU3HEACSTCIbHO-
ctu pacteHuii [38]. Homs 6enkoB P. patens, KOTopbie
MOTEHIIMAJIbHO CIIOCOOHBI B3aMMOACHCTBOBAThH C
yIJIeBOMaMU KJIETOYHOM CTeHKU (MeMOpaHOCBSI3aH-
HbIe OEJIKM C BHEKJIETOYHBIM JIEKTHHOBBIM JOMEHOM
Y1 HEMOCPEACTBEHHO OeJIKU KJIETOUHOI CTEHKU) CO-
cTaBMJIa OKOJIO 65% , TOTIA KaK Y BBICIIMX PACTCHUI
ato yrcio gocturaet 80% u Bhile (Tabn. 1, Jomon-
HUTEIbHbIC MATEPUAJIBI).

CocraB KJIETOYHOM CTeHKU P. patens CylieCTBeH-
HO OTJIMYAETCs OT KJIETOYHOM CTeHKU MOKPBITOCE-
MEHHBIX pacTeHMI: TOMHMMO IEIUIIOJIO3bI, OCHOB-
HOI1 eTo CTPYKTYPHBIII KOMIIOHEHT — MaHHaHHI [ 39].
IToromy HabGop yIJIeBOA-CBSI3bIBAIOLIMX OEJIKOB
(JIEKTMHOB) Y 3TOTO MXa MOXKET TaKKe MMETb CBOM
ocobeHHocTr. OMHAKO OCHOBHEIE CEMEMCTBA MaH-
HO30CBSI3BIBAIOIINX JIEKTUHOB — GINA M >KaKaJTMHBI
00 KOJWYECTBEHHO MEHEe IIPEICTaBIICHBI, JIMOO
CPaBHMMBI TI0 YMCIY IPEACTABUTENEI ¢ TTOKPHITO-
CEeMEHHBIMU pacTeHusMHU. [ OeIKoB ceMelicTB
C-tuna, mmanosrupuHoB 1 EUL OblTa Takke TToKa-
3aHa BO3MOXHAS CHEHM(PUIHOCTD 110 OTHOIICHUIO
K BEICOKOMAaHHO3HBIM N-IJIMKaHaM, HO IIpearnoa-
raeTcsl, YTO ATH JEKTUHBI B3aMMOIEIICTBYIOT C pa3-
JIMYHBIMU TIMKOIPOTEMHAMU [6].

PacturenbHble nekTuHbI C-THIIA TPEOCTaBIS-
10T co00#i pelenTop-nogoOHble KWHAa3bl, JOKa-
JIM30BaHHbIE Ha MazmanemMme. Y P. patens Takxke
obHapyxuBaioTcs 6eaku C-Tumna ¢ JIEHIIMHOBBIMU
NoBTOpaMU, MpeackadaHHble B BeO-cepBuce Loc-
Tree3 kxak cekpeTupyemble OeIKN. DTO ceMeCTBO
OBLIIO XOPOIIO OXapaKTepU30BAHO Y XKUBOTHBHIX,
OMHAKO Ha CETONHSIIHUN IO€Hb OCTAaeTCs Majo
n3ydyeHHBIM y pactenuit [40]. LlnaHOBUPUHBEI,
B OCHOBHOM, XapaKTepHBI IJisI IpuOOB, OTHAKO
MPUCYTCTBYIOT Y HEKOTOPBIX HU3IIMX M BBICIIMX
CIOPOBBIX PACTeHMIA M MOJIHOCTBIO OTCYTCTBYIOT
B TeHOMe CEMEeHHBIX pacTeHui. CXOTHBIN OeJoK,
BBIJICJICHHBIN M3 IMaHOOAKTEpUii, TT0OKa3al CHell-
UPUIHOCTD 110 OTHOIIEHHUIO K BHICOKOMAHHO3HBIM
N-mrKaHaMm Ha IOBEPXHOCTH INIMKOIIPOTENMHA BU-
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pyca uMMmyHoneduuuTa dyenoseka [6]. I'en P. pat-
ens Pp3cl5 13210 xomupyeT 0eOK, IpencKa3aH-
HBI Beb-cepBucamu Deeploc-1.0 m LocTree3 kak
0e10K KJIETOYHOI CTEeHKHU, ero (PyHKIIMS HesICHa,
9KCIIpeCCHUsI TeHa IIPAKTMYECKH OTCYTCTBYET B
MpoaHAJIM3NPOBAHHBIX 0Opa3iax (Taou. 1, Jomoi-
HUTEJIbHBIE MaTePUAJIBI).

CewmeiictBo Nictaba y P. pafens mipenctaBieHO
Bcero 4 reHamu. Hekotopwie 6eakm 3TOTO ceMeii-
cTBa TakKe n3BecTHHI Kak PP2 (Phloem Protein 2)
W TIPEICTaBISAIOT cO00i1 CTPYKTYPHBIE KOMIIOHEH-
THI TIPOBOSIIEI TKAHU BBICIIIMX COCYIMCTHIX pac-
teHuii. [lpoBomsiine 3JeMEHTHI MXOB, BBIIIOJ-
HSIOIIME aHAJIOTUYHYI (PYHKIUIO, CTPYKTYPHO
oTnyaioTcs ot dnosmel [41]. BeposTtHee Bcero,
y 00jiee HM3KOOPraHM30BaHHBIX pacTeHUil OenKu
Nictaba He 0061amaioT cxoxkeill (QYHKIMOHAITHLHOMN
AKTUBHOCTBIO U, 110 BCEH BUAUMOCTU, B3TO CEeMei-
CTBO OEIKOB C JEKTHUHOBBIM TOMEHOM IIOJIYUYHJIO
paclIMpeHue BMeCTe€ C Pa3sBUTHEM IIPOBOMSIIUX
TKaHell y cocyaucThix pacteHuii. Tpu reHa Nic-
taba, uMmelomue IOIOJHUTEIbHBIN ToMeH F-box
(cuuTaeTcs, YTO OH YIaCTBYET B YOMKBUTHUHHUPOBA-
HUM), KOHCTUTYTUBHO 3KCIIPECCHUPYIOTCS BO BCeX
MIpOaHaJM3MPOBAHHBIX YacTsIX pacTeHWil, Torma
KaK 3KCIpeccus TeHa C UCKIIOYUTEIbHO JIEKTHHO-
BBIM goMeHoM (Pp3c26 1510) Hanboliee BbIpaxe-
Ha B KayJnoHeMe [42].

duitoreHeTUEeCKMI aHAINU3 OCJIKOB, KOTUPY-
€MBbIX UCKOMBIMH T€HaMH, II0Ka3ajl HaJIu4ue Cy-
IIECTBEHHBIX PAa3IM4YMii B OCJIKOBBHIX IIOCIEIOBA-
TEJBHOCTSIX ITPOAaHAIM3UPOBAHHBIX OPraHU3MOB
(cmopoBoro pacreHust mxa P. patens v TIOKpBHITOCE -
MEHHBIX pacTeHuil A. thaliana n Z. mays) — B 60J1b-
IIMHCTBE CiIydaeB O€JIKM MXa JIOKaJIM30BalIuCh
B o0ocobOneHHoI knaae. Ilpu 3TOoM, Ha IpUMe-
pe ceMeiicTBa XKaKaJMHOB MOXHO 3aMETHUTh, UTO
OenKM Mxa (prIoreHeTHWYeCKH ONMKe K OelKaM
OTHOIOJBHBIX pacTeHnit (KyKypy3sl) (puc. 2). Ce-
MEMCTBO XaKaJMHOB COCTOUT U3 pa3HOOOpa3HBIX
0eIKOB XMMEPHOI CTPYKTYphI, M JOMEHHas Op-
raHu3anusl 0eJIKOB OTHOMOJBHBIX M ABYIOJIbHBIX
MMeEET CYIIeCTBeHHBbIE OTINYUS. [eliCTBUTENBHO,
IOMEeHHasl opraHu3ains OeJIKOB XaKaIWnHOB MXa
OKe K XaKaJuHaM OTHOMOJBHEIX, Cpeau KOTO-
PBIX TaKXe, K IpUMEepPY, YaCTO BCTPEUYAETCS KOM-
OMHaIIMs TOMEHa XKaKaJWHa ¢ KMHA3HBIM JOMe-
HOM; Y OBYIOJBbHEIX TaKass KOMOMHAIINASI TOMEHOB
He BBISIBJIcHA. Poib 3THX 0EIKOB B pacTUTEIBHOI
KJIETKE IO CHX IOp HE BBISICHEHA, M TaKXKe HesiC-
HO, MOTYT JI OHU BHIIIOJHSTh CXOXHe QYHKIIUHN Y
TaKWX Pa3HBIX TPYIIIT paCTeHUM, KaK MX1 M OTHO-
IOJIbHBIE.

ITate OenkoB ceMelicTBa MaJleKTUH-TIOA00-
HBIX P. paftens okKa3zamuch TOMOJIOTUYHBI OelKam
CrRLKI1L A. thaliana (puc. 3). Dra rpymma pe-
LENTOP-NOTOOHBIX KMHA3 OTHOCUTEIHLHO XOPOIIO
oxapakTepu3oBaHa y A. thaliana. I3BeCTHBIMHU JIH-
ragmamMmn OenkoB CrRLKI1L gBisgioTcss KopoTkme
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BHekieTouHble TenTuabl RALF (rapid alkalization
factor — (pakTOp OBICTPOTO OIIETAYNBAHMSA). 3a CUET
B3aMMOIECHCTBHUS CO CBOMM NENTUIHBIM JINTAHIOM,
3TU PELIENITOPHI OIIOCPEAYIOT IIepenady CUTHAJIOB 1
PEeTyISIIUI0 Pa3HOOOPA3HBIX IPOIECCOB Pa3BUTHUS
pacteHusi, MopdoreHesa, pa3MHOXEHUS, UMMYH-
HOTO OTBeTa M peakumy Ha ctpecc [1]. Otmenb-
HEBIE TIPEICTaBUTENIN 3TOTO ceMeicTBa y A. thaliana
ObUIM TakKe OXapaKTepM30BaHBI KaK yYaCTHUKH
PeTyIsIIUM U IOAASPXKAHUS 1LIEJIOCTHOCTU KJIETOY-
Hoit creHku [36]. KomndecTBO reHOB, KOAMPYIO-
mux CrRLKI1L y P. patens MHOTOKpaTHO MEHBIIIE,
yeM y A. thaliana n xykypy3sl (puc. 3). BeposTHo,
MEXaHM3M MOIAEePKAHUS HEJIOCTHOCTH KJIETOYHOI
CTEHKH Y UCCIIEAyeMOI0 MXa pa3BUT CJI1a00, 9YTO MO-
KET OBITh CBSI3aHO C OTJIMYMSIMU B Habope MoJimca-
XapUAOB KJIETOYHOI CTEHKH Y MXOB M COCYIUCTBIX
pacTeHmii. XapaKTE€pHBIM IIOJIMCAaXapuaoOM Kie-
TOYHOI CTEHKM y 3BOJIOLIMOHHO PAaHHUX TAKCOHOB
pacTeHui SABJISIETCd MAaHHAH, COCTABJISIONIANA OC-
HOBY BCe€X KJIETOYHBIX CTEHOK BO BCEM OpraHM3MeE
[39, 43]. C ycnoxxHeHHEM OpraHM3alliy pacTeHUI
M YBeIMYEHHEM pa3HOOOpasus II0JIMcaxapuiaoB
KJICTOUHOM CTEHKU — ITOTEHIIMAIBHBIX YIIEBOTHBIX
JINTAaHIOB OEJIKOB ¢ JIEKTUHOBBIMU JOMEHAMMU, KO-
JINYECTBO YWICHOB 3TOIO CEMEICTBA y BHICIINX pac-
TEHUI 3HAYUTEIIPHO YBEINYMIOCH.

Y P. patens reHbl O€IKOB ¢ JEKTMHOBBIMU HO-
MEHaMH aKTUBHO 3KCIIPECCHPYIOTCS BO BCEX 4a-
CTSAX pacTeHHs, YTO MHOTYEPKMBACT BaXKHOCTh MX
(GyHKUIMOHMPOBAHUS 1T 00ECIIeUeHUST XKU3HEemes -
TETBbHOCTHU KJIETOK. DKCIIpeccus MHANBUIYAIbHBIX
TeHOB 4YacTto muddepeHInanbHa; BBISIBIEHO TPU
OCHOBHBIX TTaTTepHa 3Kkcnpeccun (puc. 4). Ilo ko-
JINYECTBY SKCIPECCUPYIOIINXCSI TEHOB BBIIEISIOTCS
ceMelicTBa MaJleKTUH-MOAOOHBIX OenkoB, LysM,
GNA u reBenrbl. Cpeint HUX MaJIEKTUH-TIONOOHBIE
OeJIKM TIPEICTaBISIOT COO0OM Mo OoJbllIeil uJacTu
MeMOpaHHBIC O€JKM, BOBJICYCHHEIE B PETY/ISIIIIO
CaMBIX pa3HBIX IIPOIIECCOB KM3HEMESITEIHHOCTH
pacrenuii. CeMeiictBa LysM u reBemHBI, KakK JIeK-
TUHEI CO CIIeM(UIHOCTHIO K OJINTOMepaM XUTHHA,
YJacTBYIOT B MMMYHHEIX oTBeTax. CemeiictBo GNA
c1a00 M3y4eHO, OMHAKO TaKxXe 4acTo paccMaTpu-
BaeTCad KaK 9acTb CHCTEMBI 3allIUThI PACTCHMSI OT
OMoTHMYECKOTro 1 abnmoTnueckoro crpecca [37]. Hau-
OoJyiee aKTUBHASI SKCIIPECCHUSI ITUX JEKTUHOB Ha-
OmomaeTcs B KjacTepe, BKIIIOYAIOIIeM KayJIOHEeMY,
XJIOpOHEMY U pu3ounsl (puc. 4; Tadmn. 1, JlomomxHu-
TeJIbHbIC MaTepHaibl). DTU QUIaMEHTHBIC 00pa3o-
BaHMS PacTyT KOHIICBBIM POCTOM, COOTBETCTBEHHO,
IUISI HUX XapaKTepHBI aKTUBHEIE IIEPECTPOMKH KIIe-
TOYHOM CTEHKU U (POPMHPOBAHUE TOITOIHUTEIIb-
HOM TTOBEPXHOCTM KOHTAaKTa C BHEIIHEHA Cpemou
[44]. DTO CIYKUT apryMEHTOM B ITOJIB3y TOTO, YTO
yKe Ha paHHUX 3TallaX 3BOJIOLNY Ha3eMHEIX pacTe-
HUM JTEKTUHBI MOIJIA YIaCTBOBATh KaK KOMITOHEHTHI
CUTHAJIbHBIX CHUCTEM, 3a1eiiCTBOBAHHBIX B MOHUTO-
PUHTE COCTOSIHUS KJIETOYHOM CTEHKM M B PEaKIIUSIX

®U3NO0JIOTUA PACTEHUM

AI'BJIAMOBA u ap.

Ha OMOTUYEeCKMEe U aOMOTUYECKUI (haKTOPhl BHEIII-
HEH cpenpbl.

JIeKTMHBI BO3HUKJIM paHO B MpPOLIECCE BBOIIO-
LM XKUBBIX opraHu3mMoB. C pa3BUTUEM pacTeHUit
U YCJIOXHEHWEM UX OpraHu3aluu ceMeiicTBa pac-
TUTEJbHBIX JIEKTUHOB PACLIMPSUIMCh U, BEPOSITHO,
obperanu HoBble yHKUMU. [Ipu 3TOM y MXOB OT-
MeyYaeTcsl XxapaKTepHas TOJbKO JIsI HUX JOMEHHas
opraHusanusl 0eaKoB ¢ JEKTMHOBBIMU AOMEHAMU.
HabGnromaroTcs HEKOTOpble paziuyvsd B JOMEHHOM
opraHuzanuu OeKOB MXa M BBICIIMX CEMEHHbIX
pacTeHWii, B YaCTHOCTHU, B IpyIire OelKOB, MOTEH-
LMAJIbHO BOBJIEYEHHBIX B peaan3alunio UMMYHHOTO
OTBETa pacTEHUI (HampuMep, CEMECTBO FreBEMHOB
u LysM). XoTs1 Habop ceMeiCTB OEIKOB C JIEKTU-
HOBBIMM JOMEHAMM y MXa MPAKTUUYECKU HE OTIU-
YaeTcsg OT MpPEeACTaBJICHHBIX B T€HOMAax BBICIIUX
CEMEHHbIX PaCTEHUI, OTHOCUTEIbHAS AO0JSI TeHOB,
KONUMPYIOILIUX JIEKTUHBI, B TeHOMe P. patens cyle-
CTBEHHO MeHblIIle (Tabu. 1). YBenuueHue yncia 6e-
KOB C JIEKTMHOBBIMU JOMEHAMM B XOJI€ 3BOJIOLIUU
MOXET CBUIETEILCTBOBATH O BHIMTOJHEHUU UMU 60-
Jiee CrielMaIM3UPOBAHHBIX (PYHKIIUI Y BBICIIINAX CO-
CYIUCTBIX PACTCHUIA.

HecMmoTpst Ha TO, 4TO YIJIEBOI-CBSI3bIBAKOLLIAS
aKTMBHOCTD (110 KpaliHeil Mepe, B OTHOILLIEHUHU [JIU-
KO3WJIMPOBAHHBLIX O€NKOB) M (YHKUUU HEKOTO-
PBIX PACTUTEJIBbHBIX JJEKTUHOB JOCTATOYHO XOPOIIO
OIMMCAaHbl, OCTAETCSl HESICHBIM, UMEIOT JIU TOXOXME
¢dyHKIMKM 6enku Mxa. M3-3a METOOIMYECKUX CJIOXK-
HOCTEN TTOKa HE OXapaKTepU30BaHbI MOJIMCAXaAPUJI-
HbIe JIMTAaHIbl MHOTOYMCIEHHbBIX O€JIKOB C JIEKTUHO-
BbIMU JOMEHAMM, JIOKAIM30BAaHHBLIX B KJIETOYHOI
CTEHKE, B KOTOPOUi Y pACTEHUI CKOHIIEHTPUPOBAHO
OrPOMHOE pa3zHooOpasne YIIeBOMHBIX CTPYKTYD.
HanbHeliliee U3ydeHne 3TUX OETKOB MOXET CTaTh
BaXXHbBIM 111IarOM B U3YYEHUM SBOJIIOLIMM HA3€MHBIX
pacTeHMIA.

Pabora BbInoJiHEHa npu nopaepxke Poccuii-
ckoro HayyHoro ¢onga (rpant Ne 20-64-47036)
(comocTaBiieHUe C JEKTUHAMU BBICIIUX PACTECHUIA),
aTakxe ['ocynapcrBeHHoro 3aganust @enepaibHOTO
HCCef0BaTeNIbCKOro HeHTpa “Ka3zaHCKuii HayYHbIit
ueHTp Poccuiickoil akamemumn Hayk” (UOeHTUPU-
Kauusl B reHoMe, (DUJIOTeHUs, aHAINU3 SKCIPECCUM ).

Hacrogiasg craTbs He COAEPXKUT KaKUX-JIMOO
WUCCJIEOBAHMI C ydyacTueM JIIoAei M KMBOTHBIX B
KayecTBe OOBEKTOB. ABTODHI 3asIBJISIIOT 00 OTCYT-
CTBUU KOH(JIMKTA UHTEPECOB.
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YcToitanBOCTS K TIpopactanmio 3epHa Ha KopHIo ([13HK) siisteTcst X03s1iiCTBEHHO BasKHBIM IIPU3HAKOM,
KOTOPHI BIMSIET HAa KAYeCTBO 3¢pHA M YPOKAWHOCTD MIIIEHUIIBL. JlaHHAS yCTOMYMBOCTD 3aBUCUT KaK OT
(hakTOPOB OKpYXKAIOIIEH CPeObl, TAK M OT TCHOTUITMIECKNX N (DEHOTUITMISCKUX OCOOCHHOCTE! COPTOB
MOIIeHUIEL. M3BeCTHO, 9YTO KpaCHO3epHBIC COPTa IMIICHUIH SIBJISTIOTCS 00jiee ycToitamBeIMH K TI3HK,
yeMm OeozepHbie. OMHAKO B HACTOSIIIIEE BPEMST HE CYIIIECTBYET MOMXOMOB, TTO3BOJISIONINX OMHO3HAYHO
pa3nIMIaTh KpacHO3EpHBIC COpTa IMIICHUIIH 0 cTereHn yeroiunBocty K [I3HK. Lenpio HacTosmei
PabOTHI IBJISLIOCH CPaBHEHUE PA3TMIHBIX IOIXOMOB WIS 3 heKTUBHOM nrnddepeHIMPOBKHA COPTOB 031~
Mot MsITKO# meHutbl ( Triticum aestivum 1.) o ycroitunBoctr K [I3HK. ¥V 164 copToB 03UMOit MATKOI
MILEHULIBI, CPEAX KOTOPBIX 156 ObUIM KpacHO3epHBIMU, ObLIN OmpeaeaeHbl nHaeKc npopactanus (UIT),
aKTUBHOCTD i-aMmta3bl (AAA), mpoBeneHa I poBast ¥ TeHeTHYECKasl OIleHKA YPOBHS KpacHOI OKpa-
CKH 3epHOBKU. MccltlemoBaHMs ITPOBOMIUIN Ha CTAIUSIX MOJIOYHO-BOCKOBO crrestoctu (M/BC) n mosrHo-
ro co3peBanwms (I1C) 3epra. Mcxons n3 nuaamuky nameHeHus MI1 Ha cragusax M/BC u I1C 3epHa ycra-
HOBJICHO, YTO HamboJIee 1enecoodpa3Ho mpoBoauTh olleHKY MIT Ha cragum M/BC 3epHa. Ananu3 AAA
OBLI IIPOBEIEH ¢ NCITOIb30BaHMeM MeTona Llepanbda n onpenenenus ancia nagerust (YIT). [Tokasano
TIOBBIIICHUE YPOBHSI AAA B MIpoIlecce CO3peBaHMUs 3¢pHA Y M3YUYCHHBIX COPTOB. BElia BEIABICHA OTPH-
HateabHasl KoppenasuroHHas cBsa3b mexay MIT u YII, YIT u AAA. Wcrionb3oBaHue 1IBETOBOM Moje-
m Lab 11 olleHKM 0KpacKy 00O0JIOYKH 3¢pHA ITO3BOJIMIIO BHIIEINTD 3 TUITA OKpacKy 3epHa. M3ydeHBI
aJUIeJIbHbIC BapUaHTBI TeHa Tamyb 10, KOHTPOIMPYIOIIETo KpacHYI0 OKpacKy 3epHa. AHaIM3 UG poBOit
OIICHKM OKPACKM 3epHA U aJUIEJILHOTO cocTaBa reHoB Tamyb 10 He BBRISIBWI moroiaHuTeabHoro K UIT n
YI1 xpuTepust, KOTOPBIIT MOXHO OBLIO OBI MCITOJIB30BATh IS pa3meIcHISI KpaCHO3EPHBIX COPTOB IIIIIC-
HUIBI 110 yeToumBocTH K [I3HK. B To ke Bpems 1moka3aHo, 4To HanboJiee MHOTOYHCIICHHASI TPYIIIa U3
M3Yy4YEeHHBIX COPTOB, UMEET OT ABYX U 00Jiee JOMUHAHTHBIX T€HOB, KOHTPOJIMPYIOLINX KPACHYIO OKPACKy
3epHa. B memoM, cpaBHeHME KpacHO3EPHBIX COPTOB II0 BCEM TPEM MapaMeTpaM IT03BOJIMIIO BBHIICINTH
TpyIy copToB, Hanboiee yctoitunBbix K [ISHK. B oty rpyrmy Bonuin 73 KpacHO3epHBIX cOpTa MSITKOM
MIIEHULBI U3 156 M3ydeHHBIX, ITIPU 9TOM 0€I03epHBIX COPTOB, yecToitunBbIX K II3HK, BBIsIBIEHO HE OBLIO.

KmoueBbie ciioBa: Triticum aestivum, a-amunasa, reH Tamyb 10, nHaexc rpopacTaHusi, 03uMasl Msirkast
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BBEJEHUE

ITpopacranue 3epHa Ha kKopHIo (II3HK) mpu-
BOIUT K CHIDKEHHMIO Ka4eCcTBa U KOJIMUECTBA ypOXKast
3epHOBBIX KyNnbTYp [1]. IIpopacTaHue 3epHa B KOJIO-
C€ Ha POAUTEIHLCKOM PACTEHUM IPOUCXOMUT IIOCTIE
ero cospeBaHus. Ha maHHoe siBleHHME OKa3bIBaeT
BIMSTHAE KOMILIEKC (paKTOpOB, TaKMX Kak, ITO31I-
HUI cOOp ypoxKasi, TOXIJIUBas IIOroaa, IIOHMKEH-
HbIE TeMIIepaTyphl, (PEHOTUII U BOCIIPUUMYNBOCTD
copta [1]. YU3BecTHO, 4TO MOP(OJIIOTUIECKHIE OCO-
OCHHOCTHU CTPOCHUSI KOJI0Ca, BOCKOBOM HAJIET, OITY-
IIEHHOCTb, OCTUCTOCTD, IIPOHUIIAEMOCTh CEMEHHOI
000109k Takke oKaseiBaloT BausHue Ha [I3HK y
3JIaKOBBIX KYJIBTYD [2].

K HacTosillieMy MOMEHTY YCTaHOBJIEHO, YTO
ocHoBHoit mipumumHoii TI3HK saBasgerca mncba-
JIAaHC B COOTHOIIIEHUM IBYX IIPOIIECCOB — MOKOS U
npopactanusg [3]. B perymgaumm 3TUX TIpOIECCOB
3aJeiCTBOBAaHbI pa3HOOOpa3HbIe MEXaHU3MEI [4].
Hapsiny ¢ nppyrumu dakropamu, ucciaemnoBaTe-
JIN CBSI3BIBAIOT aKTUBHOCTH O-aMuiia3bel (AAA) ¢
II3HK y 3makoBeix Kyneryp [3]. B mpoirecce mpo-
pacTaHMsI 3€pHa IIPOMCXOOUT THAPOIU3 Kpaxma-
Jla non aeiictBueM o-amwunasbl [5]. M3odepMeHTh
O-aMuJIa3bl KOHTPOJIMPYIOTCSI CeMeiicTBaMM Te€HOB
a-Amylu a-Amy2, pacrioloXeHHbIMU Ha 6 U 7 Xpo-
MoOcoMax coOTBeTCTBeHHO [6]. IIMK akTUBHOCTH
a-Amy?2 IpUXOIUTCS Ha HavaJbHbIE CTAIUN Pa3BU-
THSI 3epHA, a aKTUBHOCTH 0--Amy 1 MOBEIIIIACTCS IPU
co3peBaHUM 3epHa. OTHOCHUTEIbHASI 3KCIIPECCHUSI
reHa a-Amy 1 Obla BbILIE Y COPTOB, HEYCTOMYMBBIX
Kk I[I3HK, 1o cpaBHEHMIO C YCTOWYNBBIMU COPTaMU
[6]. M3yueHune comep:KaHUS M aKTMBHOCTU CQ-aMU-
JTa3pl “IO3mHEro co3peBaHUsA” o-Amyl gBiseTcs
OTHOCHUTEIPHO HOBOM OO0JIACThIO HCCIICHOBAaHUIA.
HecBoeBpeMeHHEI CUHTE3 O--aMIUTa3bl IPUBOIUT K
yMeHbIleHI1o ynciia nagenus (YI1) n yxymmrermio
KadecTBa 3epHa [8]. MyKa, moiydeHHasT U3 TaKOTO
3epHa, MMEET HEBBICOKYIO 3aryIlIaiollyl0 CIIOCO0-
HOCTb M CYMTACTCSI HEIIPUTOMTHOI TSI BBIITEYKH XJIe-
000YITOUHBIX M3menuii [9].

st namepeHuss AAA B 3epHe Ha HaCTOSIIIUIA
MOMEHT IIPUMEHSIOTCS Pa3IMIHBIe METONBI, B TOM
YHCIe KOJOPUMETPHIECKUI C HCIIOJh30BAHHEM
tabmeTrok Pamedac, KpaxMalIbHO-MOTOMETpHUUIEC-
CKMIi ¥ aHaJIN3 Ha IIprOopax aMmuiorpad 1 MUKCO-
a6 [10]. B mociemAMe TOOBI OYEHD YaCTO MCIIOb-
syetrca meton Llepamsda [10]. K mpenMymmecTBam
JaHHOTO METOmAa OTHOCSITCSI MCIOJIb30BaHUE MU-
KpOHaBeCOK 06pa3lia U MpuMeHeHue 96-TyHOUHO-
ro CIeKTpodoTOMEeTpa, YTO IIO3BOJISECT B KOPOTKHE
CPOKM TIpOoBeCcTH aHaiu3 AAA y 0OJIBIIOrO Yucia
00pas3uos.

Cokpamenus: AAA — a-amuia3Hasi akTuBHOCTb, MITT — uHaekc npo-
pactanusi, M/BC — mosnouHasi/BockoBas crenocts, [I3HK — npo-
pacraHue 3epHa Ha KopHIo, [1C — momHas crnenocts, YIT — gucio
MaJeHUs.

OEJAEBA u np.

YcranoBneHo, yto ycroiynBocTh K [I3HK gB-
JISIETCSI KOJIMYECTBEHHBIM MPU3HAKOM. Y MIIEHUIIBI
ycroiunBocTh K [I3HK koHTpommpyeTcst HeCKoJb-
KMMHU JIOKyCaMH, KOTOpBIE PacCIIOJIOXKEeHBI Ha 1A,
1B, 2A, 2B, 2D, 3A, 3B, 3D, 4A, 4B, 5B, 5D, 6A,
6B, 6D, 7A, 7B n 7D xpomocomax [2]. K nmeHTH-
¢rmpoBaHHBIM TeHaM ycToitunBocTr K [I3HK ot-
HOCSITCS TeHbl R, KOHTpoJupylolue okpacky [11].
Y nmenunsr Tamyb 10 sBasiercst R reHOM, KOOUpY-
IOIIMM aKTUBAaTOP TPAHCKPUILMU (DIaBOHOMITHBIX
nurMeHToB. KpacHo3epHble copTa IIIeHULIbI Oosiee
ycroiumBe K [I3HK, yem copra ¢ GenbiM 11BETOM
3epHa [12].

O1eHKy 1BeTa 3€pHa Jallle IIPOBOIST BU3yaslb-
HO, UCIIOJIB3YsI METOOUKY C IIPUMEHEHNEM PacTBO-
pa NaOH [13]. OgHako 3TO TIPUBOINUT K BHEITHEMY
MoBpeXIeHuIo 3epHa. B HacTosiiee Bpemst pa3pa-
6otaHo mpuioxeHne SeedCounter, TTO3BOJSIONIEE
MIPOBOAUTH TOYHBIE M3MEPEHUSI OKpacKu 0e3 Io-
BpexaeHus 3epHa [ 14, 15].

Kaxk mpaBuno, ouenky coptoB Ha II3HK mpo-
BOAST B JlabopaTtopHbIX ycioBusx. Haubomnee pac-
MPOCTPAaHEHHBIM METONOM OIEHK! YCTOMYMBOCTHU
3epHoBHIX K [I3HK gaBnstercst mpssMoit mpoBoKamm-
OHHBII CIT0CO0, KOTOPHIN ITO3BOJISET OIPEACINTH
nHaekc npopactanus (MI1), mpoueHT mpopacTaHus
M yCTOYMBOCTD K mpopactanuio [10, 16]. Ouenka
ycroiumBoct K [I3HK y mimeHUIIBI MOXeT TIpo-
BOIOUTHCSI HA Pa3HBIX CTAOMSIX CO3PEBaHMsS 3€pHa.
Hcmonp3oBaHne COBPEMEHHBIX ITOIXOIOB MOXKET
OIITUMU3NPOBATH OTOOP 3€PHOBBIX KYJIBTYP, YCTOM-
ynBbIX K [I3HK.

Llenbp paboTbl — uccienoBaHue 3¢G@EKTUBHO-
CTH pa3nMuHBIX TToaxomoB mig oneHku I[I3HK Ha
CTagUsIX MOJIOYHO-BOCKOBOI CIIEIOCTU M IIOJIHOTO
CO3peBaHUS 3epHA IJIsI 0TOOpa YCTOMIMBEIX COPTOB
03MMOM MSITKOM IMIeHUIBL. 19 TOCTUKeHUS TaH-
HOI 1IeM OBbLIO IIPOBEIeHO LM(pPOBOE UCCIEI0BA-
HUE OKpacKHd O00OJIOYKM 3€pHa, YCTAHOBJICHO pa3-
HOOOpa3ue ajjIelbHBIX BapuaHTOB reHa lamybl0),
omnpeneneHbl NI, uncino nagenus (YI1) u mpoBeneH
aHanus3 AAA.

MATEPHAJIBI U METObI

OO0BbeKT HCCIeNOBaHHS W YCJIOBHS €ro BbIpa-
mmBaHus. OOBEKTOM MCCIENOBAaHUS  SIBIISLIACH
KOJUIEKIINS O3MMOM MSITKOM mneHnusl (Triticum
aestivum L.), mpenmocraBieHHast POenepaabHBIM
HCCIIeNOBaTeIbCKUM  IIeHTpoM  Bcepoccuiickmi
MHCTUTYT T€HETUYECKMX PECYpCOB PACTCHUIA WM.
H.N. BaBunosa (BUP). /laHHast KOJUIEKLIUMSI CO-
crosiia u3 164 coproB mmeHunbl. Copta UMeIU
cienylonie pasHoBugHocTH: albidum, lutescens,
milturum, composituminumilturum, velutinum,
graecum, ferrugineum, hostianum, erythrospermum,

compositumferrugineum. JleTaJbHO KOJUIEKIIVS
onucaHa pasee [17].
OU3UOJI0IUS PACTEHUN ToM 71 Ne 2 2024
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K paboTte nmpuBnekacst MaTepuan U3 uydaemMoi
KOJUIEKIIMH, PEIPOAYLIMPOBAHHBINA B IIOJIEBBIX yC-
noBusx B OpiioBckoit obmacTtt (131 KpacHO3epHBI
COpT, 7 OEO3epHBIX COPTOB), M B MCKYCCTBEHHBIX
ycinoBusix B LleHTpe KOJIEKTUBHOTO I10JIb30BaHMS
“JIabopaTopusi HMCKYCCTBEHHOI'O BbIpallliBaHUS
pactenuii” (LIKIT JIMBP) ®denepanbHoro uccieno-
BaTEeNIbCKOTO HeHTpa MHCTUTYTa LIMTOJIOTUM U Te-
HeTUKH (156 KpacHO3EPHBIX COPTOB, 8 OeI03ePHBIX
COpPTOB).

Ju1st uccaenqoBaHUid KOJIOChSI cOOMpany Ha JIBYX
CTagusIX CO3peBaHMUS 3E€pHA: MOJIOYHO-BOCKOBOM
crnenoctn (M/BC) u monnHoro co3peBanus (I1C)
3epHa. B mepBoM ciydae copra U3 KOJJIEKLIMY BbI-
caxuBanu aenasHkamu (1 M?) ocenbio 2021 r. B Op-
JIOBCKO#1 obsactu (52°51' ¢. m1. 36°26' B. 1.) 1 JIeTOM
2022 r. mpoBomuIM cO0p KojocheB Ha ctanguu M/BC
3epHa. Bo BTopoM ciyyae oO6pa3ibl U3 KOJUIEKIUH,
B KOJIMYECTBE 5 IUT. IJI KaXKIOro M3y4aeMOIo CO-
pta, mocie mepuona sipopusanuu (2 mec. mpu 2°C)
OBUTM BBICAKEHBI B BAHHBI ¢ KepaM3uToM. O0pasiisl
BBIPAIIMBAJINCh B YCIOBUSX TMAPOIIOHHOM TEILIM-
me1 HKIT JIWUBP nipu temmneparype 25—32°C mipu
€CTeCTBEHHOM OCBEIIIEHUM U IIPU Temireparype 10—
16°C npu McKyccTBEHHOM ocBelieHuu (16 4, cpen-
HsIs ocBellleHHOCTh 22 KJIK) mo I1C 3epHa. Ctaguio
CO3pEeBaHUS 3€pHA OLEHMBAIU II0 IUIOTHOCTH 2H-
JocrepMa.

Onpeneienne HHIEKCA NPOPACTAHUSA 3€pHA.
Hns onpenenenus WII 3epHO 13 KOIOChEB Ha CTa-
nuu M/BC cpasy BeIMOJIauMBaIi BPYYHYIO U CTE-
punusoBanu. B ciyyae, eclii KOJIOChsl COOUpaNIUCh
Ha ctaguu I1C 3epHa, ux Iepen BEIMOJIAYMBaHU-
€M IIOMEIIAIN B 3JEKTPUUYCCKUMA CYXOBO3IYLIHBIN
tepmoctatr TC-1/80 (Cmonenckoe CKTB CIIY,
Poccus) Ha 3 mHg mipu remriepatype 30°C, ctepn-
JIN3alIMI0 HE IMPOBOIWIN. 3€pHO KaxXIOTO COpTa B
koauuecTBe 72 wT. 3anuBanu 30 ma 0.1% pacTtBo-
pa mepMaHTaHaTa Kanus Ha 20 MUH ¢ peTyIsIpHBIM
noMemuBaHueM. [lamee 3epHO IPOMBIBAIM IIPO-
TOYHOI1 BOIOU B TeUeHUE 1 MUH C MCIIOJIb30BaHUEM
cuteuka. B creknsaHable yamku [letpu momenanmu
¢unsTpOoBaNIbHYIO Oymary, mob6asisii 10 M1 guc-
THWUIMPOBAHHOI BOIBI M PacKIagbIBaIM IIPOMBI-
TO€ 3€pHO B 3-KpaTHOIl IIOBTOPHOCTHU, U3 pacue-
Ta 24 3epHa Ha OXHY IOBTOPHOCTL. Jlajee Jamku
C 3€pHOM IIOMEIIAJd B KIMMATHMYECKYI0 KaMepy
C180-40 (Weiss Technik, I'epmanust) 6e3 ocBele-
Hus Ha 7 pHeit ipu temmiepatype 22°C u BIaxXHO-
ctu 50%. ExenHeBHO (DUKCUPOBAIU KOJIUYECTBO
MIPOPOCIIEro 3epHAa, CUMTasl IPOPOCIIMM 3epHO,
KOTOpPO€ MMEJIO pa3phiB O0OJOYKM HaI 3apOmbI-
meM. JJIst olleHKM XKM3HECIIOCOOHOCTH 3€pHa II0
OKOHYAHMHM JKCIIEPMMEHTa YalllKM C HEIIPOpocC-
UM 3€pHOM IOMEIIaJd B XOJOMWIbHHK Atlant
XM 4421-000 N (Atlant, Pecrry6auka benapycse) ¢
TeMnepartypoit 5—6°C Ha 3 IHS U [ajee OCTaBIsIU
npu KOMHATHEIX ycnoBusgx (24°C) Ha 3 mudg. He-
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IIpopociiee 3epHO CUNTAIN HEXN3HECIIOCOOHBIM 1
B nnoacuete VI He yuuThiBanu.
IMoncuetr UIT ocymectsnstics mmo ¢popmyine [18]:

_ 7y 46n, + 5n; + 4ny + 3n5 + 2ng + Iny (1)

utl DN

e n,, n,, ...n, — YMUCIIO MPOPOCLIMX 3EPEH 3a MEP-
Bble, BTOpPhIE U mocieayomue cyTku; N — oOliee
yucio 3epeH; D — o011ee ynciao gHei ucnblTaHUS.
3nauenue UII Bapwupyer B nuamazone ot 0 mo 1,
rme “0” — He TpOopPOCIO HA OMHO 3epHO, “1” — mpo-
pocau Bce 3epHa.

Onenka akTHBHOCTH o-amMmiaasbl. AAA ore-
HUBaJIM C MCIOJb30BaHMEM Habopa pEeaKTHBOB
metonoMm llepanpda (Megazyme International
Ireland Ltd, Wpnanous) [19]. dus ananu3a AAA
3epHO U3 KoJiocheB Ha ctaguu M/BC cpa3sy BbI-
MOJIaYMBaJId BPY4YHYIO0. MyKy ¢pakuuy MeHbIIe
0.5 MM moJyJanu ¢ MCTIOJb30BaHNEM KO(PEMOIKN
(Centek, KHP), 100 mr Mmykn xpanunu ripu —80°C
0 MOMEHTA IIpoBeAcHuUs aHanu3a. Eciau Koaochs
cobupanu Ha crtaguu [1C 3epHa, TO TIepen BEIMO-
JlaurMBaHMEM UX noMelnaiau B repmoctat TC-1/80
(Cmonenckoe CKTB CITY, Poccust) ¢ remmepaty-
poii 30°C ua 3 gad. [Tocie moaydeHns MyKW aHa-
JIN3 TIPOBOAMIN B TOT K€ O€Hb. DKCTPAKIIMOHHBIN
oydep (50 MM C,H,Na,O,, 50 MM NaCl, 2 MM
CaCl,, 0.005% NaN,, pH 5.4) koMHaTHOI TemrIe-
patypsl (22—24°C) B o6beMe 700 MK mOoOaBISIIN
K 100 Mr MyKn. DKCTpaKIIWIO ITPOBOAUIN B TeUe-
aHue 20 MuH ¢ mepnommuyeckuM (5 pas) mepeme-
mmBaHueM Ha Boprekce V-1 plus (BioSan, Jlar-
Bus). [locie aToro o6pasusl HeHTPUPYTUPOBAIIN
(mentpudyra MiniSpin, Eppendorf, TI'epmanus)
npu 3900 06./MuH B TeueHue 10 MuH, oTOMpanu
cynepHaTtaHT. JlanbHeiluii aHaaiu3 MNPOBOAUIU
Mo TIpolieaype, MpeajiokeHHoW “Megazyme” s
IUTAHIIETHBIX aHajau3aTopoB. B xome 3Toil mpo-
Lemyphl MCIOJIb30Bald KOMMEpPUYECKUil cyOcTpar
(6TOKMPOBAHHBIN  TT-HUTPO(PEHWI-MAJIBTOTETITa-
03Ul + M30BLITOYHBIN YPOBEHb TEPMOCTAOMITLHOMN
Q-TII0K031aa3el) B 00beMe 20 mkia. Yepes 20 MuH
nocie gobasneHns 20 MKJI 3KCTpaKTa K cyocTpary
peakius OCTaHABJIMBAJach PacTBOPOM OpTOdoc-
¢ara Hatpusa (pH 11) B oowseme 300 mxir. Ompe-
IeJeHe ONTUYECKOH IUIOTHOCTHA IIPOBOIWIOCH
Ha IoTaHIIeTHOM aHamm3atope “Multiskan™ FC
Microplate Photometer” (Thermo Fisher Scien-
tific, @uunauonsa) npu 405 aM. OgHA eguHUIA
nepanbda (IIE) ompemensercs Kak KOJIWYECTBO
depmeHTa, HeoOXOMMMOTO T 0Opa30BaHUS OJI-
Horo MKM n-HutpodeHonaa u3 0JOKMPOBAHHOTO
n-HUTpOGEHUI-MabTOTeNnTao3uaa 3a 1 MuH 1npu
YCIIOBUM HaJlu4yMs U30bITKA TEPMOCTAOUIbHOM
a-rmoko3uaassl. g pacuera mpuMeHsiachk Gop-
MyJa, TIpenocTaBieHHasa “Megazyme”:
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Enunuier/r Myku = AE

O61mmit 06beM » /

OEJAEBA u np.

o O0BeM Oydepa 11T SKCTpaKIINT )

Bpewmst nunky6aumuu

rne AE — pa3HOCTb MeXay ONTUYECKOU ILJIOTHO-
CTHIO aHAJIM3UPYEMOIo 00paslia U XOJOCTOM IIpO-
0oi1, mpencTaBisitolleil coboii cMech cydbcTpaTa u
pactBopa opTodocdara HaTpus, TIPU TJIMHE BOJIHEI
405 uM; BpeMs WHKyOAllM — BpeMsI OT MOMEH-
Ta BHECEHUs B JIYHKY IIJIaHIIIETa 3KCTpaKTa M CO-
BMECTHOI MHKyOaluu ¢ cyocTpaToM (MUH); OOILIMi
00beM — CyMMapHbIi1 00beM o0pasia nepen u3Me-
peHreM ONTMYECKON IIJIOTHOCTH (MIT); / — miImHa
MyTU U3Iy4eHUs B obpasie (CM); €, — KoapduLm-
€HT MOJIIPHOM 3KCTUHKIIUM I-HUTpOdeHoa IpHu
405 1M B 1% pactBope opTodocdaTa HATpUS.

Onpenenenne okpacku 3epHa. DeHOTUIIMPOBA-
HUE 3epHAa MPOBOIWIM Ha CeMEHaX M3 KOJUICKIINHU
BHP. OneHka BHIIOJHSUIACH C MCIIOJb30BAHM-
em mpunoxenuss SeedCounter, peaTn30BaHHOTO
IUISI TIEPCOHAIBHBIX KOMIIBIOTEPOB M MOOWJIBHBIX
ycTpoiictB (turatpopma Android) [14, 15]. C mo-
MOIILBIO JTAHHOTO MPUIOXKEHUSI ObLIM 00paboTaHbI
N300paXeHUsI 3€peH, IMOJYYeHHBIE C HCIIOIb30-
BaHMeM mudposBoro ¢oroanmapara Canon EOS
600D (Canon, fnonus), ¢ oobektnBoM Canon EF
100 mm £/2.8 Macro USM. [Insa uamepeHus u Ko-
JINYECTBEHHOM OLICHKM pa3IddyMsl LIBeTa 000JI0Y-
KM 3€pHa HCIIOJIb30BAIM 3HAYCHMS “KOMIIOHEHT
mBeTa” B LIBETOBOM mIKayie Lab, monydeHHBIE C MC-
nonb3oBanueM npunoxenus SeedCounter. [lanaas
LIBETOBAs IIIKaJa BKIII0YAeT KOMIIOHEHTY CBETIOTHI
U JABEe KOMIIOHEHTHI oTTeHKa [11]. IlepBas u3 Hux,
KOMIIOHEHTA a COOTBETCTBYET YBEINYCHUIO MHTCH-
CUBHOCTM KpacHOIO ILIB€Ta IJIs IIOJIOXUTEIbHBIX
3HAYCHUI 1 3€JICHOTO 1T OTpULaTeIbHBIX. Bropas
KOMIOHEHTa — b COOTBETCTBYeT YBEIMYCHUIO MH-
TEHCUBHOCTH KEJITOrO IIBETa IJIsI ITOJIOXUTEIHHBIX
3HAUYCHUII ¥ CUHETO IJIS OTpULIaTeIbHBIX. MEI xa-
paKTepu30BaIN LIBET 3epeH CPEIHUMU 3HAYCHUSIMU
aTrX IByX KommoHeHT (Lab_mawm Lab_mb cooTtBeTt-
CTBEHHO) IJISI IIMKCeNeil 3epeH Ha HU(POBBIX U30-
OpaxeHMsIX. ISt IPOCTOTH MBI MHTEPIIPETUPOBAIIN
3HAUYCHUSI KOMIIOHEHTHI a KaK KpacHOTa, a 3Hade-
HUSI KOMIIOHEHTHI b KaK XeJTh3Ha.

Anaym3 gucina nagennsa. Ouenka Y11 nmpoBomm-
Jack B cooTBeTcTBUU ¢ TpeboBaHusmu 'OCT ISO
3093-2016 meromom XarGepra-Ileprena [20] Ha
npubope IMTYIT-7 (OO0 “bnodnsnyeckas anmapa-
typa”, Poccus) mocie coopa 3epHA M3ydaeMBIX CO-
pTOB, BEIpaIieHHBIX B OpiaoBcKoif o6mact B 2022 T.

Onenka ajuienbHbiX Bapuanmmii reHa Tamybl10.
AHanu3 nonumopdusma reHa ObUT HpOBedeH Ha
pacTUTEIFPHOM MaTepHajie, KOTOphIii ObLI coOpaH
¢ Temau4HbIX pacteHuil. I'enomuywo JIHK Brige-
JISUT U3 JIUCThEB MOJIOOBIX PACTEHMIA IO METOMM-
Ke, onmrcaHHoit paHee [21]. bydep mig BeimeneHus
JHK comepxan 0.1 M Tris, 0.5 M NaCl, 0.05 M
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EDTA, 0.38% Na,S,0, 1.25% SDS. B nanHoii pa-
6ore ObuLIM wucnoiab3oBaHbl ITII[P-mapkepbl, pas-
paboranuesie Himi ¢ coaBt. [22]. i BBIABICHUS
aJuleIbHbIX BapuaHToB Tamybl0-Al wucnonb30-
BalM KoMOMHauum mpaiimepoB Tamybl0-LP6
(5'-ctatgtggatggccttggat-3')/Tamyb10-RP6  (5'-ctac
cagctcgtttgggaag-3'); Tamybl0-LP7 (5'-tttcaatcgag
tgggcataa-3')/Tamyb10-RP4  (5'-cctgacgatgagcetect
ctt-3"); I BBIIBICHUS aJUIeIbHBIX BapUaHTOB
Tamyb10-B1 — Tamybl0-LP2 (5'-agcaagaggaacctg
cagtc-3')/Tamyb10-RP1 (5'- gatgccctccagatcaaggt-3');
Tamyb10-D1 — Tamyb10-LP9 (5'-taggccaacaccttctaa
acg-3")/Tamyb10-RP3  (5'-aggcacaccagcttatttgg-3'
[14]. Peakuuro TTLP mpoBommim ¢ Mcroabp30BaHU-
em Tag JHK-nonumMepasbl U roTOBOI peaklMOH-
Hoit cmecu bnoMacrtep HS-Taq INLP-Cnen (2X%)
(bnonabmuke, Poccust). IIpoTokonm mpoBemeHUs
aMnukanun [22] 6pu1 MoguGUIIMPOBaH U CO-
CTOSLI U3 CJICAYIOIINX 3TAMOB: IPEABAPUTEIHHOM Jie-
Hatypanuu JJHK ripu 94°C (5 MUH) — OTHOKpPATHO;
neHarypaiuu JJHK npu 94°C (30 c); otxura npaii-
MepoB npu 61°C (30 ¢) st Tamyb10-A, 55°C (30 ¢)
st Tamyb10-B1, ipu 64°C (30 ¢) nnst Tamyb10-D1,
snoHrauuu npu 72°C (2 mun) mus Tamybl0-Al,
72°C (30 ¢) mna Tamybl0-B1, 72°C (1 mMuH) nis
Tamyb10-D1 (30 uukinoB). @UHANBHBINA 3Tall IIPO-
JIOHTUPOBAHUS HYKJICOTHIHON LIeNd — 7 MUH IIpU
72°C (omaokpatHo). TP BeITTONHSIM Ha aMIUIH-
¢dukaTope T100 Thermal Cycler (Bio-Rad, CIIIA).
DnekTpodopeTUIeCKUil aHAIN3 TPOTYKTOB aMILI-
(pyKany NpoOBOAWIN C UCIIOJIb30BAaHUEM KaMephl
Sub Cell model 192 (Bio-Rad, CIIIA) B 1.5% ara-
pO3HOM Tejie ¢ JoOaBIeHueM OpOMUCTOTO 3TUAMS.
Pesynbrat Bu3yanu3npoBain U JOKYMEHTUPOBAIH C
TIOMOIIIBIO CUCTEMBI Ielib-ToKyMeHTupoBaHust Gel
Doc XR+ (Bio-Rad, CIIIA).

Cratucrnyeckmii aHamm3. CTaTHUCTUYECKYIO 00-
paboTKy IIPOBOOWIM C HCIIOJIb30BAaHUEM ITPOTpaM-
Mbl STATISTICA 12 m MS Excel 2010. s mocTpo-
eHus TpapKOB MCITOIL30BaIM MakeThl R “ggbreak”,
“ggplot2”, “ggpubr” [23]. Ha mmarpaMmmax “smmK c
ycamMu” TIpeICTaBJIeHbI MeIWaHbI U 25—75-11 TIpolieH-
TN B MPSMOYTOJbHUKAX W OUAIIa30H HEBHIIANAI0-
KX 3HaUYeHMit. JI0CTOBEpHOCTh OTINYMIA OLICHNBAJII
no U-kputepuio MaHHa-YuTHU U Kputepuio Kpy-
ckana-Yosumca. KoppensiimoHHy0 CBSI3b OLIEHMBA-
JI, KCTIOJIB3Ys KoadduieHT Koppesiiuny Crmpma-
Ha. /Inst Toro, ytoOnl nipuBectu gaHHbie UIT u AAA
Ha 00eMX CTaIusIX CO3PEBaHMSI K HOPMAJIIBHOMY pac-
MIpeneIeHnIO, MCIIONb30BaIl Mpeobpa3oBaHue bok-
ca-Koxkca (maker R EnvStats). OnTuManbHBIN TTapa-
metp A st UI1 T1C cocrasimsin 1, mst UIT M/BC atot
napameTp 66l paBeH —4. st AAA Ha 06erX CTamTnusIX
CO3peBaHMSI 3epHa 3HAYeHHE A COCTaBIsUIO —1.
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BUOXUMUYECKAS, TEHETUYECKAA U IU®POBAA OLIEHKA 3EPHA

PE3VJIBTATbI

OneHKa MHAEKCA NPOPACTAHMSA, O-aMHJIA3HOI
AKTHBHOCTH H YMCJIa naaenua. OqHUM U3 KJlaccude-
CKUX M PaCIIPOCTPAHEHHBIX METOIOB OIIpeneIeHuUs
YCTOMYMBOCTH COPTOB 3JIaKOBEIX KyIbTyp K [I3HK
SIBJISIETCSL MPSIMOM TIPOBOKALIMOHHBINM CIOCOO, pe-
3yJTaTOM KOTOpoOro siBisiercsl omnpeaencHue MII
3epHa [10]. Pacuer UII npounsBogunm nmo dpopmy-
Je 1, BappMpOBaHWE MOKa3aTellss COCTaBasuio oT 0
1o 1. DkcnepuMeHT npoBoauin Ha ctagusx M/BCu
T1C 3epna. Onpenenenne NIy mokosmerocst sepHa
He TPoBOIAT. B TO ke BpeMs1 HaMU ObLIT BbIITOJIHEH
3KCIEpUMEHT 1o yctaHoBaeHuto MI1y 3epHa, KoTo-
po€ XpaHWIOCh IIpY KOMHATHOI TeMIIepaType B Te-
yeHne 3 Mec. Tocie cbopa ypoxas. belo yctaHoB-
JIEHO, UTO y COpPTOB Bceli kouiekuuu WIT 6b11 paBeH
noutu 1 (maHHBIE HE TIpencTaBlieHBl). Ha paHHmMx
cragusx co3peBanus 3epHa (M/BC) makcumanbHOe
KOJIMYECTBO COPTOB, 3a MCKIIIOUEHHEM Oe1o3ep-
HBIX, oonagany Hu3kuM MIT B mmamazone 0—0.33,
ToJIbKO 27 copToB uMenu Beicokuit MIT — 0.34—0.89
(puc. 1a). ITo Mepe co3peBaHMsI 3epHA ITPOUCXOIM -
Jio yBenuueHue Kak MII, Tak u KkoaudecTBa COPTOB,
kotopeie uMmetoT MIT 6omee 0.33 (puc. 16), 9to co-
oTBeTCTBYeT nX BoctipuumunBocT K II3HK. Cpas-
HeHMe 0e103epHBIX U KpacHO3epHbIX copToB o UII
npeacrasiieHo B Tadj. 1. Kak BugHo u3 1abdna. 1, ot
71 mo 89 % n3yd4eHHBIX OEI03ePHBIX COPTOB MITKOM
mieHusl nMenu Beicokuit M1 Ha ctamuax M/BC
u IIC 3epHa, 94TO COOTBETCTBYET MPUHITON TOUYKE

Taomma 1. Yo coptoB (%) 03MMOIT MATKOM TIIIEHUIIHI,
MMeEIOIIMX BbICOKUI (0osee 0.33) nHaeKC nNpopacTaHus

KpacHo3sepHbie copTa
M/BC IC
21.43 58.90

benosepHsie copTa
M/BC IC
71.43 88.89

IMpumeuanue: M/BC — cTaaust MOJIOYHOI/BOCKOBOI CIIEIOCTH
3epHa; [1C — cragust TOJTHOM CITEIOCTH 3epHa.
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3pennst o BocnpuuMmanBocty K [I3HK 6emo3epHBIX
COPTOB MIIEHMIIBI. Y 0oJiee YCTOMYMBBIX, KaK CUM-
Taercd, K [I3HK KpacHO3epHBIX COPTOB IMIIIEHUIIBI
nponeHT copToB ¢ BeicokuM MII Ha cTrammm M/BC
cocrapisin 21.43%. Ha cramum I1C 3epHa mpoLEHT
KpPacHO3epHBIX COpTOB ¢ BhicokmM MII moctur Be-
JmanHbL 58.9%. Wcxonst u3 TMHAMUKU M3MEHEHUS
WII nHa cragusx M/BC u I1C 3epHa (puc. 1) MoxHO
TOBOPHUTH O TOM, YTO OLIEHKY COPTOB ITIICHUIIHI Ha
npeaMeT nx BocripunMunBoct K [I3HK Hambomnee
nenecoo0pa3Ho poBonuTh Ha ctannu M/BC 3epHa.
W3BecTHO, 4YTO BHEprus, HeoOXomumast i
mpopacTaHus 3epHa, oOpasyercsl B IIpollecce TH-
IpOIM3a KpaxMasa, II03TOMY IIPY U3YYCHUH COPTOB
Ha yctoitunBocTh K [I3HK mpoBonmgar onieHKy AAA.
Bricokasg AAA 4acTo CBUAETEIbCTBYET O MpopacTa-
HUM 3epHa Ha KopHIo [7]. Ouenky AAA Ha Tmo3mHeit
CTaguM CO3PEBaHUS 3€pHA IIIICHUIBI IIPOBOIM-
I ¢ ucnojip3oBanneM Mmetona llepaasda (AACCI
Method 22-05.01) [24]. Ucrionb3yst 3TOT METOI, MBI
MoKa3aau, 4TO MaKCUMaJIbHOE YHCIIO COPTOB IIO-
psinka 100—110, mmenu AAA npumepso 0.09 LIE/r
(puc. 2a) u 0.13 HE/r (puc. 26) Ha ctanuu M/BC
craguu 1 Ha ctaguu [1C 3epHAa COOTBETCTBEHHO.
IIpoBeneHa oueHKa u3ydyaeMbix copToB 1o YII,
YTO TaKXe MCIIOJIb3yeTcss B paboTax MO aHaIM3y
AAA [24]. YIl — oueHKa BSI3KOCTH BOITHO-MYJYHOMI
cycrneH3uu (110 BpeMEeHU TaAeHMs IITOK-MEIIIaIKH)
IIpY IPOTPEeBAaHUN e¢ Ha KUIIAIIeil 0aHe B TeUCHUE
60 ¢, mpu 3TOM cycreH3us KIeHCcTepu3yeTcs U Mo -
Bepraercs pasXIKCHHUIO ITOI Bo3meiicTBueM ep-
MeHTa a-amuiasbl [25]. TakuM obpa3oM, BeTUYMHA
YII oTpaxaeT BeanuuHy odopaTHyto AAA. Pesynbra-
1Bl aHanu3a Y11 B 3epHe M3ydyaeMbIX COPTOB IIIIIE-
HUIBI ITOKA3aJId, YTO MAKCHMAaJbHOE KOJIMYECTBO
coptoB uMeno 3HaueHue YIT B nmanazone ot 221 no
357 ¢ (puc. 3). MuHuUMaabHOE 3HAYEHUE 110 JaHHO-
My TIOKa3aTeiio U, CIel0BaTeIbHO, MAaKCUMAaJTbHAS
AAA cocrtasisio 131 ¢. MakcuManbHOE 3HAUYECHUE
cocTtaBuiIo 425 ¢, YTO COOTBETCTBYET MUHUMAJIbHO-
My 3HaueHM1I0 AAA y U3y4yeHHOI IpyIINbl COPTOB.

(6)
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Puc. 1. Pacnipenenenue 3HaYeHMI MHAEKCA MPOPACTaHMS Y KPACHO3EPHBIX U OEJI03epHBIX COPTOB O3MMOI MSITKOM IIIIe-
HULIBL: @ — CTaausI MOJIOYHOI/BOCKOBOM CIENIOCTH; 6 — CTanusl MOJTHOIO co3peBaHus 3epHa. Llndpsl HaNIPOTUB CTOIOLIOB

YKa3bIBAIOT Ha YKCJIO OeTI03epHBIX COPTOB.
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Puc. 2. Pacripenenenye 3HaYeHUM aKTUBHOCTH Oi-aMUJIa3bl Y KPaCHO3EPHBIX U OEI03EPHBIX COPTOB O3MMOM MSTKOM ITIIIe-
HULIBL: @ — CTaausI MOJIOYHOI1/BOCKOBOI CIIENIOCTH; 6 — cTamus MOJTHOIo co3peBaHus 3epHa. Lludpsl HaIPOTUB cTOIOLIOB

YKa3bIBarOT Ha YUCJIO 6GJT036prIX COpPTOB.

IIpoBeneHo cpaBHeHMe HAaHHBIX AAA, TOy-
yeHHbIX MeTonoM llepanbda, Ha ctamuax M/BC u
I1C, u mo onenke YII mocne c6opa 3epHa. [Tokaza-
HO, 4TO JaHHEIe 0 AAA, ofpenensseMble pa3HBIMU
MeTOIaMM Ha pa3HBIX 3TallaX CO3peBaHUS M He3a-
BHUCHMO OT MeCTa BBIpAIIUBaHUS, KOPPEIUPOBAIN
Mmexay coboit. Tak, HeBbIcOKas MOJOXUTEIbHAS
KOppeIsiLMsI OTMedJalach MeXOy OLIeHKOiT AAA,
nosryueHHo MetomoMm llepanbda, Ha craguun M/
BC u IIC (r = 0.32, P < 0.001). HeBricoKkas oTpu-
naTeiabHast Koppeasiuns Haomonaerca mMexny Y11 u
AAA na ctamuu M/BCu I1C, (r=-0.43, P<0.001)
u (r = —0.22, P < 0.05) coorBerctBeHHO (Jlomoi-
HUTENIbHBIE MaTepualsl, pyc 1). boasmmii ypoBeHB
oTpulaTeabHoI Koppessauu (r = —0.43, P < 0.001)
Mmexny AAA, omydeHHoi Metonom Llepanbda, Ha
craguun M/BC u UIl, BunuMo, cBsI3aH C T€M, YTO
OLIEHKA 3€pHAa IIPOBOIMJIACH C PACTEHUI, KOTOPHIE
OBbLIM BBIpAIlEeHHl B ONMHAKOBBIX YCIOBUSIX.

KoppensimoHHbI aHAINU3 ObLI TAK3KE ITPOBEIECH
JIJIST BbISIBJIeHUsI B3auMocBs3u mexny MIT Ha pas-
HBIX cTaausx co3peBaHus 3epHa U UII npu olieHKe
KOJUISKIIMM MIIEHUIIBI Ha TIpeaMeT YCTOIIMBOCTH/
BOCIIPMMMYMBOCTU K IIpOpacTaHUIO 3epHa. brlna
BBISIBJICHA HEBBICOKASI OTPUIIATEIbHAS KOPPEISIIINS
(r=-0.36, P<0.001) mexxny UI1 Ha M/BC 3epHa u
YIT (JLomosHUTETbHBIE MATepUAJbI, puC 1).
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B nenom, cpaBHeHME KpacHO3EPHBIX COPTOB IO
BCeM TpeM mapameTpam (Tabu. 1, JlormoTHuTeIbHBIE
MaTepuajbl) MO3BOJMJIO BBIIEIUTH I'PYMIIy COPTOB
Hamnbonee ycroiunBeix K [I3HK, B koTopyro Bomum
73 KpaCcHO3epHBIX COPTa O3MMOIT MATKO TTIIIEHUIIHI
n3 156 uzydyeHHBIX. beno3epHBIX COPTOB, YCTOMUYM-
BBIX K IIPOPACTaHMIO, BRISIBIICHO HE OBLIO.

Anaym3 okpacku 3epHa. KpacHosepHbIE coprta
MIIEHULBI XOTS U SIBJISTIOTCS 00J1ee YCTOMIMBBIMU K
MIpOpacTaHUIO 3epHA Ha KOPHIO, YeM OeI03epHbIE,
TaKKe pasInyajnch MeEXOy co00if 1o TaHHOMY
npuszHaky. Hamu Obi1a ipeanpuHsTa MOIbITKA pa3-
JIETUTD TPYITIITY KPaCcHO3EPHBIX COPTOB ITIIIEHUIIHI ITO
CTEIIeHN BBIPaXKEHHOCTH OKPACKU, UCIIOIb3YS IO -
XOmbI TUMPOBOro (PEHOTUITUPOBAHNS, KaK OIIMCAHO
B pasnene “MaTepuanbl 1 METOOBI .

Ha puc. 4 npencraBieHO pacmpeneieHue Co-
PTOB IIIEHUIBI MO CTAHIAPTU30BAaHHBIM 3HAUe-
HUSM “KOMITIOHEHT BeTa a u b”. Koneximsa Opiia
pasmeneHa Ha 3 TMIIAa OKPacKU 3epHa OTHOCHUTEIIb-
HO 3HA4YeHUI1 IT0 YKa3aHHBIM KOMITOHeHTaM. K Hy-
JICBOMY THUIIY C IMAIIa30HOM 3HAYE€HMI 110 KpacHO-
Te 1 xkeatusHe Lab ma < 0 u Lab _mb > 0 6buin
OTHECEHHI 23 copTa, B TOM YHCJIe BCe OEI03epHEIE.
Ha puc. 4 6emo3epHBIe copTa OOBEemeHBLI OBaja-
mu. IlepBhrii Thm BKIOYan 52 copra, 3HaYeHUS
KOMIIOHEHT TIoIlagaiu B amarazoH Lab ma < 0 u
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KonunyectBo COpPTOB, IIT.

Puc. 3. Pacripenenenue 3HaueHWil yMcia MageHUsT Y KPACHO3EPHBIX M OEI03epHBIX COPTOB O3UMOI MSTKOU IIIIEHUIIBHI.
Ludpel HATPOTUB CTONOLOB YKA3bIBAIOT HA YUCIIO OEI03ePHBIX COPTOB.
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Puc. 4. Ilnarpamma paccesiHusI B IPOCTPAHCTBE CPEIHUX 3HAYEHUI KOMITOHEHT a 1 b 1iBeToBOI Moaenu Lab Ha 1iudpoBbIX
M300paXKeHUSIX JJIs1 3ePeH COPTOB 03UMOIT MSTKOI MieHu1bl. Och abclrce — cpeaHee 3HaueHue KOMITOHeHTHI a (Lab_ma,
KpacHOTa); OCh OpIMHAT — cpeaHee 3HaueHue KoMmoHeHTHl b (Lab_mb, xxentusna). O603HaueHuss Mmapkepa: poMo6 — 0 tum
OKpacKM; TPEYTOJbHUK — 1 TUIT OKpAaCcKH; KPYyT — 2 TUIT oKpacku. OBajilaMu 00BeIeHbI O€J103¢pHEIC COpTa.

Lab _mb < 0. HanGonbmee KOJIMIECTBO COPTOB —
89 — OTHOCHJIOCH KO BTOPOMY TUITY OKpPacKH 3ep-
Ha, ¢ IMaIla30HOM 3HAYEHUM KOMIIOHEHT 110 Lab
ma > 0. Lab_mb nMen Kak moa0XUTETbHEBIC, TAK U
OTpHUIIaTEIbHbIE 3HAYCHMUSI.

OneHkKa KOppemsuuy Auana3oHa 3HauYeHU
Lab ma n Lab_mb co 3nrauenusimu UIT unm YI1
111 KpAaCHO3EPHBIX COPTOB HE BBISIBMJIA B3aMMOC-
BSI3M MEXIy LM(PPOBBIMU IOKAa3aTeISIMU IIBETAa C
MoKa3aTeIsIMM, MCIIOJIb3YEMbIMU IJISI OLIEHKM IIPO-
pacTaHus 3epHa Ha KOPHIO.

Ilomumo 1MdpPoOBOIl OLIEHKM OKpPACKU IIPO-
BENEHO M3Yy4YeHHE paclpeleieHnusT alIeIbHBIX
BapMaHTOB TeHOB Iamybl(, KOTOpHIE SIBJISIOTCS
HauOoJiee BEpPOSTHBIMU KaHAWOAATaMU IJisI T€HOB
R-1, KOHTpOJMPYIOIIUX KPACHYIO OKpacKy 3epHa
[22]. B mmenniie maHHBIE TeHBI MPEICTaBICHLI B
Tpex cyoreHomax — Tamybl0-Al, Tamybl0-Bl n
Tamybl10-DI wm nokanm3oBaHBHI Ha XpPOMOCOMax
3AL, 3BLu 3DL coorBercTBeHHO [22]. JloOMUHAHT-
HBII aJUIeNIb TeHOB b oIpenessieT KpaCHYI0 OKpacKy
3epHa. PeliecCuBHBIN a aniesb, IIpeacTaBASHHbIA
B TpexX CyOreHOMax IIIMICHUIIbI, XapaKTepeH IS
Geno3epHbIX copToB [26]. B manHoii pabore mpo-
BeIeH aHaIM3 ajljIeIbHOTO cocTaBa reHa Tamybl0
B KOJUIEKLIMA O3WMOM ITIIEHUIIBI C KCIIOJbh30Ba-
HUEeM crenuUISeCKUX IpaiiMepoB U ONpenesieHO
KOJIMYECTBO PELICCCUBHBIX @ ajieieil reHa. Y 164
M3YYEHHBIX COPTOB O3MMOM MSTKOM MIIEHUIIBI
ObUIO BBISIBJIEHO BOCEMb aJlICJIbHBIX BapHUaHTOB
reHa Tamybl0 B Tpex cybreHomax (tabi. 2). Maxk-

CHMAaJIbHOE€ KOJIMYECTBO COPTOB — 77 MMENIO He
MEHee OBYyX JOMMHAHTHBIX ajueneit Tamyb10-Bl1b,
Tamyb10-D1b. Kak m oxumanoch, Bce Oeno3ep-
HBIE COpTa MMEJIM TPU PEeLeCCUBHBIX aJIjIeis TeHa
Tamyb 10.

711 oOHapyXeHUs pa3Indnii B IIpopacTaromei
CITIOCOOHOCTH 3€pHA Y COPTOB IIIEHUIIHI, pa3jinda-
IOIIMXCS 10 aJUIeJIbHBIM BapuaHTaMm reHa Tamybl0,
onu1 mpoa”anu3upoBaH MII Ha ctamuu M/BC 3ep-
Ha. /1111 3TOro BoceMb ajljieIbHBIX BApUAHTOB OBUIN
00BbeOUHEHHI B 3 TPYIIIHI 110 YKUCIIY TOMHUHAHTHBIX
ajuteneil reHa Tamybl(0. B mepByio Tpymily BOIILIN
KpacHO3epHbIE COpTa, MMEIOIIe IBa W Oojiee HO-
MHHAHTHBIX T€HOB OKpackKu. Bo BTopyio rpymiy
BOIIUTM KPaCcHO3EpPHEIE COPTa, UMEIOIINEe OOMH H0-
MHWHAHTHBII T€H, TPETbI0 — OeJI03epHEIe COpTa, HE
NMeIoIe JOMUHAHTHBIX T€HOB OKpacKu. JlocTo-
BepHble pasnuuusi 1mo MII obHapyXeHBI TOIBKO
IIpY CpaBHEHUHU TPYIN C JOMHHAHTHBIMU T'€HAMU
(1, 2 rpymnma) u IpymnImsl ¢ O0el03epHBIMH COPTaMU
mueHunsl (3 rpymma) (puc. 5). YToOB OLICHUTD,
CBSI3aHBI JIM 3TU Pa3IMIMsa ¢ OKpacKoil 000J0UYKM
3epHa MIISHUIBI, IIPOaHATN3UPOBAIN JaHHEIE ITO
IBYM paHee M3y4eHHBIM ITOoKa3areiassM — Lab_ma
u Lab_mb (puc. 4). BeiasiaeHo, 4To HaOIIOOAI0TCS
AHAJIOTUYHBIC Pa3IMIMs ABYX IEPBHIX TPYIII C Tpe-
Theil IPYIIIIOi, MMEIOIIEH TOJBKO pelieCCUBHBIC (&)
ayutenu reHa Tamybl0 (puc. 2a, 6, JlomomxHuUTeNb-
HbIC MaTePUAJIbL).

Takum oOpa3zoM, aHaiu3 UU@PPOBOK OLEH-
KM OKpacKHM 3epHa M aJUIeJIBHOTO COCTaBa T€HOB

TaﬁJmua 2. KonmuecTBo COpTOB 03MUMOU MSTKOM HIIEHUIBI, COACPXKAIINX PA3JIMYHBIC COYCTaHUA aJJICJIbHBIX BapU-

aHtoB reHoB Tamyb10-Al, Tamyb10-Bl1, Tamyb10-D1

AnnenbHble BapuaHTtsl Tamyb10-Al / Tamyb10-B1 / Tamyb10-D1

*/b/b a/b/b */a/b */b/a

a/a/b a/b/a */a/a a/a/a

55 22 36 19

10 8 6 8

HpI/IMe‘{aHI/ICI a — PELIECCUBHBIN asuieb; b — TOMUHAHTHBII aJlJIC]Ib, * — ajuiesb He ONpEACIACTCA KaK a Uin b.
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Puc. 5. luarpamma “giimk ¢ ycamu” pacrpenenaeHust
WHAeKca IMpopacTaHUs Ha MOJIOYHOI/BOCKOBOI cTa-
MU CO3PEBaHMS 3€pHaA IJId COPTOB O3MMOI MSITKOI
MIIEHUIIbI, CONEPXKAIMX Pa3IUYHble COYETaHUS all-
JIeIbHBIX BapuaHTOB reHoB Tamybl0-Al, Tamybl0-Bl,
Tamyb10-D1I: 1 rpyniia — 1Ba uiu 6oJiee TOMUHAHTHBIX
reHa, KpaCHO3epHbIE COpTa MILEHULIbL; 2 TpyMna — OMUH
NOMUHAHTHBI T€H, KPaCHO3EpHbIE COpTa IIICHMIIBI;
3 rpynma — HeT JOMUHAHTHBIX TeHOB, 0el03epHbIE CO-
pra neHubl. Ha rpacduke npencraBieHbl MenvaHa U
25—75 NpoOLEHTWIN B NPSIMOYTOJbHUKAX U AWarna3oH
HEBbINAAAIIMX 3HaUeHU . YepHbIMU TOYKaMU Ha Tpa-
(uKe OTMEUEHBI BLIOPOCHI. 3Be3noYKaMu “**” oTmeyde-
HbI focToBepHbIe paznuuus npu P < 0.01, ncnoab3oBa-
s U-kputepuit MaHHa-YuTHU.

Tamyb10 He BBISIBUI KPUTEPUSI, KOTOPHI MOXHO
ObU10 OBl MCNOJAB30BaTh AonogHuTenbHO K UIT n
YII pnsg pasgeneHusl KpaCHO3EPHBIX COPTOB IIIIIE-
HUIIBI 10 ycTounBocTu K I13HK.

M3ydyeHne KonneKuu 03MMOit MSITKOM NILIEHU -
el Ha mipenMet ycroiumBocTr K [I3HK BuIsiBUIIO
OTPUIIATEIbHYIO KOPPEISILIMOHHYIO CBSI3b MEXIY
HII u YIl, a takkxe mexny AAA u YII. Takum 06-
pa3oMm, yBenuueHue MIT npuBoanao K CHUXKEHUIO
YII 3a cuer yBenuueHusi AAA, OQHAKO ITOJOXKM-
TeJIbHOI Koppensauuu Mexnay noxkazateinem WII u
AAA o0GHapyxeHO He ObLIO, UTO CBUAETENbCTBYET
0 HAJIMYMUU JOIOJHUTEIBHBIX IIPOIIECCOB, IIPOUC-
XOIMIIMX MPY MpOpacTaHWX 3€pHa, HE U3YYEHHBIX
B IaHHOI1 paborTe.

®U3NO0JIOTUA PACTEHUM
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OBCYXIEHME

IIpopacranue 3epHa 10 cbopa ypoxkasi HAHOCUT
KOJIOCCalbHBIN 3KOHOMUYeCcKUit yiiep6. K Hacro-
SIIEMy MOMEHTY IIPOBEICHBI MCCIICIOBaHUSI, KOTO-
phle ITO3BOJISIIOT IIPOSICHUTD IIPOLIECCHl M MEXaHU3-
MBI 3aIlyCcKa U Mepeqadyr CUTHaIA, a TaKKe BHEITHUE
YCIIOBMSI, TIPMBONSIIME K IPOpacTaHUIO 3epHAa Ha
MaTepruHCKOM pacteHun [27]. OgHako IO cuX TIOp
OCTalOTCSl HESICHBIMM MHOTrue MOMEHTHI [1]. BhbI-
0op 00beKTa B JaHHOU paboTe 0OOCHOBAH TeM, YTO
MIIeHAIA SBISETCS OMHOM M3 BaXXHBIX 3JIaKOBBIX
KyJIBTYyp, KOTOpas IIMPOKO BHIPAIIUBACTCS IIOYTHU
Ha Bcex KOHTUHeHTax. s 2.5 mupn yenoBek, mpo-
XKUBarOUMX mpuMepHo B 90 cTpaHax, oHa SIBISIETCS
OCHOBHBIM miponykTtoM TmTauus [13]. Ilpm msyde-
HUU 3JIAKOBBIX KYJIBTYp Ha MIpPeIMeT YCTOMYMBOCTHU
K I13HK mcrmonb3yioT KOMIUIEKCHBIN MOIXO0MH, TTpU-
MeHss pasnnyHbie MeToquky [10]. HemanmoBaskHBIM
SIBJISIETCSI TaKKe BBIOOD CTAguM CO3pEeBaHUSI 3e€pHA
IUIST M3y4eHUsT YCTOMYMBOCTH COPTOB K IJAHHOMY
nponeccy. Tak, B HemaBHEeM HccenoBaHuu Mares u
Himi [28] outenky UIT y 3epeH IMIIeHAUIIB TIPOBOIM-
mm ¢ 20 o 120 geHn mocie aHTe3nca. B Hareit pa-
0oTe M3ydYeHUe TIPOBOMWIN Ha CICAYIOIINX CTAIUsIX
co3peBanus 3epHa: M/BC u I1C 3epHa. Onpenene-
Hue WII y copToB, 3epHO KOTOPBIX XPaHWIOCH IIPHU
KOMHATHO1 TeMIiepaType B TedeHHue 3 Mec. IToKa3a-
7o, aro MIT 6601 ogHAKOBEIM (~1) y COpPTOB BCeit
M3YyYeHHOM KOJUIEKIINK (TaHHBIC He IIPEeICTaBIeHbI).
Nyachiro ¢ coaBr. [29] B cBoeii paboTe peKOMEHIYIOT
Tocye BEIMOJIAYMBAHUS XpaHUTh 3epHO Tipn —20°C
10 MOMEHTA IIPOBEACHUS KCIIEPUMEHTA, 3TO ITI03BO-
JISJIO YMEHBIINTH IIPOLIEHT BhIXOAa 3epHA M3 MOKOSI.
IMockonbky paznmuuust B U1 y KpacHO3epHBIX CO-
PTOB HaOJIIOOANINCH Ha Pa3HbIX CTAAUSIX CO3PEBAHMUS
3epHa (Tabi. 1), MbI mojaraeM, uyro oueHky MII Ha
cramnu M/BC 3epHa MOXHO MCIIOJIB30BATh IIJIST OT-
0opa KpacHO3EpPHBIX COPTOB, HanbOoJIee YCTOMUMBBIX
Kk [I3HK. Cnenyet oTMETHUTB, 9TO Ha CTaINI MOJIOY-
HO1 CITeJIOCTH 36 PHOBKU IIPOSIBIISIN OOJIBIIYIO UyB-
CTBUTEIBHOCTD K ITOTOMHBIM YCIOBUSIM [30].

Ilockonbky B mporecce IIpopacTaHUs 3epHa
KpaxMaJl TIOABEpraeTcs TUOPOJIN3Y O-aMIIa3aMMu,
B MOOOOHBIX MCCICIOBAHUSAX HAPSAY C IIPOBOKAIIM-
OHHBIM METOHOM HPUMEHSIOT ITOAXONBI IT0 OIICH-
Ke aMuiia3Hoi aktuBHOCTH [2]. Ompenenenne YIT
SIBJIIETCSI HE TOJIBKO KJIACCUYSCKUM CIIOCOOOM IIJIST
OTpaxkeHUsT ypOBHSI AAA, HO TaKKe SIBIISICTCS MEX-
MYHApOTHBIM CTaHIAPTOM KadecTBa 3epHa. Ilo mo-
kazaremo YII BbimensiioT Tpu rpyniibl: HU3Koe YI1T
(Huke 150—200 c), cpennee (200—350 ¢) 1 BbICOKOE
(Boiire 350 ¢) [16]. Y 60bIIMHCTBA COPTOB IIIECHU-
16l ObLTO AeTeKTUpoBaHoO cpenHee YII (puc. 3), npu
3ToM MUHUMAaJIbHOE 3HauyeHue YIT cocrasnsno 131 ¢,
a MakcumanbHoe — 425 ¢. KoppensumoHHast CBSI3b
mexay nokazatensimu HIT u UIT 6buta HeBbICOKOI
(r = —0.36), onHako B pa6ote Rasul ¢ coasrt. [31]
OoTMeUYeHa OoJjiee CWIbHAS KOPPEISILUMOHHAs CBSI3b
mexny UIT u UI1 y apooii mmeHuist (r = —0.86).
Ne 2

TOM 71 2024



BUOXUMUNYECKAS, TEHETUYECKASA U HU®POBAS OLIEHKA 3EPHA

AHanmm3 pacnipeneneHus 3HadeHU AAA cpenmn
COPTOB IIOKAa3aJl, YTO HAOIIOMAeTCsl HE3HAYUTE Ib-
HOE TTOBBIIIEHUE YPOBHS aKTUBHOCTU JTAHHOTO (hep-
MEHTa 110 Mepe co3peBaHms 3epHa (puc. 2). B pado-
Te Yu ¢ coaBT. [32] moka3aHbI pa3Iuynus B YpOBHE
AAA 1ipm HacTyIiIeHUM (pU3NOJIOTHUECKOi 3pero-
CTU 3€pHa U 3a 3 OHS O TOT0 MOMEHTAa. ABTOPHI
oOHapyXuian cHImXKeHne AAA B MOMEHT (pU3HOJIO-
TUYECKOit 3peslocTr 3epHa [32], mpu 3TOM He OBIIIO
paznuuuii B ypoBHe AAA y 6e103epHBIX U KPACHO-
3epHBIX cOpTOB. Simsek ¢ coaBT. [33] rmoka3anu pas-
HBI ypoBeHb AAA y IPOPOCILIETO U HETIPOPOCIIETO
3epHa. M3BeCTHO, YTO B 3epHE MIIECHUIILI IIPUCYT-
CTBYIOT HECKOJIBKO M30(opM a-ammia3s [5]. AKTUB-
HOCTb ONHOM M3 M30(opM, O-aMWIa3bl IIO3THETO
co3peBaHus, moBbIIaeTcd yepe3 30 mHeit mocie Ha-
yajyia BeTeHUs [34]. MBI TIpeaITooXmIN, 9TO Ha-
OmomaemMoe HE3HAYUTEIbHOE IIOBBIIICHHE YPOBHS
AAA miocie ctanun M/BC 3epHa (puc. 2) cBsI3aHO
MMEHHO C 3TOi n30(hopMoOii.

AHanmn3 KOppesIMOHHON CBSI3M MEXIY IOKa-
zatensamMu UYIT u AAA mokaszan Haluuyue OoTpulia-
tenbHOU Koppensuuu (r = —0.43, P < 0.001), gto
commacyeTcs ¢ INTepaTypHLIMU JaHHBIMU [35].

B ngaHHoil paboTe ¢ UCIOJb30BaHUEM CIIEL-
¢uunbix ITITP-MapKepoB K ajjieabHbIM BapuaHTaM
reHa Tamyb 10 ObLI0 TOKa3aHO, YTO HanboOIee MHO-
TOUYMCJICHHAs TPpYyINa 13 M3Yy4eHHBIX COPTOB MMEET
OT IBYyX 1 0oJiee TOMUHAHTHBIX T€HOB, KOHTPOJIM-
PYIOIIVX KpACcHYIO OKpacKy 3epHa (Tabi. 2). OmHako
pasHusl mo MI1 Mexay copramu, pa3mndaroniuxcs
110 YKCIIy JOMMHAHTHBIX TEHOB, BBISIBJIEHO HE OBLIO
(puc. 5). CrmenyeT OTMETUTH, 9YTO B HEKOTOPHBIX pa-
00Tax pas3nuMsI MEXIY T€HOTUIIAMM C PelleCCHUB-
HBIMUA ¥ JOMWHAHTHBIMU aJuleJisMu TeHa Tamyb 10
no UII umenn npyryio 3aKOHOMEpPHOCTH. Tak, B
pabotax Wang ¢ coaBT. [26] reHOTUIIBI ¢ aUIeIbHOMI
KOMOMHAIMEe peleCCUBHBIX ajlielieil “aaa” moxa-
3piBasin Oosiee Hu3kuii UI1 (0.264), yeM reHOTHUITBI
C aJUIeJIbHO# KOMOMHAIIeit 13 JOMUHAHTHBIX U pe-
1ieccuBHbIX ajuteneit “bba” (W11 = 0.519).

B Haiueii pabote ObLJIO YCTAHOBJIEHO, YTO T€HO-
TUIIEL C TPEMSI PelleCCUBHBIMHU a ajuieisiMu (0eno-
3epHBIE COPTA) MMEIM AOCTOBEPHYIO Pa3HMILY IIO
kpactHote (Lab_ma) u kenrmsne (Lab_mb) (puc
2a, 0, JomomHUTeTbHBIE MaTepuaibl), IO CcpaBHe-
HUIO C KPaCHO3EPHBIMHU T'€HOTUIIAMH, UMEIOIIUMU
JOMMHAHTHBIC b aymnenyn. OgQHAKO pasIuduii MEXIy
TpyIIaMHi KpacHO3EPHBIX COPTOB, Pa3IMYaroIINX-
cs MO YHCIIy JOMWHAHTHBIX b ajuiesreil mo KpacHo-
te (Lab_ma) m xentusHe (Lab_mb) BhIsIBIeHO HE
OBLIO. DTO JaeT OCHOBAHUE I10JIaraTh, YTO TOJIHKO IO
OLICHKE IIBETOBOM MHTECHCHUBHOCTH OKpPAaCKHU 3€pHa
HEBO3MOXHO BBISIBUTH Pa3jIMivs B YCTOMYMBOCTHU
K II3HK y kpacHO3epHBIX COPTOB 03MMOIT MATKOIt
meHubl. 11o Bcell BUOMMOCTH, Y KpaCHO3EPHBIX
COPTOB CYIIECTBYIOT Ipyrue, OTIndHbIe oT Tamybl10
TeHBI, y4aCcTBYIOIINE B (DOPMUPOBAHUH YCTOMINBO-
ctu K I[I3HK. Heobxonumo ncnoab30BaTh MOAXOAbI
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IJIST TTOMCKA MOJIEKY/ISIPHO-TEHETUIECKIX MapKEPOB
ycroiumBoctH K II13HK.

Ouenka MII, AAA va M/BC u YII no3sonu-
JIa BBIICJIUTH PSI KPaCHO3EPHBIX COPTOB M3ydae-
MOl KOJUISKIIMH, KOTOPbIE MMEIOT MaKCHUMAaIbHYIO
ycroiiunBocTh K II3HK. MuHUMaIbHbIE 3HAYEHUS
HII u AAA u, HaNIPOTUB, MaKCHMMaJIbHbIEC 3HAYEHUST
YIl umemn cnenyromue copta: —/K-4832, Ilmioc-
ckast, MectHas, OmMckasi o3umasi, be3zeHuykckasi
380, Kazanckas 560, MockoBckas 39, Nutka, Hem-
ynHoBcKag 17 u Torrild. K HauMeHee ycTOMYMBBIM
KpPacHO3EpPHBIM COpPTaM OBLUIM OTHECEHBI CIIEHYIO-
mue: BemwxkaHnckas, TAM 200, Kazanckasa 285,
Yasen, Ariesan, Cunyat, Cratyc, Epmak, Kanau 60,
JIungnst. Hamm paHHBIE COITIACYIOTCS C pe3yiIbra-
TaMU OPYTUX UCClieqoBaTeNeid, MOJydeHHbIMU IS
oTenbHbIX copToB 1o UIT n/mmm YII. Tak, B Kpac-
HO3EPHYIO TPYIIIY COPTOB, HAaN0O0JIee YCTOMIMBEIX K
II3HK, BxatoueHsl copta MockoBckas 39 u be3eH-
yykckas 380, a copta TAM 200, Epmak u Kamau 60
OTHECEHbl K HauMMEHee YCTOWYMBBIM COpTaM IO
v3ydyaeMoMy Mpu3HaKy (Tabi. 1, JJomoaHUTeabHbIE
Matepuanbl) [36—40]. Kpome Toro, morpebyercs
JajibHeiillee u3ydeHue NpUIMHbBI pa3inyuMii B TOKa-
3aHusIx WII cpeny KpacHO3E€pHBIX COPTOB O3UMOIA
MSITKOM MIIEHULIBI.

TakuMm 00pa3oM, OLIEHUB KOJIEKIIUIO O3UMOM
MSTKOH MIIEHUIbl Ha YCTOMYMBOCTh K MpopacTa-
HUIO 3¢pHa HAa KOPHIO, OBLJIO MOKAa3aHO, YTO OMTHU-
MaJjlbHO MPOBOAUTH OLIEHKY MHEKCa MpopacTaHus
Ha MOJIOYHO/BOCKOBO1 CTaAuM CO3peBaHUs 3ep-
Ha. CrnenyeT OTMETUTb, YTO KOPPEISILUU MEXIY
KOJIMYECTBOM JTOMMHAHTHBIX ajljiejieil U CTENEHbIO
OKpacku 3epHa (LudpoBas OlleHKa) U MHIAEKCOM
npopacTaHus y KPacHO3EPHBIX COPTOB IILEHU-
bl BBISIBJIEHO He ObL10. OOHapyXeHa HeBBLICOKasl
OoTpMLATebHAsI KOPPEIsILUUs MEXIy 4YMCIOM Ia-
JIEeHUS W WHAEKCOM IIpOpacTaHus Ha MOJIOYHOM/
BOoCKOBoOI cTtaguu. [TokazaHo, 4TO JaHHBIE MO aK-
TUBHOCTU O-aMWJa3bl, OIlpelaesisieMble pa3HbIMU
METOJaMU Ha pa3HbIX CTaAUsX CO3pEeBaHUS 3epHa
M HE3aBUCUMO OT MeCTa BbIpallMBaHUSs, KOPPEIr-
PYIOT MeXy CODOIA.

BripamnuBanue pacteHuit mpoBogunau B lleH-
Tpe KOJUIEKTMBHOIO TIOJb30oBaHMs “Jlaboparopus
MCKYCCTBEHHOT'O BbIpalllMBaHusl pacTeHuit” Dene-
paJIbHOrO HCCenoBaTeabcKoro 1eHTpa MHcturyra
LIUTOJI0TUM U TeHeTUKU CubupcKoro otneneHus Poc-
CUIMCKOI aKkagieMUU HayK, KOTOPBIA HOMIEPXKABAECTCS
oromxeTHbIM TTpoekToM Ne FWNR-2022-0017.

DduHaHCHMpOBaHWE MCCIENOBAHUS OCYIIECT-
Bisiioch PoccuiickmM HaydHBIM (POHIOM, ITPOEKT
Ne 21-76-30003.

Hacrogias craTess He COAEPXKUT KaKUX-JIMOO
WUCCIIEMOBAHUM C y4acTUEM JIIOAEU M XXKUBOTHBIX B
KauyecTBe OOBEKTOB. ABTOPHI 3asIBISIIOT 00 OTCYT-
CTBUY KOH(IMKTAa UHTEPECOB.
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JBUTaTeIbHbBIE peaKiluy PaCTEHUM, OTHOCSIIMECS K TPOMU3MaM, OOBIYHO OCYIIECTBIISIIOTCST C UCTIOJb-
30BaHHEM MEXaHU3MOB pocTa pacTsskeHreM. OMHAKO B JAHHOM HCCIICIOBAaHNYT M3yJaICs TPAaBUTPOITN3M
Ha ypOBHE KJIETOK (IIepBUYHEIE (hJI0OMHBIC BOJIOKHA), 3aKOHUYMBIINX CBOI pOCT M (POPMUPYIOIINX YTOJI-
IIEHHYIO TPETUYHYIO KJIETOUHYIO CTeHKY. IIpoBeneHsl MHBEHTapU3allvs U aHaInU3 3KCIIPECCUU TeHOB
(hbepMEHTOB, OTBETCTBEHHBIX 32 METa0O0IM3M KaJLJIO3bl, HA Pa3HbIX CTAAUAX Pa3BUTHUS (PIIOSIMHBIX BOJIO-
KOH JibHa (Linum usitatissimum L.) u ipu rpaBuoTBeTe. BBIsIBIEHBI TeHbl MpeanoaaraeMoix 3-1,3-mio-
kaHcuHTa3 (GSLs) u B-1,3-nmokana3 (BGs), umeromue auddepeHunanbHblil XapakTep 9KCIPecCun
B MCCIIEAYEMBIX KJIETKaX, CPpear KOTOPHIX OTMEUCHBI TeHBI ¢ MAaKCMMAJIBHBIM YPOBHEM SKCIIPECCUH Ha
OIIpeNeJICHHOM CTaauu pa3BUTHsI. B OCHOBHOM IIpy TPaBUTPOIU3ME SKCIIPECCHsI TeHOB [3-1,3-IoKaH-
CHHTAa3 OblJa MOHMXKEHAa, TOTna Kak Il TeHOB 3-1,3-mioKaHa3 ObUTM XapaKTepHBI pa3IndHble MPodu-
JIU 9KCIIPECCUM, CPENM KOTOPBIX BBISIBJIEHBI T€HbI C MOBBIIIEHHBIM YPOBHEM 3KCIIPECCUM TOJBKO MPU
rpaBuotBeTe (LusBGI v LusBG3). [TonydeHHbIe TaHHBIE TO3BOJIMWIM MPEATOI0XUTh HAIMYME aKTUBHO-
ro MeTaboIM3Ma Kajuio3bl B KJIETOUHOM CTEHKE MCCIIEAYeMbIX BOJIOKOH Ha Pa3HbBIX CTAIUSIX PA3BUTHS U
JOMWHUPOBAaHUE JeTpanali Kajlo3bl B X0O[e TpaBUOTBeTa. Pe3ynbTaTel paboTh 3aKIIabIBAIOT OCHOBY
IUIST TATbHEHIINX UCCISIOBaHNM (DyHKIIMHM KAJJIO3Bl B Pa3BUTUM BOJIOKOH U peaan3alliy IBUTaTeIbHOM
peakuuu pacTeHU.

KioueBbie clioBa: TpaBUTPOIIM3M, BOJIOKHO, TPETUYHAS KJIETOYHAsSI CTEHKA, KaJu1o3a, [3-1,3-IIloKaHCHH-
Ta3bl (KaJUI030CUHTA3kI), B-1,3-m1oKaHa3bl, 3KCIIpeccus rTeHOB

DOI: 10.31857/S0015330324020086, EDN: OAXKXV

BBEJEHUE

I'paBUTpONM3M paccMaTpMBalOT KaK CIOCOO-
HOCTb pa3JIMYHBIX OPraHOB PACTEHMSI pacIioiaraTh-
Cd U pacTH B OIPEICIIEHHOM HaIlpaBJIeHUU OTHO-
CUTEJIbHO BEKTOpa IpaBUTAIMM. Takoe IBUKEHHE
IUISI paCTeHUMIA UTpaeT KIIUYEBYIO pOJib B HUX pas-

! [omomHuTeTbHBIE MaTEPUATEI PA3MEIIEHbI B SEKTPOHHOM BUIE TIO
DOI cratbu:10.31857/S0015330324020086

Cokpamenus: KC — xnerounast creHka; TKC — TperuuyHas Kie-
ToyHas creHka; BG — B-1,3-mmokaHaza; CBM — ymieBon-cBsi3bl-
patommit monyib;, CTS — C-tepMuHanbHas ruapodobHast mocie-
nosatenbHocTh; GH17 — cemeiicTBo miuko3uaruaponas 17; GPI —
rukoswidocharuaminHosuton; GSL — B-1,3-niokaHCUHTA3a;
iFIBa — uHTpy3uBHO pactyiue BosiokHa; OPP — nmpoTtuBomnosioxHas
PUL-cTropoHe (HUXHSISI CTOPOHA CTeOJIsI MPU MOIbEME PACTEHUS);
PF — (PFAM) — cemeiicTBO 6eKOBbIX 1oMeHOB; PR — pathogenesis-
related, cBs3aHHbIl ¢ matoreHe3oM; PUL — pulling side (TsiHymas
CTOPOHA; BEPXHSISI CTOpOHA cTe0J1s1 MpU noabeMe pactenus); tF1Ba —
paHHsIg cTanus (HOPMHUPOBAHUSI TPETUYHON KIETOUYHOM CTEHKWU;
tFIBb — mo3nusiss crtanust ¢OpMUPOBAHUSI TPETUYHOM KIIETOUHOM
creHku; TGR — total gene reads, 4MC/10 MOJHBIX MPOYTEHUM T€HOB.

BUTUM M aKKJIMMaTU3allMd K OKpYXKaloIleil cperne.
Cpenu KJIIOYEBBIX BOIIPOCOB — ITOHMMAaHME MeXa-
HU3MOB OBHUTaTeIbHOM peakuuu. Ha kieTouHOM
YPOBHE pPacTeHUsI MMEIOT IBa OCHOBHBIX IBHUIaTe-
Js. IlepBblit, OCMO-TUApaBINYECKUIA, peaTu3yeTcs
B KJIETKaX C MEPBUYHBIMU KJIETOUHBIMU CTEHKAMM;
BTOpO#l “paboTaeT” 3a cueT HaOyXaHMSs/CXKaThs
MOJIMMEPOB YTOJILIEHHBIX BTOPUYHBIX KJIETOYHBIX
CTE€HOK, KOTOpBIe (DOPMUPYIOTCS B KJIETKaX peaKIi-
OHHOIi apeBecuHsl [1]. MccenoBaHusSIM 3TUX IBU-
raTejieil MOCBSIIEHBl COTHU pabOT, OMHAKO MHOTHE
BOITPOCHI OCTAIOTCA OTKPHITEIMU [1, 2]. Cumraior,
YTO B MEXaHM3MaX BTOPOIO ABUTATEls 3adeiiCTBO-
BaHBI KeJIAaTUHO3HbBIC BOJIOKHA PAaCTCHUM, IMPOKO
pacmpocTpaHeHHBIE B pa3HBIX OpraHaX MHOTHX TaK-
coHOB. OHU MMEIOT OCOOBII COCTaB M apXUTEKTYPY
kirerogHoi creHkr (KC), KoTopast Ha3biBaeTcs 1100
G-coeM BTOPUYHOM KIIETOYHOM CTEHKM, 1100 Tpe-
trnaHoi kietogHoit cteHkoil (TKC) [2]. Coob6mma-
JIOCh, YTO XKEJaTUHO3HBbIC BOJIOKHA KCUJIEMBI OT-
BETCTBEHHBI 3a BOCCTAaHOBJICHHE BEpPTUKAIBHOIO
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TOJIOXKEHNSI IEPEBhEB B XO/Ie OTPUIIATEIbHO rpaBU-
TpoNMYecKoi peakuun [3, 4] u cokpameHue opra-
HOB, Ha0JII0JaeMO€e B KOPHSIX M TMITOKOTWIISX |5, 6].
IlepBuuHbie (P1O3MHBIE BOJOKHA JIbHA II0 CBOMM
XapaKTepUCTUKAM OTHOCAT TOXE K JKETaTMHO3HBIM.
BrIaBUHYTEIE TIPEOIIOIOXEHUS O IPOSIBICHUHN KOH-
TPaKTUJIBHBIX CBOMCTB y BOJIOKOH IIpY TPaBUOTBETE
JlaJI0 OCHOBaHWE Ha3bIBaTh MX “MyCKyJdaMu”~ pac-
TeHUit [2, 7]. B Taknx BOJIOKHAX B XOme TPaBUTPO-
MMYECKOro OTBeTa OblIa oOHapykeHa Kaymosa [7].
OmIoXeHHe KaJJIo3bl MOKA3aHO U B Tpaxeuaax ape-
BECHUHBI CXaTus, KOIMAa PACTEHMSIM IIPUXOOUJIOCH
BOCCTaHABJIMBATh BEPTUKAJIBbHOE TToJIOXKeHME [4, §].

H3BecTHO, 4TO OTIIOXKEHHE KAJIJIO3bI, aMOP(HO-
ro B-1,3-mokaHa ¢ HEKOTOpbIMU [3-1,6 OTBeTBIIE-
HUSIMH [9], CTpOro KOHTPOJHMPYETCs BO BpeMEHH
M IIPpOCTpaHCTBe. B MecTax ee OTJIOXEHMST U3MEHSI -
foTcs pusndeckne U Mexannmdeckne cpoiictBa KC:
MOBBIIIAETCS XKECTKOCTh IIPU COXPAaHCHUM TMOKOCTHU
¥ CHIKaeTcd MpoHuIaeMocTs [ 10]. Dtn n3amMeHeHUS
UMeT PyHIaMeHTaJbHOEe 3HAYCHUE ISl IIPaBUIb-
HOTO BBHIIIOJIHEHUSI MHOTOYMCJIEHHBIX IIPOIIECCOB,
TaKMX KakK AeJICHHUE KIIETOK, pa3BUTHE MYXXCKHX Ia-
MeTO(UTOB, MEKKJICTOUHBII TPAHCIIOPT WIN peak-
s Ha OMOTHYECKHe U a0MOTUYECKHUE CTPECCOBEIE
daxTopsnr [10]. JlokaabHBIE OTIIOXEHMS KaJIJIO3HI B
KC mpemocTaBiasioT BO3MOXHOCTb KOHTPOJIS Iie-
peHoca BOIbl M paCTBOPEHHBIX BEIIECTB BO MHOTHX
YacTSIX pacTeHUSI M Ha KPUTHUYECKUX CTaIMsIX pas-
Butus [11]. B Arabidopsis thaliana L. (pe3yxoBunoka
Tang) B-1,3-mmokaHcWHATA3bl  (KaNTO30CWHTA3EI)
KOomupyioTcs 12 TreHaMm, IpUHAICKAIIUMH Ce-
MEUCTBY TIMKo3mITpaHcdepas 48 (B 0a3e JaHHBIX
CAZY) u xotopwie Ha3zBaHbl KaKk GLUCAN SYN-
THASE-LIKE, GSLI—GSLI12 [12]. HemHoro mos-
K€ NPYrMMHU aBTOpaMM 3TU T€Hbl ObUIM Ha3BaHbI
CALSI—CALS12 [13], mpn 3TOM HyMepalus He
coBnazgana. B naHHoi paboTe Mbl IpUIEPXKUBAIUCH
HoMeHKJIaTypel Richmond n Somerville [12]. Co-
IJJacCHO (PYHKIIMOHAJIBHBIM XapaKTEepUCTUKAM TIe-
HoB GSL, mpencraBuTeNM pa3InyHBIX ITOACEMENCTB
WUTPAOT YaCTUYHO U30BITOYHBIC POJIM B PETY/ISILINI
MHOXecTBa rpoiieccos [10].

Bo MHOrmx MCTOYHMKax YKa3bIBalOT HEOOXO-
OAMOCTb KOHTPOJISI MeTaboam3Ma KajIo3bl Kak
nmyTeM OMOCHHTEe3a KaZIO30CUHTa3aMM, TaK U IIy-
TeM ee Ierpajalnid ¢ noMombio [3-1,3-mrokaHas
(BGs). Tenbr B-1,3-mmokaHa3 3KCIIPECCUPYIOTCS
B pa3IWYHbIX TKAHSIX PACTeHUI B 3aBUCHUMOCTU OT
TUIIA TKAHU W CTaIyM Pa3BUTHS, a TAKKE OEHCTBUS
OMOTHYECKUX M aboTudYecKux crpeccopos [10, 11].
Pacturenvunie B-1,3-tmokanaser (BG) mpuHan-
JIexXart K ceMeiictBy rmmkosuarnaponas GH17 [14].
HMcnonp3yd pacimmpeHHBI  (UIOTeHETHISCKUA
aHaJIM3 B COUYECTaHUM ¢ MHPOpMaImeil 00 dKcIpec-
cnu TeHoB [3-1,3-mmokaHa3 M JOMEHHOM CTPYKTY-
pBI X OenKOBBIX mocienoBaTenbHOCcTeit, 50 BGs
A. thaliana 6vIM paspeneHbl Ha TIATH rpyni [15].
CremyeT OTMETUTh, YTO PACTUTEIBHBIM [3-1,3-Ti0-
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KaHazaM yYOeIsUIM 3HAYWTEJIbHOE BHHUMaHHE Kak
BAXHBIM YYACTHMKAM B3aMMOICHCTBUS PACTCHUIA
C MHKPOOpPraHM3MaMHM, ITOCKOJIBKY OOJIbIIIOE KO-
maecTBO BGS BKIIIOYEHO B IIPOIIECCHI, CBSI3aHHBIC
¢ maroreHe3oM — pathogenesis-related (PR). DTot
tun BGs HakammBaeTcs B caydae aTaK{ IaTOTCHa.
Hexotoprie n3 BGs HenmocpencTBeHHO y4acTBYIOT B
ruapommie KC naToreHa, B CBSI3U C YeM TPAHCTEH-
Has 2Kcrpeccus reHoB BG IIMpoKo MCIONb3yeTcs
B Ka4yeCTBE CTpaTeruy IS pa3BUTUS YCTOMYMBO-
CTU KYJIBTYPHBIX PAacTeHMII K TPUOKOBBIM IaTOTIE-
HaM [15]. BGs Takke y9acTBYIOT B AeTpamalliy Kai-
JIO3BI TIPY CO3PEBAaHMU IIBLUIBIIBI, BO BpeMsI poOCTa
MBUIBIIEBOI TPYOKM M IIPU KOHTPOJE IPOMYCKHOI
cIrocoOHOCTH Iu1asMonecM. HakomieHune n merpa-
JALus KAJIO3HBIX OTJIOXKEHUI UMeeT 3HAaUeHHE IS
MHOXECTBa IIPOLIECCOB Pa3BUTHsS, TAKMX KaK IIPO-
pacTaHme, pOCT IA3yIIHBIX II0YEK, OpraHOreHe3
OOKOBBIX KOpPHEIl, allMKaJIbHBII POCT I00OETOB MK
mnddepentmponka ycreuil [10, 15].

MBI IpennoIoXMIN, YTO B BOJIOKHAX JIbHA Kall-
JI03¢ IPUHAICKNAT 0cobast pojib B XOUe peaamn3a-
UK TpaBUTpoIMYecKoil peakumu. Kpome sT1oro,
MPaKTUISCKX OTCYTCTBYIOT IAHHBICE O HAJIWYNHU
KaJIJI03Bl B BOJIOKHAX B HOPME Ha Pa3HBIX CTaIUSIX
pa3Butus. PocT (p103MHBIX BOJIOKOH JIbHA M OTJIO-
JKeHUE YTOIIIEHHOM KJICTOUHOI CTEHKH pa3IeIecHbI
BO BPEMEHM U IIPOCTPAHCTBE: II0CJIe MHULINALINY 1
HEIIPONOJLKUTEIbHOI CTaguK KOOPIMHUPOBAHHOTO
pOCTa BOJIOKHO pacTeT MHTPY3UBHO (CKOPOCThH PO-
CTa BOJIOKHA MPEBHIIIAET CKOPOCTh POCTA COCECTHMX
Ki1eToK) [16]. Ilocne mOCTUKEeHUS OmIpeaeIeHHOM
IUIMHBL (IO HECKOJBKUX CAHTHUMETPOB) BOJOKHA
JIbHA HAYMHAIOT (hOPMHUPOBATh YTOJIIICHHYIO KIIe-
TOYHYIO CTE€HKY. TOHKWIA CJIOM BTOPWUYHOI KJIe-
TOYHOM CTCHKHM, a 3aTeM TPETUIHYIO KIIETOUHYIO
CTEHKY, KOTOpasl XapaKTepH3yeTCsl BEICOKHUM CO-
Jep>KaHWEM LEeJUTI0N03bl M HU3KUM COAepKaHUEM
KCWJIaHA U JIMTHUHA [2]. YBenIn4eHHe SKCIPECCUN
HEKOTOPHEIX T'€HOB (PepMEHTOB OMOCHHTE3a U ie-
rpagalyy Kaaio3bl ObLIO BbISIBJICHO B MHTPY3UBHO
pacTylux BojiokHax [17], HO IpU 3TOM HET JaHHbIX
00 BKCIpeccuu reHOB 3TUX (PePMEHTOB B BOJIOKHAX
Ha ctaguu (OPMMUPOBAHUS YTOJIIEHHOM KJIETOY-
HOI cTeHKU. B mpoBeneHHBIX paHee dKCIIePUMEH-
Tax MO TPaBUCTUMYISIUMM PACTEHUI JbHA ObLIM
oInucaHbl MOP(OJIOTUYECKHNE U3MEHEHS BOJIOKOH,
uMetoiux 3peiayto TKC Ha BepxHell CTOpoHeE cTe-
o (“taHywein”, pulling). B 3Tux ke BoJJOKHax Ha
MNpPONOJIbHBIX Cpe3ax OblIa OOHapyxXeHa Kajjao3a B
CTPYKTYypax, HallOMHUHAaloII1e “repeTskku’” [7].

Ilenp pabGoThl — aHaJIM3 3KCOPECCUU TIEHOB
B-1,3-mmokaHcuHTa3 U [-1,3-m10KaHa3, oTBeva-
IOIIMX 32 MeTaboJaM3M KaJIo3bl, Ha ypPOBHE OT-
JIEeJbHBIX KJIETOK — BOJIOKOH JIbHA, HAXOMSIIMXCS
Ha pa3HbIX CTAAUSIX pPa3BUTUS U IIPU T'PaBUOTBETE.
OTO0 TepBoe UccleqoBaHUe, MOCBIIIEHHOEe WHBEH-
Tapu3alyy 3TUX T€HOB U aHAJIU3Yy UX BKCIPEeCCUM
MpyY rPaBUOTBETE B BOJIOKHAX JIbHA.
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Nnentudmkanusa renos. B paboTe mpu MCIONb-
30BaHMU 0a3bl JTaHHBIX Phytozome ObUIM BBISIBICHBI
MOCJIEAOBATEILHOCTA OENKOB, comepxKaiine (pyHK-
nuoHanbHble goMeHbl (PFAM) reHos [3-1,3-tmio-
kaHcunTtas (PF02364 u PF04652), u reHoB, Ko-
mupytomnx mmkosuaruaponasel 17 (PF00332).
WUpentudunupoBandele TeHbl y abHa (Linum
usitatissimum 1..) OBITM Ha3BaHBI B COOTBETCTBUU C
OmKkaiiineii roMOJIOTUYHON MOCIeI0BaTeIbHOCTHIO
A. thaliana; GyHKIINY TIPOIYKTOB BCEX BHISTBICHHBIX
TEHOB SIBJISIIOTCS IIPEIIOI0XKUTEIbHBIMU, IIOCKOJIb-
Ky MX aHHOTalus IIOCTPOEHA MCKIIOUMTEIHLHO Ha
TOMOJIOTHM K OXapaKTepu30BaHHBIM TeHaM A. thali-
ana. JJoMEHHYIO CTPYKTYpPY T€HOB aHAJIM3UPOBaIN
¢ momomipo cepBuca InterPro (https://www.ebi.
ac.uk/interpro/search/sequence/). Hanmuue tpanc-
MeMOpaHHBIX JOMEHOB aHAIM3UPOBAIM C IIOMOIIBIO
ceppuca TMHMM (https://services.healthtech.
dtu.dk/services/ TMHMM-2.0/), GPI-saxopp (ru-
KO3MIIPOCHaTUAMINHOZUTON) TpPENAcKa3biBaaIld C
nomotibio cepBuca NetGPI-1.1 (https://services.
healthtech.dtu.dk/services/NetGPI-1.1/).

VpoBeHb 3KcHpeccHH reHoB. JIJIsT OLIGHKM 2KC-
MPECCUM T€HOB MBI HCIIOJIb30BaJM ITOJTYyYSHHEIC
HaMM paHee TPaHCKPUIITOMHEIE JTaHHbBIC ISl pacTe-
HUiT 1hHA (ha3a OBLICTPOTO POCTa), KOTOPBIE pa3Me-
meHbl B 0a3e maHHbIX FIBexDB (https://ssl.cres-t.
org/fibex/flax/). B FIBexDB TtpaHCcKpUIITOMHEIE
JAHHbIE U3 AEBATH Pa3HbIX MPoeKToB (61 oOpaselr)
HOpPMAaJIM30BaHbl 1 CBEICHBI B €OWHYIO MH(pOpMa-
IIMOHHYIO 0a3y C COOTBETCTBYIOIIEH CTAaTUCTHYEC-
CKOM 00paboTKOIf 3HaUeHWI nrddepeHINATbHON
SKCIPECCHUM, BKIIIOYASI OLICHKY KPUTEPUEB ITOCTO-
BepHocTH (P u ¢q) [18]. Bce TpaHCKpMIITOMHEIE
IaHHBIC OBLIM paHee OITyOJMKOBAHBI, CChIIKA Ha

! BOMOKHO C NEPBUYHON TPETHUYHOW KNETOMHOW
| KNETOUHOW CTEHKOR

RNA-SEQ (FIBexDB)
fiFiBa % [ tFIBb_PUL/IOPP fj !
E thnoamHoe pacTyliee [] ;"k ' ¢hroaMHOE BONOKHO C @

1 hNo3IMHOE BOMOKHO ©
| TPETUHHOR KNETOYHOR
' Z '
i CTEHKOW (paHHAa cTagus) .
L) )

{tFIBb
| hrIoaMHOE BONOKHO C

! TRETUMHORM KNETOUHOR
x CTEHKOW (No3gHAR CTEJJ,MH}‘_ K
(] E

RNA-SEQ (FIBexDB)

KOHTpONbLHBIE pacTeHna

NBPATUMOBA, MOKIIIMHA

HOoMepa TipoekToB B NCBI ¢ cuIppiMM JaHHBIMHU
puBeAeHBI Ha pucyHKe 1. [l ananmza 6panu iro-
sMHBIe BoJoKHA 1o (opmupoBanuss TKC (dasza
MHTpY3uBHOro pocrta) — (iFIBa), Ha HauyanbHOI
cragnu popmupoBanusgs TKC — (tFIBa), ra mos3n-
Heit crammm dopmupoBanuss TKC (tFIBb) m Ha
pa3HbIx ctopoHax crebmss (PUL — BepxHgag mipu
nombeme pacteHUsT, OPP — HIDKHSS) mo3mHen cTa-
m popmupoBannss TKC. Dkcrnpeccrio TeHOB B
BOJIOKHAX aHAJIM3UpPOBaIn yepes 8, 24 u 96 4 nmocie
HakiIoHa pacteHuid (puc. 1). Obcyxnarorcs Oojee
yeM AByKpatHbIe noctoBepHble (¢ < 0.05) m3meHe-
HUSI 3KCIpeccur Mexny KoHTponbHbMU (tFIBD)
¥ TpaBUCTHUMYIMpoBaHHBIMU pacTteHusMu (PUL u
OPP). Ha pucynkax 2—6 npeacraBieHbl 3HaYEHUSI
CPEeTHUVX M CTaHJAPTHBIE OTKJIOHEHUS, 3HAKOM “*”
“b» 1 “ec” oTMEYeHbl JOCTOBEPHBIE PA3IMYMs MEXIY
ob6paszuamu npu g < 0.05. [l moaTBepKAeHUS 10-
croBepHoro paszmmuus mexny PUL n OPP pormon-
HUTENbHO TIpoBoamn f-test mpu P < 0.05.
®uaorenernyecknii  anamu3. OTGOp aMUHO-
KHMCJIOTHBIX IIOCJIENIOBATEIbHOCTEH WIs1 (puaore-
HETUYECKOTO aHaJin3a IIPOBOIWIM B 0a3e MaHHBIX
Phytozome (https://phytozome-next.jgi.doe.gov/)
no cooTBeTcTByOLIMM HOMepaM PFAM. IlpenBa-
PUTEIbHO aMUHOKHUCIIOTHBIE MTOCIEI0BATEIbHOCTH
A. thaliana v L. usitatissimum OBUTV BEIpaBHEHBI B
BebO-cepBuce M-Coffee (https://tcoffee.crg.eu/):
n1a GSLs ucnons3oBanu PSI/TM-Coffee (anro-
PUTM [JI1 BBIpaBHUBAaHUSI MeMOpPaHOCBSI3aHHBIX
o6enkoB), niug GH17 — M-Coffee. YkopodeHHBIE
MOCJIeN0BATEIbHOCTA HE HCIIOJNB30BAIN IJIS BBI-
paBHUBaHMA. 115t mocTpoeHUs PUIIOTeHETUUECKO-
ro JIepeBa aMMHOKHUCIOTHBIX MOCJIEIOBATEIbHO-
creit GSLs A. thaliana (12) u L. usitatissimum (27)
ucronab3oBanmu meron Q.pfam+I1+G4, nma GHI17

O6pazel NCBI Acc Mo MosTop
HOCTH

iFlBa  PRJNA475325 2

tFIBa  PRJNA475325

fFIBb  PRJNA631357

tFIBb_PUL8 PRJNAB31357
tFIBb_PUL24 pRINAG631357
tFIBb_PUL96 PRJNA631357
tFIBb_OPP8 PRJUNA631357
tFIBb_OPP24 pRJNAG31357
tFIBb_OPP96 PRINA631357

BRSO R RN R W

(rpaBrcTMMYNALWA)

Puc. 1. Cxema ot60opa 00pa3ioB (M30JIMPOBAHHBIX BOJOKOH JIbHA) [UTS OLIEHKM 3KCITPECCUU TeHOB. JlaHHbIE 9KCITPECCUU 3a-
rpyxeHbl B FIBexDB [18]; iFIBa — nnTpy3uBHO pactyiiue BosokHa, tFIBa — pannss cragus ¢dopmupoBanust TKC (Tpetnu-
HOIi KJ1eTouHOM cTeHKH), tFIBb — mo3nusas cranusa dopmuposanus TKC; 8, 24, 96 4 — BpeMs (pukcamym oOpasioB Iociie
HakJsioHa cteosisi; PUL — pulling side (tssHymiast cropona), OPP — npotusononoxxast PUL-cTtopone. CnipaBa B Tabiuliie pu-
BereHBI HoMepa MpoeKToB B NCBI, B KOTOPBIX OITyOGIMKOBAHBI CHIpHIC TaHHBIE TPAHCKPUIITOMHBIX aHanmn30B. Hopmanm3o-
BaHHBIE JaHHBIE IJIS1 BCEX TPAHCKPUIITOMHBIX 9KCIIepuMeHTOB MOxKHO HaiiTi B FIBexDB (https://ssl.cres-t.org/fibex/flax/).
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A. thaliana (51) n L. usitatissimum (86) — meTton
Q.pfam+R7; ymerpadact OyTcTpen TmoamepKKa
coctaBmna 10000. PacueTsl Momesneit n nepeBbeB
BeimojiHeHH B mporpamme IQTREE (http://www.
igtree.org/, Bepcus 2.2.2.6), BU3yaau3alUsl BbI-
noyHeHa ¢ momoiipio cepBuca iTOL (https://itol.
embl.de/). JlepeBbs I ABYX KIaccOB (DEPMEHTOB
MIPUBEICHBI B TOMOTHUTEIbHBIX MaTepraiax dJeK-
TPOHHOM BEPCUU CTATHU.

PE3VJIbTATbI

Nnentudukanua u anaam3 ypoBHS IKCIPECCHA
reHoB npeanosiaraembix 3-1,3-B-nrokancunras B Bo-
JIOKHAX JibHA. Bcero B reHoMe JibHa ObLIO BBISIBICHO
28 reHoB (26 renos ¢ PF02364, 2 rena ¢ PF04652)
LusGSLs, romonornuneix 10 reHam A. thaliana
(puc. 2; lomoaauTenbHBIC MaTepuansl, puc. 1). Co-
IJIACHO (PMJIOTEHETUYECKOMY aHaJIn3y, HauOOJIbIIast
IuBepcudUKaIs XxapaKTepHa IUIsl IbHSHBIX IT0CJIe-
noBaTenbHOCTEN, ToMosioTnuHbIX ATGSL2 u kiane
ATGSL7/11. Janee mo TeKCTy OJMKAMIINEe TOMO-
JIOTU 00CYyXKIaeMbIX TeHOB 10 A. thaliana (cormac-
HO (WIOTeHETMYECKOMY aHajau3y M pe3yjIbTaTam
BLAST) 6ynyt mpuBoInTLCS B CKOOKAX.

beimu BeisiBIeHBI LusGSLs ¢ SIBHBIM MaKCH-
MYM 9KCIIPECCHU Ha OIIPENeIcHHON CTamuy pas-
BUTHS BOJIOKHA, KOTOpPbIE OBLIM pa3le/IcHbI Ha Ue-
ThIpe Kiactepa (puc. 2). Lus10002096 (ATGSL2),
Lus10000830 (ATGSL2) wn Lusl10030030 (ATG-
SL5) — reHsl, UMePIINEe MaKCUMyM B BOJIOKHAX
co 3penoit TKC (puc. 2, xmacrep 1). Lus10037469
(ATGSL6) nmen MaKCUMYM B3KCIIpECCUM B Hada-
e dopmupoBanust TKC ¢ ee ymMeHbIIeHHEM 00-
Jiee YeM B TpU pas3a B BojoKHax co 3peioii TKC
(puc. 2, xnacrep 2). Lusl10039199 (ATGSL12) n
Lus10013744 (ATGSL12) nmenn MaKCUMAaJIbHBINI
YPOBEHb 3KCIIPECCUMM Ha CTaguM HHTPY3UBHOIO
pOCTa ¢ JOCTOBEPHEIM YMEHBIIICHIEM SKCIIPECCUN
B 5—10 pa3 B BomokHax co 3penoit TKC (puc. 2,
knactep 3). OKOJO MIOJIOBHMHBI T€HOB BOIIUIM B
YeTBEPTHIM KJIacTep, B KOTOPHIIA OBLIM OOBEIMHE-
HBI TeHBl ¢ MAaKCUMYMOM 3KCIIPECCHMU Ha CTaguu
MHTPY3UBHOTO POCTa, a TaKKe Ha paHHE# cTaguu
dopmupoBanusg TKC (puc. 2). B mtemom mpu rpa-
BUCTUMYJISIIIUM U3MEHEHUE SKCIIPECCUU B BOJIOK-
Hax HaOmomanu y 21 reHa (IOCTOBEPHO IIO CpaB-
HEHUIO C KOHTPOJIEM XOTsI ObI B OMHOM BpeMeHHOI
touke). Cpennm HuxX ToibKo 1t Lusl0014601
(ATGSLI), Lus10042478 (ATGSL4) u mapanoron
Lus10033689 wn Lus10031648 (obmuii Omvxaii-
i Tomonor ATGSLYS) Obl1o OTMEUSHO yBEIUIe-
HHUE SKCIIPECCUU B BOJIOKHAX IIPU T'PABUCTUMYIISI-
LUK TI0 CPAaBHEHMIO C BOJIOKHAMU KOHTPOJBHBIX
pacteHuii (puc. 2). Cpenu ocraBmmxcs 17 reHOB
LusGSLs ObLIO TIOKa3aHO JOCTOBEPHOE YMEHBIIIE-
HUE 9KCIIPECCUU B BOJOKHAX IIPU IPABUCTUMYIISI-
LUK TI0 CPAaBHEHMIO C BOJIOKHAMU KOHTPOJBHBIX
pacteHuii (puc. 2). PazHas nuHaMuyKa 3KCIIPECCUu

®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2

219

BBIIEJICHHBIX TEHOB IIPeICcTaBIeHa HAa pUCYHKax 3a
v 30. MBI UCKJTIOUMJIM W3 AajibHEHIIEro aHaau3a
reH Lus10000831 BBUAY OTCYTCTBUS Y TPAHCIUPO-
BaHHOI1 ITOCJIENOBATEIbHOCTY TPAHCMEMOPAHHOTO
JOMeHa, HeOOXOOMMOTro IS OSIKOB 3TOTO CeMEli-
cTBa, pu 3ToM reH Lus 10000830 (cocenHuii TIOKYC)
WMeJl aHAJOTMYHYI0 TMHAMUKY SKCIIPECCUU U €TO
TpaHCIMPOBaHHAsI OCIKOBas MOCAEA0BATEIIbHOCTD
BKJIIOYAJa IISITh TpaHCMEMOpPaHHBIX TOMECHOB.
[lo moxoxuM mpUYMHAM HE pacCMaTpHBaIM T'eH
Lus10020751 (cocenctBo ¢ aokycoMm Lusl10020750
M YMEHBIIEHHOE KOJWYECTBO TpaHCMeMOpaHHBIX
IOMEHOB). MBI TaK:Ke MCKJTIOUWIIN U3 IallbHeIIe-
ro aHanusa reH Lusl10033482 no npuyrHe HU3KUX
sHaueHuil skcnpeccun (TGR < 16 B o6pasuax B
SKCIIEPUMEHTE C TPaBUCTUMYIISILIVICT).

Cpenu oTOOpaHHBIX T€HOB HaMu OblLIa BbIIAE-
JIeHA TPyMIIa BICOKOIKCIIPECCUPYIOIINXCS TeHOB,
YMEHBIIICHIE 3KCIIPECCUU KOTOPBIX Oojice YeM B
TpU paza HabIIOAAT0Ch Yepe3 24 4 rmocje HaKJIoHa
(puc. 4a). B Hee Bouwtu yeTbipe reHa Lus 10020750,
Lus10001424, Lus10001056, Lus10007327, xoTo-
pble UMEIM OAWH OOIIMKA OAMXAWIIMIA TOMOJIOT
B A. thaliana AT1G06490, aHHOTHPOBAaHHBII KakK
ATGSL7. JaHHbIEe TeHBI K TOMY K€ UMEIY TTOXOXU I
npoduib 3KCIPECCUU C MAaKCUMYMOM B BOJIOK-
Hax Ha CTaaiuy WHTPY3UBHOro pocta. I'eHbl ¢ 60-
Jiee HU3KUM ypoBHeM akcrpeccuu (Lusl0002097,
Lus100005830, Lusl0033483; OnuxailliuM TOMO-
soroM sBisieTcss AT2G13680 (ATGSL?2)) (puc. 46)
WMeEJIU pa3andus B 9KCIPECCUOHHBIX MAKCUMYMaXx,
OPOSIBISIONIUXCS Ha pa3HbIX CTaAUsIX Pa3BUTHUS
BOJIOKHA, HO TIPU 3TOM BCE€ OHU UMEIU MOXOXUit
npoduib SKCIIPECCUN TTPU TPABUCTUMYJISILIUA: HE-
3HAYMUTEJbHOE YMEHbIIEHUE Yepe3 8§ 4 mocjie Ha-
KJIOHa, MaKCUMaJIbHOe YMeHbllIeHue (boJiee ueM B
TPU pasa Mo CPAaBHEHUIO C KOHTpoOJeM) uepes 24 4
MocJie HaKJIOHAa M HeOOJIbIIOE YBETNYEHUE K KOHILY
peakiuu (96 9).

TakuM o6pa3omM, O0JbIIUHCTBO TeHOB LusGSL
MMeJIM MaKCUMYM 3KCIpPeCcCUMM B BOJIOKHAX Ha CTa-
JUY UHTPY3MBHOTO POCTa, KOIla MOJIOAbIE BOJIOK-
Ha aKTUBHO PacTyT MHTPY3UMBHO, JOCTUIasl B JIJIU-
HY HECKOJIBKMX CaHTUMETPOB [16], U B BOJIOKHAX
Ha paHHe#l ctaguu ¢opmupoBanus TKC. B xoxe
rpaBuotBeTa Wil LusGSL B OCHOBHOM HaOJoIa-
JIM IOHMXKEHUE DKCIpeccuu (0osiee BhIpaXKeHHOE B
BosokHax PUL-cTopoHbI cTe01s1), KpoMe Tpearo-
naraembix LusGSLS, LusGSL4 v LusGSL 1. Maxcu-
MaJibHOE ITOHMXEHME B XOJIe TPaBUOTBETA IPOSIBIISI-
JIM BBICOKO3KCIIPECCUPYEMbIE T€HbI, TOMOJIOTUYHBIE
ATGSL7u ATGSL?2.

NnenTuduxkanmusa M aHAIM3 YPOBHS IKCIPECCHH
reHoB f3-1,3-nmokana3 B BOJIOKHAX JibHA. B reHoMme
JIbHA OBIJIO BBISBJIEHO 96 FeHOB, KOAUPYIOIINX TIH-
kosuaruaponassl 17 (GH17, PF00332) u cooTBet-
cTBy1oIIUX 34 romosoraM B A. thaliana. dns 3toro
ceMelicTBa ruapoia3 B 6a3e maHHbIX CAZY (http://
www.cazy.org/GH17.html) onucaHbl cienylolue
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NBPATUMOBA, MOKIIIMHA

Lus PFAM At iFIBa tFIBa
Lus10002096 PF02364 AT2G13680_GSL2 768t 1110°
Lus10000830 PF02364 AT2G13680_GSL2 78°  50¢
Lus10030030 PF02364 AT4G03550_GSL5
Lus10000831 PF02384 AT2G13680 GSL2
Lus10037469 PF02364 AT1G05570_GSL6

@LustOZOBQB PF02364 AT2G13680_GSL2
Lus10033483 PF02364 AT2G13680_GSL2
Lus10033482 PF02364 AT2G13680_GSL2
Lus10039199 PF02364 AT5G13000_GSL12
Lus10013744 PF023684 ATSG13000_GSL12
Lus10039828 PF02364 AT4G03550_GSLS
Lus10000266 PF02364 AT4G03550_GSLS
Lus100714601 PF02364 AT4G04970 GSL1

PUL8 PUL24 PUL96 OPP8 OPP24 OPP96

Lus10032463 PF02364 AT3G07160_GSL10 1261

Lus10003920 PF02364 AT1G05570_GSL6 1549 1366
Lus10014796 PF0O2364 AT2G36850_GSL8 1243

Lus10042478 PF02364 AT3G14570_GSL4 1098 1231

Lus10042959 PF02364 AT3GO7160_GSL10 924 1004 747*
Lus10020750 PF02364 AT1G06490_GSL7 1021 1060 879

Lus10040891 PF02364 AT2G36850_GSL8 1121* 1288 1030*

Lus10033689 PF02364 AT4G03550_GSLS 1@ 808* 810* 757+ 997 T710*
Lus10031648 PF02364 AT4G03550_GSLS J BE 463" 578" 486" 571" 402"
Lus10001424 PF02364 AT1G06490_GSL7 1180 2711* 422 254*
Lus10001056 PF02364 AT1G06490_GSL7 | 1348 285* 421 271
Lus10007327 PF02364 AT1G06490_GSL7 289* 371 249"
Lus10002097 PF02364 AT2G13680_GSL2 38 123

108 (ST 201
228 260 272

Lus10020751 PFO4652 AT1G06490_GSL7
Lus10037471 PF04652 AT2G31960_GSL3 343

6 1100 166
4% 255 [N207N

Puc. 2. ITepeuenb reHoB B3-1,3-mmokancunTta3 (PF02364, PF04652) u ux akcrnpeccus B BOJOKHAX JIbHA Ha Pa3HBIX CTAIUIX
pasBuTHs 1 Tipu rpaBuctumyissiin (B TGR) ¢ pa36uBkoii Ha kiactepsl 1—4. [eHBI, 3KcIpeccrst KOTOPBIX OblIa JOCTOBEpHA
CHIDKEHA TIPY TPABUCTUMYJISIIIMY B BOJIOKHAX CTEOJIsT JIbHA, 0003HAYEHBI CHHUM; Te€HBI, SKCIIPECCHUST KOTOPHIX JOCTOBEPHO
YBEJIMYMBAJIACh B BOJIOKHAX MPU TPABUCTUMYJISILIUM 10 CPAaBHEHUIO C AKCIIPECCHell B BOJOKHAX KOHTPOJBHBIX PAaCTCHUIM
(tFIBb), 0603HaYeHbI KpacHbIM. * © — Paznuuust ¢ KoHTpoJem (tFIBb) u®— pasauuus ¢ tFIBa nocroBepHs mpu g < 0.05.
CepbIM (pOHOM BBIIIEIEHBI T€HbI, SKCIPECCUIO KOTOPBIX He paccmaTpuBaiu. iFIBa — uHTpy3uBHO pacrtyiiue BojokHa, tF1-
Ba — panusas cragust dopmupoBanust TKC (tpetnunoit kierounoit crenku). tFIBb — mosmgnsist cranust ¢dopMupoBanmst
TKC, xoropas cinyxuna koHTpojieM (CTR) B akcniepumeHTe ¢ TpaBuctTumysisiueii. 8, 24, 96 u — Bpemsi hukcanuu o6pas-
110B nocJjie HakioHa cte6ist; PUL — pulling side (TaHyias cropona), OPP — nmpotuBononoxHas PUL-cropone. Lus — no-
CJIeIOBATENILHOCTY JIbHA Linum usitatissimum, At — TiocienoBateIbHOCTH Arabidopsis thaliana.

(a)

2 2400 @Lusmoozogs_GSLz 7000 @ Lus10037469_GSL612000 @ Lus10039199_GSL12
2 ¢ 5600 =PUL = OPP =PUL =OPP
&([21600 = PUL mOPP 9000

ER 6000

z 5

2 8 800

22 3000

o<

3

5 iFIBatFIBatFIBb 84y 244 96y iFIBatFIBatFIBb 84y 244 96y iFIBatFlBatFIBb 84 244 96y

(6)

2400 @ Lus10033689_GSLS Lus10031648_GSL5

= PUL =OPP

—_
D
(=
S

800

o

OTHOCUTEIBHBINA YPOBEHD
akcrpeccun, TGR

iFIBa tFIBa tFIBb 8y 244 96y iFIBa tFIBa tFIBb 84 244y 96y

Puc. 3. Okcrpeccus reHoB [3-1,3-mmokancunTtas (PF02364) B BojokHax cTe0J1s JIbHA U3 KJIacTepoB 1—4 ¢ MaKCMMyMOM Ha
Pa3HbIX CTAAMSIX PA3BUTHS U YMEHBIIEHUEM SKCIIPECCUM MPU TPABUOTBETE (a), a TAKXKE PE3KO MOHMKAIOIIMX SKCIPECCUIO B
BOJIOKHAX €O 3peJioit KieTouHoit cteHkoit (tFIBb) o cpaBHenuto ¢ iFIBa u tFIBa, Ho akTMBUpYOIIMXCS TIpK TpaBUOTBeETE (0).
* — Pasnmuuus ¢ KoHTposieM noctoBepHH! pu g < 0.05. iFIBa — uHTpy3uBHO pactymme BosokHa, tFIBa — panHsas cramus
dopmupoanust TKC (tpetnuHoit kierouHoi creHku). tFIBb — nosanstst cranus dopmuposanust TKC. 8, 24, 96 u — Bpemst
ukcaim 06pasioB nocie HakioHa cteost; PUL — pulling side (tsiHymast cropona), OPP — nporuBononoxHas PUL cTtopo-
He. YepHoil MyHKTUPHOI JIMHKE 0003HaUeH YPOBEHb SKCPECCUU B KOHTPOJIBHBIX PACTEHUSIX 0€3 TPaBUCTUMYJISILIMU.
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AKTMBHOCTU: TIIIOKaH 9H10- 1,3-B-1moko3nnasa (EC
3.2.1.39); nuxenasza (EC 3.2.1.73); ABK-cneuudu-
yeckas PB-mmoko3ugasa (EC 3.2.1.175); B-1,3-tmo-
KaH-TpaHcmmmko3ugasa (EC 2.4.1.-); B-1,3-tmo-
ko3ugasa (EC 3.2.1.-). Bo nbpHE 3TO cemeicTBoO,
IIaBHBIM 00pa3oM, mpeacTaBieHo [3-1,3-mrmokaHa-
3amu (BGs). B HaieM nccnegosannu 69 13 96 reHOB
GH 17 3KcrpeccupoBaiuch Bo (hJI0O3MHBIX BOJTOKHAX
Ha pasHbix ctagusx passutus (TGR > 16 xots Obl
B OTHOM M3 00pa3iioB). TpeTh Bcex aKCIpeccupye-
MbIX TeHoB GH17 6b11a akTHBMpOBaHa B BOJTOKHAX
BO BpeMsI MHTPY3UBHOIO pocTa. JJIs1 maJpHEeHIIero
aHaJM3a MbI 0TOOpanm 21 TeH, 3KCITpecChst KOTOPBIX
B Tpu U OoJjiee pa3a M3MEHSJIACh B BOJOKHAX MpHU
TPaBUCTUMYJISILIMM B 1000 BpeMEHHOI TOYKe IO
cpaBHeHUIO ¢ KoHTpoJieM (tFIBb) (puc. 5). Cormac-
HO (pUIOreHeTUYEeCKOMY aHalau3y, oOCyXmaeMble
TeHBI IPUHAMJIEKAT K pa3HBIM TPYIIIIaM OOIIHPHOTO
ceMmeiictea GH17 u, nmo Bceil BUIMMOCTH, TSI HUX
XapaKTepHa 3HI0- 1 9K30TUAPOIa3Has aKTUBHOCTD,
IIpU 3TOM MHOrue (pepMeHThl aHHOTUPOBAHBI KaK
GH17 6e3 ykazanus Ha TAN aKTUBHOCTH (puc. 5;
JlommomHUTEIbHBIE MaTepUaIIbl, pUC. 2).

I1o mpoduinio 3KCIIpeccry MbI BRIACIIMIIN YETHIPE
rpymiiel reHOB. B riepByro Boum reHsr Lus 10015151,
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Lus10016539, Lus10033244, Lus10034607,
Lus10040808, Lus 10016032, nMmerolye MaKcCuMaib-
HOE 3HAaUYeHME SKCIIPECCHMM B BOJOKHAX BO BpeMs
nHTpy3uBHOTO pocta. [Ipm dopmupoBanum TKC
3TU 3HAYEHUS Mamav, HO IPU TPABUCTUMYISIIAN
MBI HAOIIONAIM MX IIOBBIIICHUE IO 3HAYCHUI 9KC-
MIPEeCCUM B BOJIOKHAX Ha paHHEH cTamuu (popMHupo-
Baaus TKC (mHOTHA — MO 3HAUEHWIT SKCITPECCUY B
MHTPY3MBHO PACTYIINX BOJIOKHAX), 4aCTO C MAaKCH-
MyMoM 4epe3 24 4 rociie HakiioHa. [locie mogpema
pacteHuii (96 4) 3HaYEHUST IKCTIPECCUM B BOJIOKHAX
TPaBUCTUMY/IMPOBAHHBIX PACTeHUM OBLIA BBIIIEC
KOHTPOJIbHBIX 3HadYeHMi. Takast 3aKOHOMEpPHOCTb
nMesa MeCTO B BOJIOKHAX 00eHX CTOPOH CTeOJIsI pac-
teruit 1bHa (PUL 1 OPP) (puc. 5). Bropas rpymia
reHoB (Lus10012080, Lus10032719, Lusl10023576)
nMesna MaKCHUMaJIbHbIe 3HAYeHMS SKCIIPECCHH B BO-
JIOKHaX Ha paHHelt ctagum dopmmpoBanus TKC
¥ TOHIDKEHHBIE 3HAYCHUSI SKCIIPECCUM B BOJIOK-
Hax co 3penoit TKC; mpu rpaBUCTUMYIISIIIMU YPO-
BEHb O9KCIIPECCHMM B3THX TI€HOB TAaKXKe ITOBBIIIAN-
cs1. B utore, K MOMEHTY ImombeMa pacTeHuit (96 u)
s3HaueHus skcrapeccun (PUL 1 OPP) Bo3pacramm u
ObUIM OJM3KM T€M, YTO HaOJIOAadM B BOJOKHAX Ha
panneit cragnm gopmupoBanns TKC. B Tpernio

(@)

wiFlBa m{FIBa utFIBb
PULS8 = PUL24 = PUL96
OPP8 uOPP24 m OPP96
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PULS = PUL24 = PUL96
OPP8 = OPP24 = OPP96
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* i %
* T =
* b %" 10

Lus10033483_GSL2

Puc. 4. T'enn! 3-1,3-tmokancunras (PF02364), romonornansie ATGSL7 (a) u ATGSL2 (6), nMmerorye BEICOKUI YPOBEHD
9KCIIPECCUM B BOJIOKHAX JIbHA Ha Pa3HBIX CTAAUSIX PAa3BUTHSI, HO TTOHMKAIOIINE SKCIIPECCUIO TIPU TPAaBUCTUMYIIAIINU. * —
Paznuuus ¢ konTposieM poctoBepHsI Iipu ¢ < 0.05. iFIBa — uHTpy3uBHO pactymune BojokHa, tFIBa — panHsas cranus op-
mupoBanust TKC (TpetnuHoit kietouHoit creHku). tFIBb — mosnHsst cragust dopmupobanust TKC. 8, 24, 96 4 — Bpemst
¢ukcanuu odpasioB nocie HakioHa ctednsa; PUL — pulling side (tanymasa cropona), OPP — nporuBononoxnass PUL
cropoHe. TGR — total gene reads. YepHoii MyHKTUPHOM JIMHUENH 0003HaUYeH YPOBEHb SKCITPECCUM B KOHTPOJIbHBIX pacTe-

HUsIX 0e3 T'pPaBUCTUMYJIALIMU.
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NBPATUMOBA, MOKIIIMHA

Onwcanme B Phytozome Lus At iFIBa tFIBa PULS PUL24 PUL96 OPP8 OPP24 OPP96

()  OGLYCOSYLHYOROLASE 17 Lus10015151 AT2G05790 466¢ [JiB8Y 424+ 671 348* 378* 739 323
GLUCOSIDASE-LKE  Lus100165393 ATIG46570 403 599+ 659* W272M soz* 623 | 208"
ENDO-13-BETA-GLUCOSIDASE 10_R  Lus10033244¢ AT1G32860 527c 276¢ |NOGH 433+ BEESRN 547+ 235° | 743 384°
ENDO-1 3-BETA-GLUCOSIDASE 3 Lus100346079 AT2G01630 94¢ 94 306" 138 109 | 330 | 128

GLUCOSIDASE-LIKE  Lus100408089 AT3G46570 504 1?4c 60| 228+ 128° 101 193* 126 86

GLUCCSIDASE-LIKE Lus10016032 AT3G46570

151 163 127 122* 141*

ENDC-1,3-BETA-GLUCCSIDASE 7_R Lus10012080 AT5G42720
ENDO-1,3-BETA-GLUCOSIDASE 7_R Lus10032719 AT5G42720
ENDC-1,3-BETA-GLUCOSIDASE 7_R [ us10023576 ATSG42720

2146 4072* 2398 2483 3102
646 [HO7O8 538 733 857
324*  251* [ 324 250 217

B-13-GLUCANASE | usT0002807 AT3G57240_BG3
@ B-13-GLUCANASE | ys10027860 AT3G57260_BG2
B-1.3-GLUCANASE LusT10014109 AT3GS57270_BG1
B-13-GLUCANASE | us10027859 AT3G57240_BG3

490 1095 2445 400

200 135 (1276 272
122 45 305 77

28 94 74 24

B-13-GLUCANASE | us10019801 AT3G57270_BG1 220 [ 65 367 144
GLUCOSIDASE-LIKE PROTEIN | ys 10021088 AT3G46570 v . 38* 42+ 31 35*
ENDO-1,3-BETA-GLUCOSIDASE Lus10013016 AT5G55180 - P

O-GLYCOSYL HYDROLASE 17 Lus10025892 AT3G07320 g 2| 1556 1119 381* 659

0-GLYCOSYL HYDROLASE 17 Lus10006659 AT2G26600 g ; 433
@ O-GLYCOSYL HYDROLASE 17 Lus10043075 AT5G20870
O-GLYCOSYL HYDROLASE 17 Lus70001183% ATSG20870 ) 32 127 116*
O-GLYCOSYL HYDROLASE 17 Lus10002808 ATS5G67460 2

182 133"
137°

145 170

Puc. 5. IlepeuyeHs reHoB ruko3uaruaposnas 17 cemeiicrBa (PF00332) u ux akcnpeccusi B BojokHax ctebJis JibHa (B TGR).
CrieBa OT TeIIOBOI KapThl — TeHBI JIbHA (M MX Oiukaiiie roMonoru B Arabidopsis thaliana), posiBisTionvie U3MeHeHNE
9KCITPECCHU MPH IPaBUOTBETE OoJiee yeM B 3 paza (KaKk MUHMMYM, B OMHOM 00Opa3Iie); BbIIeJIeHBI TeHbI, MAKCUMAJIBHO JKC-
MpeccupyeMble TOJIbKO B X0e rpaBuoTBeTa. * ©) — Paznmuuus ¢ koHtposeM (tFIBb) u®— pasnuuns ¢ tFIBa noctoBepHbl npu
g < 0.05. iFIBa — uHTpy3uBHO pacTylire BojokHa, tFIBa — panHss ctanust dopmupoBanusi TKC (TpeTUUHOM KieTOYHOM
creHkH). tFIBb — no3aussa cranust popmupoBanust TKC, kotopast ciyxkuia KoHTpoJieM (CTR) B akcriepumeHTe ¢ rpaBu-
crumystiueit. 8, 24, 96 4 — BpeMs ¢pukcauy o0pasuos mocie HakioHa crebist; PUL — pulling side (TstHy1mast cropoHa),
OPP — mporuBomnonoxuast PUL cropone. Lus — mocnenoBatenbHOCTY JibHA Linum usitatissimum, At — TIocienoBaTeIbHO-
ctu Arabidopsis thaliana. BG — (3-1,3-glucanase. CripaBa oTMe4eHBbI 00pas3libl, B KOTOPBIX 3KCITPECCUs TeHa Obljla MaKCH-
MaJIbHOM. ¢ — mpencka3zaHHblil GPI-saxops (koaddunment 0.173—0.503).
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rpynny Bouwiua reusl Lus10002807, Lus10019501 n
Lus10021088, y KOTOPBIX TTPOUCXOIUIIO 3HAYNTEITb-
HOE YBEIIMYEHME 3KCIIPECCMM B BOJIOKHAX TOJIBKO
npu rpaBuoTBere (puc. 6). [Ipy 3TOoM y Beex mpen-
cTaBuUTeJIell 3TOI TpyIIbl POCT 3KCIpeccuu doliee
sgpko 0wl BeIpaxeH B PUL-o0pa3mnax yepes3 24 4,
nHorna npesbimras OPP B HeckonbKo pa3. OmHAKO
yepe3 96 4 HabII0maI0Ch CHIDKEHUE SKCIIPECCUU U
ee BeipaBHMBaHue Mexny PUL n OPP. lomenHas
CTPYKTypa 0€JIKOB, KODUPYEMBbIX TeHAMU 3TOi1 TPYyII-
IIbI, BKJIIOYAJIa TOJIBKO JOMEH CeMEMCTBA ITIMKO3UI-
rugponas 17 (GH17) (momeH X8, KOTOp®Iit comepkar
HekoTophle Tipencrasurenn PF00332 BuIsiBiIeH He
656u1). Bee Genkm comepkaayu CUTHAIBHBIN TIETITHI,
YTO MO3BOJISIET IIPEAIoJIaraTh MX CEKPEILNIoO B KiIe-
TOYHYIO CTEHKY. B 4eTBepTyio Ipymiry BOIIUIM T€HHI,

<
<

Puc. 6. I'ennr - 1,3-mmokaHas, aKcpeccrst KOTOPHIX 1O-
Bbiasiach B PUL-BoJIOKHAaX MpyU rpaBUCTUMYJISLIMU IO
cpaBHeHMio ¢ OPP. CBepxy npencraBieHa TOMeHHasT Op-
TaHMU3ALMSI COOTBETCTBYIOLINX OEJIKOBBIX MOC/IE0BATEb-
Hocteii: SP — curHanbHbiit nentua, GH17 — Glycosyde
hydrolase family 17. * — Pasnuuue ¢ KOHTpoJieM TOCTO-
BepHO 1ipu ¢ < 0.05; #-test — paznuuus Mexmay oopazaMu
nocroBepHsl ipu P < 0.05. iFIBa — uHTpy3uBHO pacty-
mye BojiokHa, tFIBa — paHHss cramus ¢popMupoBaHUS
TKC (TpetnuHoii Ki1eToyHoit cteHKH), tFIBb — mo3ansisa
cranust popmupoBanus TKC. 8, 24, 96 4 — Bpemst puk-
caluu oopasloB rocie HakiaoHa cteosst; PUL — pulling
side (TsHy1as cropoHa), OPP — npotusononoxHast PUL
cropore. TGR — total gene reads. YepHoii TyHKTHPHOI
JIMHUEN 0003HauYeH YPOBEHb KCIPECCUU B KOHTPOJIbHBIX
pacTeHusIX 6€3 TPaBUCTUMYIISILIUU.
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METABOJIM3M KAJIJIO3bI B BOJIOKHAX JIbHA ITPU TPABUOTBETE

KOTOPBIE MM MAaKCUMYM 3KCIIPECCUU B BOJIOKHAX
co 3penoit TKC 1 moHm:Kamm 3KCIpeccuio mpu rpa-
BUCTUMYIISIIINT Ha 00€MX CTOpOHAX cTedIrs (puc. 5).

Takum o6pa3zoM, B pesyjbraTe aHajau3a 3KC-
npeccun reHoB pepmenToB GH17 O0b1IO TTIOKa3aHO,
YTO IJIsSI KaXIOU CTaguy Pa3BUTHUSI BOJOKHA COOT-
BETCTBYET pa3HbIil HA00P aKTUBUPYIOLINXCS TEHOB.
beum BuisiBACHBI [3-1,3-ToTI0KaHa3bl, SKCIIPECCUST
KOTOPBIX 3HAYMTEILHO ITOBBIIIANIACH TOJIBKO B XOIE
TPaBUTPOIIMYECKOM pPeaKIUM, IIPHU 3TOM ITMK KC-
npeccuy ISl OOJBIIMHCTBA T€HOB 3TOM TIPYIIIBI
MPUXOIWIICS Ha 24 4.,

OBCYXIEHME

PaHee Hamu ObLIO TTOKa3aHO, YTO peadbuUInUTa-
LIYSI IPOCTPAHCTBEHHOTO MOJIOXEHUS CTEOIsT pac-
TeHUs JIbHA CBsI3aHA ¢ MomuduKalmneit (JI0O3MHBIX
BoJioKOH, ¢popmupytomux TKC, uro ripemmoaraer
BaXXHYIO pOJIb 3THX KJIETOK B I'paBHOTBeTe. B Ta-
kux BoJiokHax Ha PUL-cropoHe ObLia oOHapy-
KeHa Kajno3a [7]. B naHHoli paboTe B pe3yibTraTe
WHBEHTAapM3allui B TEHOME JIbHA BBHISIBIICHO 28 Te-
HOB, TOMOJIOTUYHBIX reHaM [3-1,3-TIioKaHCHUHTa3
(CALSs/GSL), u 96 reHOB, TOMOJIOTMYHBIX TeHAM
mmkosnaruaponas 17 cemeiictsa (GH17). Ilpo-
BeIEeH aHaJM3 UX IKCIPECCHMM Ha Pa3HBIX CTagu-
SIX pa3BUTHUS BOJIOKHA U MpPU TPAaBUCTUMYJISILIMU.
IIpu rpaBUCTUMYASILIUUA U3ydaIUu KiAeTKU (Paosm-
HbIe BOJIOKHA), 3aKOHYMBIINE CBO pOCT U (dop-
mupyomme TKC. Hy:xHO OTMETUTh, 94TO CTaguu
pa3BUTHS BOJIOKOH pa3ieeHbl BO BpeMEeHHM U IIPO-
cTpaHcTBe (puc. 1), 9TO MO3BOJISIET MCCIENOBATh
cTagusi-creuUIHbIE TIPOIECChl M HAXOOUTD CTa-
IHSI-CIe(UIHBIC TeHEI.

B xome rpaBHCTHMYJIAIHH SKCHPEeCCHsS T'€HOB
0OJIBIIMHCTBA NpennoaraeMbix f3-1,3-rmokancunTas
B BOJIOKHAX JIbHA MOHMZKAETCA. BOJIBIIMHCTBO BBISIB-
JICHHBIX B TeHOME JIbHA TeHOB GSLs MMeI MaKCH-
MaJIbHBIM YPOBEHD 3KCIIPECCHUM B BOJIOKHAX Ha CTa-
MUY UHTPY3UBHOTO POCTa M COXPAHSIIN TOCTATOYHO
BBICOKMI YPOBEHb Ha CTaauM Hadayia popMHpOBa-
aus TKC (puc. 2, ximacrepsl 3, 4). BaxHoCTb KO-
ITAPYeMBIX UM (DEPMEHTOB CBSI3BIBAIOT C MX yda-
CTHEeM B OMOCHHTE3¢ KaJJIO3bI, HEOOXOMUMOI ISt
3aKpHITUS TUIA3MOIECM IIpH IIePeXoie BOJIOKHA OT
KOOPIMHUPOBAHHOIO pOCTa K UHTpy3uBHOMY [17].
Y HEKOTOPHIX T€HOB 3TOM T'PYIIIHI IIPU TPABUOTBE-
T€ KCIIPEeCCHUsI JOCTOBEPHO CHIDKAIACH B 00pas3liax,
TTOTy4eHHBIX Yepe3 24 9 (96 1) mociie HaKJIoHa pac-
TEHU, COOTBETCTBYIONIE ToMojioru — AT5G 13000
(GSL12), ATIG05570 (GSL6), AT2G36850 (GSLS)
u AT3G07160 (GSL10). Yto mpumedaTeIbHO, IS
BCeX IPOOYKTOB 3THX I€HOB II0KA3aHO y4JacTHhe B
MpPOHUIIaeMOCTH mnasMoaecMm [19—23]. Hammpumep,
st ATGSL6 (CALS1) mpoaeMOHCTpUPOBAHO y4ya-
CTHE€ B OTJIOXEHUHU KaJuio3bl B tutazmoaecMax (11/1)
B OTBET HAa 00PabOTKY CaTULIMIOBOMI KUCIOTONM [19],
a Takke yJactue B 3akpbiTum 11 B Xome MMMyH-
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Holi peakuun y A. thaliana [20]. Heobxooumo oT-
METHUTb, UTO CPEAN BBICOIKCIIPECCUPYEMbBIX T'€HOB
STOM I'PYIIILI MBI BBIACIIVIIM TaKXKe T€HBI, KOTOPHIS
MOCTOBEPHO YMEHBIIAIN 3KCIIPECCUIO B XOme Ipa-
BUCTUMYJISIIAM Ha 00EeMX CTOPOHAX CTeOJISI M UMENIn
ob6uiero oamkaiiiiero romosnora ATGSL7 (puc. 4a).
IIponykT aTOro reHa B A. thaliana Takxe y4acTBO-
Bajl B OTJI0XeHUU Kajao3bl B IT10 [23]. MyTaHTHBIE
dopmel, medpextHbie 110 CALS7, IEMOHCTPUPOBAIIN
MOHIKEHHOE HaKoIuIeHHe Kajuio3sl B I1]1 3apoxma-
FOIIMXCS CUTOBUIHBIX TUIACTUHOK U CTEHKaX paau-
aJIbHBIX CUTOBUIHBIX 2JIEMCHTOB Ha paHHEH CTaaum
pa3Butus (pao3mel (cTagus nepdopanuu) B IIpo-
poctkax A. thaliana, 970 B KOHEYHOM HWTOTIe IIpU-
BOIMJIO K (DOPMUPOBAHUIO CUTOBUIHBIX 3JIEMEHTOB
¢ MeHbIMM KoanuecTtBoMm IIJI [23]. OgHako 3Kc-
npeccus GSL7 oOHapyXeHa TOJIbKO B CUTOBUIHBIX
aJIeMeHTax (IOAMEI M COITYTCTBYIOIIMX KIIETKAX,
YTO IIpedItojaraeT TKaHecnennpUUIeHbIil XxapakKTep
akcnpeccun GSL7 [23]. B nonrBepxaeHue 3TOrO,
MYTaHThI gs/7 He OOHapyXMBaJIM KaKux-aubo apy-
rix (peHOTUNMHUYECKUX AehEeKTOB, OTKylda CIEdyeT,
yto GSL7 He BBIMOJHSIET HUKAKUX APYIUX OMOJIO-
TAYECKUX (PYHKLUHI, KpoMe CIeUM(PUUHOro s
(aosmbl cuHTe3a Kawio3sl B I1J1 [10]. ITpu atom
cliefyeT OTMETUTh, YTO B MHTPY3MBHO PaCTYIIUX
BOJIOKHAX He OOHApyXXeHO ILJIa3MOIeCM, KOTOpPhIE
MPUCYTCTBYIOT Ha CTaguu KOOPAUHUPOBAHHOTO
pocTa, a MOTOM MCYe3al0T, U BOJOKHO CTaHOBUTCS
CUMILIACTUYECKU U30JIUPOBAHHbBIM [16]. MBI nomy-
cKaeM, UTO B MpOLEecce BblAEACHUS BOJOKOH ObLIU
YaCTUYHO 3axBauy€Hbl T'paHUYAlME C BOJOKHAMU
MPOBOISIINE BJIEMEHTHI (DJI03MbI, HO TaKXe U He
MCKJIIOYaeM 3KCHPECCUM 3TOTO reHa B MEPBUYHBIX
BOJIOKHaX (Ji0o3Mbl. B 1060M ciyyae, akcnpeccust
JaHHOTO TeHa yMeHbIlajaach Mpu rpaBUOTBETE 00-
Jlee YeM B TpU pa3a. Bo3MOXHO, 3TO HEOOXOIUMO,
yTOObI MOAAEPKUBATHL AKTUBHBIN TPAHCIIOPT acCU-
MWJISITOB MO (hJI03ME B XO€ TPaBUOTBETA.

Yactp reHoB GSL (okono 15%) nmena makcu-
MaJjibHbl€ 3HAYEHUS SKCIIPECCUU B BOJIOKHAX CO 3pe-
Joii KC 1 cuibHOE yMeHblIeHHe 3KCIPECCUuur Mpu
rpaBUOTBETE, NOXOMdIlee OO0 3HAUYeHMI HSKCIpec-
CHU BO BpeMsl MHTpY3UBHOro pocta: Lusl0000830,
Lus10002096, Lus10033483 (AT2G13680 (ATGSL2)).
ITokazaHo, uyTo rmokaHcuHTaza ATGSL2 akTuBupy-
eTcs, NIaBHBIM 00pa3oM, Ha MO3AHEH cTaaguu pa3Bu-
TUSI IBUIBLIBI U NBLIBbLEBOM TpyOku [10]. B pactyiuei
TBLTBLIEBOI TPyOKe Kasio3a sIBJISIETCS Mpeodaanaro-
IIUM TIoJMcaxapuaoM B cybanukanbHoit KC, mpu-
JAIOIINM €l OMHOBPEMEHHO XECTKOCTh U TUOKOCTB,
BO3MOXXHO, TIpU B3aUMOAEWCTBUU C ILIEJTIOJIO301.
Mexanuueckue cpoiictBa KC mbuibLeBOil TpyOKH
MO3BOJISIIOT TBIJIBLEBON TPyOKe 3(P(PeKTUBHO mepe-
memwatbed [10]. TTokazaHo, 4To 3a OTJIOXEHUE Kal-
JIO3HBIX TPOOOK B TMBUIbLIEBLIX TPyOKaxX OTBeYaeT
GSL2 [(10)]. Uccnenyembie HAaMU (DIIO3MHbBIE BOJIOK-
Ha — OYeHb JJIMHHbIEC KJIETKU, [Je paHee oOHapyxXe-
HbI Kajuio3Hble Tpooku [7]. IToBbIlLIEHHAsT SKCITpec-
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cusa LusGSL2 B BosokHax ¢ TKC, kak nmokas3aHo B
HACTOSIIIEM MCCIIEIOBAaHNM, KOCBEHHO MOXET CBUIC-
TEIBCTBOBATh 00 YYaCTUM KaJIJIO3bl B CO3MAHNU OCO-
ob1x Mexanndeckunx cBoiicTB TKC BojokHa B HOpMe
M B XOIIe TPaBUOTBETA, YTO HYKIAETCS B TaJIbHEHMIIIEM
U3YyYeHUU U TTIOATBEPKICHUM.

ITpu ananuse LusGSLs Bce ke HEOOXOIMMO OT-
METHUTb IBa T'eHa, Y KOTOPHIX ObLIO ABYKPAaTHOE HO-
CTOBEPHOE IOBBIIIEHUE SKCIPECCUU BO BCEX Bpe-
MEHHBIX TOYKax Ipu rpaBuotBere: Lusl0032648 n
Lus10033689 (romonorununbie ATGSLYS) (puc. 30).
ITokazano, yto ATGSL5 HeoOxoouM B OTBETE Ha
rpubHyio MHdekuuio [25, 26]. bruto npomsemMoH-
CTPMPOBAHO, YTO IIOC/IE 3apaXeHUsl JUCTheB A.
thaliana My9HUCTOI pPOCOI MHAYLIMPOBAHHAS MATO-
reHoM Kajyuto3ocuHTaza ATGSLS BricBoOOXOaMaCh
M3 IJIa3MaTUIeCKOil MeMOpaHEbl, IIe OHa JIOKAJIM-
30Bajlach B HEOOpaOOTaHHBIX KJIETKaX 3NuUAepMuca
JINCTHEB, U PEMHTETPHUPOBAIACh B MECTO MOIIBITKU
NPOHUKHOBEHMUS Ipuba mis1 06pa3oBaHUS JIOKAJb-
HBIX KaJUIO3HBIX TPo6oK [25]. ATGSLS BaxeH u
11 opmupoBaHun 3K3uHBI B KC TBUIBLIEBOI
Tpyoku [27]. HegaBHO o6HapyxkeHo, utro ATGSLS
n3MeHseT npoHunaemoctsb I1/] [22]. B BomokHax
JIbHA 3TU T€HBI IPOSIBIISLIA MaKCUMYyM 9KCIIPECCUU
Ha CTagusX MHTPY3UBHOIO pOCTa M Hadama dop-
mupoBanusts TKC, MHOrokpaTtHO IIOHIMKasl 2KC-
MIPECCUIO B 3pEJIbIX BOJIOKHAX M BHOBb YBEINYMBas
ee 1pu TpaBuoTBeTe. IIO0CKOIBKY TpaHCKpPUIIII-
OHHEBIE IIPOIECCH IPEOIIEeCTBYIOT (DYHKIIMOHAJIb-
HOMY MPOSIBJICHUIO, 10 BCEl BUAMMOCTH, KaJUto3a
SIBJIsIeTCST HeoOxomuMbIM KomIitoHeHToM KC do-
SMHBIX BOJIOKOH JIbHA, KaK MUHHUMYM, Ha CTaguu
dopmuposannsg TKC. B Toxe Bpems aHaInU3 3KC-
npeccun Bcex LusGSLs B BOJIOKHAX JIbHA BBISIBIII,
IJIABHBIM 00pa3oM, YMEHBIIIEHNE SKCIIPECCUU TP
rpaBHOTBETE, KOTOPOE HAOIIOmaa B OCHOBHOM Y
TEHOB, IIJIsI OJVKAMIIIMX TOMOJIOTOB KOTOPHIX ObLIa
IoKa3aHa BOBJICYEHHOCTh B (DOPMUPOBAHNE MbLIb-
IIbI, TIBUIBLIEBOM TPYyOKM, KaJZIO3HBIX IPOOOK M B
peryimsouio I1JI. OgHako cornacHo (pyHKIIMOHATb-
HBIM XapakTepucTukaM reHoB GSL, atu ¢pepMeHTH
MOTYT OBITH BOBJIEUYCHBI B pa3HBIC OMOJIOTHYECKUE
npotueccs [10]. [TosToMy TOBOpHUTE 0 poiit 0OHAPY-
JKeHHBIX TU(dPEepeHIINAIBHO 3KCIIPECCUPYIOIIIXCS
TeHOB mpexneBpeMeHHO. K ToMy Xe cooOImanocs,
yro I1/] ncue3anu Bo (hJIOSMHBIX BOJOKHAX B HaYaje
MHTPY3MBHOIO pocra [16].

B xozme rpaBHOTBeTa BbISIBJIEHO NOBBIIIEHHE JKC-
npeccud TeHOB mpeanojaraembix f3-1,3-nmokanas B
BOJIOKHAX JibHA. M3BECTHO, YTO IMOMHUMO CHHTE3Q,
MIPOCTPAaHCTBEHHAsI M BpeMEHHas JIOKaJIU3aIlus
KaJIJI036l KOHTPOJIMPYETCSI €€ CEeJIEKTUBHON Aerpa-
Jalueil, KOTOPYIO OCYIIECTBIISIOT pPAaCTUTEIbHBIC
B-1,3-tmokanassl (BG), mpuHamiexaniie ceMeii-
ctBy GH17. CaenyeT oTMETHTB, YTO aHHOTAIINS W1
HoMmeHkimarypa GH17 naxe mwist A. thaliana HamHOTO
ciaabee TIpopaboTaHa M OIMcaHa, YeM HOMEHKIIATy-
pa Kajmno3zocuHTas. IokaHa3bl MOTYT ObITb 000-
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3HaueHHl B 0a3zax maHHBIX Kak GLUCAN ENDO-
1,3-BETA-GLUCOSIDASE (uto o6bequHsgeT aBa
Thna akTuBHOCTH — 9HI0- (EC 3.2.1.39) n sk30- (EC
3.2.1.58), XOTSI B HEKOTOPHIX CIIyJasix TaKoe Ha3Ba-
HUE UCIIOJIb3YIOT KaK CHHOHUM INIIOKAaHAa3) WK KakK
B-1,3-GLUCANASE (puc. 5). Ilpu aTtoM HymMepa-
LI1sI TEHOB UISL 3TUX HOMEHKJIATYp He3aBHCHMA WU
OTCYTCTBYeT. 11 MHOTUX TpencTaBUTEICH 3TOro
ceMelicTBa aKTMBHOCTh BOBCE HE IOKa3aHa, M OHU
o6o3Havatotcs kak O-GLYCOSYL HYDROLASES
FAMILY 17 PROTEIN. U3 96 renoB GHI17 nna
JajibHeilero aHanus3a ObL1 oToOpaH 21 reH, skc-
MpeccHusl KOTOPBIX 3HAYUTEIBHO OTIMYAIach OT
KOoHTpos (puc. 5). MHdopManus no OavxKanimm
TOMOJIOTaM BBEICOKO3KCIIPECCHPYEMBIX T€HOB B BO-
JIOKHAX Ha CTaguy MHTPY3MBHOIO POCTa M Hadaya
dopmuposBanusa TKC (1 u 2 rpynmna) oueHb CKyaHasl.
Ha ocHoBe 1aHHBIX 0 6e10K-0eIKOBBIX B3aUMOIEii-
CTBUSIX M M3BECTHBIX O€IKaX, aCCOIMMPOBAHHBIX C
cuHTte3o0M KC, ObLI0 BBIABMHYTO MPEAIIOJOXEHUE,
uto AT2G05790 (Lus10015151) cBsI3aH C CUHTE30M
KC [28]. Bo3amoxHo, npoaykt Lusl0015151 nmeet
OTHOILIEHHWE K KOHTPOJIIO YPOBHS Kajio3bl B Mpe-
nenax KC. OmHako ecTh maHHBIE 00 yBeIWYEHUU
skcnpeccun AT1G32860 (romomnor Lusl10033244 —
TeHa IrpymIibl TaK:Ke ¢ MAKCUMYMOM Ha CTaauM WH-
TPY3UBHOIO POCTA) IMPU XOJOMOBOM cTpecce [29].
ITokazaHo TakXke, UTO MiazMoaecMocnepuIHas
rmokaHaza AtBG_PPAP (AT5G42100) umeet Hau-
oombiryo romonoruto ¢ AT1G32860 (61% wneH-
tiayHOCTH U 73% cxonctBa) [30]. duddepeHmm-
aJibHasl BKCIPECCHUs MPU CTPECCOBBIX BO3AEHCTBUSIX
(HarpeB, COJIEBOM 1 OCMOTHUYECKUIA CTpecChl) OblLIa
nokasaHa miusa AT2G01630 [31], omixkaiimiero ro-
mojora Lus10034607 (reHa >TOii Xe TPYIIIIHI).
Hna AT2G01630 nipeackaszad u noarsepxaeH GPI
(rmuxko3undochaTuINIANHO3UTON)-IKOpb [32], yTO
SIBJISIETCSI HEOOXOAMMBIM YCJIOBUEM B MIpeACKa3aHUU
y4acTHusl B peryJIsiny Mmia3MoAaecM MyTeM paspylie-
HUs Kaao3sl [15]. Hy:xXHO OTMETUTBb, YTO C OMO-
mblo cepBuca NetGPI-1.1 Mbl TecTupoBaau reHbI
Ha npucytrctBue GPI-gxops (puc. 5). U3 mectu
0enkoB ¢ mpenackazaHHbIM GPI-sakopeM (BeposT-
HocTb 0.173—0.503), yeTbipe mpuUHaAIeXKaaIu Ipyr-
ne 6eJIKOB, TeHbl KOTOPbhIX MaKCMMaJIbHO 3KCHpec-
CUPOBAJIMCh B BOJIOKHAX HAa CTaAUW UHTPY3UBHOIO
poCTa, HO aKTUBALIMIO 3KCIPECCUU KOTOPBIX TaKXkKe
HabJI00aaIu U TIpYU rpaBUCTUMYIsaunu. Ha ocHoBa-
HUM JAHHBIX JIUTEPATypbl O TOMOJIOTUYHBIX TFeHaX
3TOU TIpyMIlbl, UX TPOAYKThI MPEANOJOXUTEILHO
MOXHO OTHECTHU K (pepMeHTaM, BOBJIEUEHHBIM B pO-
CTOBBIE TTPOLIECCHl (MHTPY3UBHbBII POCT) U B OTBETHI
Ha CTpeccoBble BO3AeicTBUS. B yeTBepToiil rpyrmme
TeHOB (puc. 5), UMEIOLIMX MOBBILIEHHBINA YPOBEHb
skcrnpeccuu B BojokHax ¢ TKC u nmoHMKeHue 3KC-
MpPeCcCuU MpU rPaBUCTUMYJISILIMU, XOUETCSI OTMETUTD
Lus10025892 (AT3G07320). TlokazaHO, 4TO 3KC-
npeccuss AT3G07320 noBwllIajach MpU CBEPXIKC-
npeccunt ANACO012 — rena paktopa TpaHCKPUIILIAU
2024
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n3 cemerictBa NAC, BBI3BIBAIOIIETO pe3Koe Moaa-
BieHue omioxeHuss BropuuHoit KC [33]. Dtu maH-
HbIE COINIACYIOTCS C HAIIMMM, COIJIACHO KOTOPBIM
BBISIBIIEHA BbICOKasI akcrpeccust Lus10025892 B Bo-
JokHax, nMetomux 3penyio TKC, koTtopas ¢popmu-
pyeTcst mocyie omioxkeHuss BropuuHoit KC (puc. 5).
Hexoropsle rens! BG (3 rpymiia, puc. 5) yBenTndnBa-
JIM BKcTIpeccrio Tonbko B PUL-o6pa3iiax mo cpaB-
Henwuto ¢ OPP (puc. 6). 115 IByX M3 HUX OJIMKai -
mu romosioramu 0t ATBG 1 n ATBG3. TTponyKThl
TuX reHoB OoTHOCAT K PR-BG [34]. DT0 3Ha4MT, 9YTO
3TOT TUI IVIIOKAHA3 HAKAILIMBAETCS B CIydae aTaKu
naToreHa, paspymas ux [3-1,3-mroKaHbl, U IT0 CBO-
el TOMEHHOM CTPYKTYPE UX OTHOCSHT K IISITOM TpyII-
TIe TII0KaHa3, XapaKTepU3YIOIIEHCs HATMIUEM CHUT-
HaJIBHOTO TIETITHAA U OTCyTCcTBUeM ngoMeHOoB CBM
(ymreBon-cBa3biBatoniero) n CTS (rmapodobHoit
C-TepMuHaIBLHOM TIociienoBaTenbHOCTH) [15]. Ben-
KOBasl mociemoBaTebHOCTh Lusl0021088 Ttaxke
MMeeT aHAJIOTUYHYIO CTPYKTYPY (pHC. 6), y Hee uMe-
€TCS TOJIPKO CUTHaJIbHBIN mentun u nomeH GHI17.
benxknu cemeiictBa PR-BG mmm PR-2, perymupy-
IOTCSI CTPECCOBBIMM YCJIOBMSIMUA W SIBJISTIOTCSI 4da-
CTBIO BPOXICHHOM MMMYHHOI CUCTEMBI PACTCHUM,
CIJIBHO MHAYLIMPYEMOM BO BpeMsI MHBAa3UHU MaTOTe-
Ha Hapsiny ¢ apyrumu PR-renamu. Perynsiust 6uo-
CHHTe3a U aKTUBHOCT BG pacTeHuMit mporcxomuT
Ha YPOBHSIX TKaHECTIEIM(MUISCKON IKCIIPECCUM UX
T€HOB M KOMITAPTMEHTAJIU3UPOBAHHOTO HAaKOILIE-
Hus. CienoBarelbHO, KOHKpPETHasI CyOKJIETOYHAs
nokanu3anys BG mMmeer pemaioiiee 3HaYeHUE IS
ero (pyHKIIMOHNPOBAHUS B PA3IMYHBIX KJIETOUHBIX
npoteccax [34].

Takum 0Opa3oMm, IIpy TPaBUCTUMYIISIIIUK PaCTe-
HU JTbHA HAOJII00aI YMEHBIICHNE SKCIIPECCUM T'e-
HOB (pepMEHTOB OMOCHHTE3a U SIBHOE ITOBBIIIICHIE
BKCIIPECCUM TE€HOB AeTpagupyroninx (epMeHTOB.
TouHbIE MEXaHN3MBI BOBJIEUCHHUSI KAJIJIO3bI B peajli-
3al1I0 TPABUTPOINYECKONM PEaKIMU eIe IIPeacTo-
WT BBISICHUTH. Harra ruroresa 3akiito4aeTcsi B TOM,
YTO KaJI03a, SIBJISISICH CTPYKTYPHBIM KOMITOHEHTOM
KC BosokHa, MOXET XOPOIIO YIepKUBATh BOAY M
CIep:KUBaTh “coKpalleHue” (HaTSKeHHE) BOJIOKHA
B XOJI€ €T0 pa3BUTHSI, B TOM YHCJIe 1 IIpU (POPMHUPO-
Baauu TKC. B cBs131 ¢ 3TUM, IpH TPaBUCTUMYIISI-
IIUHU ITOSIBIISIETCSI HEOOXOOMMOCTD THIPOIM3a 3TOTO
MoJIMcaxapuaa, 9ToObl CHU3UTH HampskeHne B KC.
DTO OOBSICHSCT YBEIWYCHUE OKCIIPECCUM TEHOB
BGs, ocobeHHO Ha BepxHeii cTopoHe cTeOJIsI, KOTO-
pPyIO MBI Ha3bIBaeM TSHYIICH, Ie IIpearoaaraeTcs
“cokpaleHue” BOJOKOH. IIpu 3TOM 10 AJIMHE BO-
JIOKHA B HEKOTOPBIX MECTaX MOTI'YT OOpa30BLIBATHCS
(1mu ocTaBaThCs) KaJUIO3HBIE IIPOOKM, KOTOPHIC, B
CBOIO OYepenb, MOIJIM Obl OTPaHUYMBATH IIPOIYCK-
HYI0O CIIOCOOHOCTh BaXXHBIX COCIMHECHUI MEXIY
BO3HUKIIMMM CENTAMU. YIUTHIBASI, 9YTO BOJIOKHA —
OYeHb IJIMHHBIE KJICTKH, CEIITUPOBAHME C ITOMO-
LIbIO KaJIJIO3HBIX MPOOOK MOIJIO ObI OOJIETYUTh MX
(yHKIIMOHATBHYIO (“MYCKYJIbHYI0”’) aKTUBHOCTb.
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SAKJIIOYEHHME

Takum o6pa3oM, B JaHHOM MCCJIEIOBaHUU B
Linum usitatissimum OBIJIV BBISIBJIEHBI T€HBI, KOJIM-
pyloiye OeIKWd, MOTeHIMAJIbHO y4YacTBYIOIIME B
MeTabon3Me Kajuio3bl: 28 TeHOB, TOMOJIOTUYHBIX
reHaM Kajiio3ocuHTas (GSLs), u 96 reHOB, roMO-
JIOTUYHBIX T'eHaM [IIMKO3uAruapoaas 17 cemeiictpa
(GH17). Oxapakrtepu3oBaH HOpodmib 3KCIIpec-
CHH, IJTaBHBIM 00pa3oM, F'€HOB C BBICOKHUM 3Hade-
HUEM DKCIIPECCUU MO0 MPOSBISIONINX M3MEHEe-
HHUE 3KCIIPECCUU IIPU TPaBUCTUMYJISILIUUA. B cBsa3u
C TeM, YTO B BOJIOKHAX Ha CTaIuM MHTPY3HMBHOTIO
pocta 1 Ha paHHel ctagun dopmupoBanust TKC
4acTo HaOJIoNaIM MaKCHUMYyMBI 3KCIIPECCUU KaK
st GSLs, Tak n st GH 17 MOXHO TIPEaOI0XUTh
aKTMBHBIII METa0OJM3M Kajjo3bl B KIETOYHOM
CTeHKE BOJIOKHA KaK Ha CTaIuM €T0 pOocTa pacTs-
KeHMEM, TaK U Ha CTaIuU YTOJIIEHUS KJIeTOYHOM
crenkn. Ecim mipu rpaButponusme GSLs mposiB-
JISIIKX B OCHOBHOM IIOHMXXEHHE 3KCIIPECCHHU, 3a
HUCKJIIOYEHUEM TI€HOB, IOMOJIOTUYHBIX ATGSLI,
ATGSL4wm ATGSLS, To GH17s ToKa3pIBaIn BeCh-
Ma pa3zHooOpa3HbIe mpodunm s3kcrpeccun. Cpenn
HUX BbIAeNIeHbI BGs, KOTOpbie 3HAYUTEIBHO I10-
BBIIIAJIM DKCIIPECCUIO TOJBKO IIPU TPaBUOTBETE
(LusBGI1wn LusBG3), aTo TipenrioaracT akTUBHYIO
JeTrpamalnio Kajaao3bl B BOJOKHAX B XO/Ie IrPaBUOT-
BeTta. K KoHIly rpaBuoTBeTa (4epe3 96 1) 3HaYeHus
3KCIIPECCUU aHAJIM3UPYEMBIX T€HOB YaCTO HE MPO-
CTO DOCTUTAJIX 3HAYEHUI SKCIIPECCUU B BOJOKHAX
KOHTPOJIBHBIX PACTEHUM, a MPUOIMXKAIUCh K 3HA-
yeHUsIM OoJiee paHHel CTaguy pa3BUTHUS BOJIOKHA.

[lonydyeHHBIE JaHHBIE MOTYT OBITh MCIIOJIH30BA-
HBI JIJTsI McclienoBaHus poiu [3-1,3-mmokaHcuHTa3 1
[-1,3-mrokaHa3 B pacTeHUSX B HOPME W TIPU Tpa-
BuoTBere. Ho ocTaloTcst BOIPOCH O JIOKAJIM3alluu
KaJIJI03bl 1 €€ KOJIMYeCTBEHHOM orleHKe. OTBETH Ha
HUX MPEICTOUT MOJIYYUTh B HAJIbBHEUIINX UCCIIEH0-
BaHUSX.

HccnemoBaHne BHIIIOTHEHO TP IMONAEPXKKE TpaH-
ta Poccuiickoro HayaHoro ¢onma Ne 23-24-00612.

Hacrogiiast cratbss HE COONEPXUT KaKUX-JTUMOO
WCCIIEIOBAHUM C yyacTueM el B KauecTBe 00b-
€KTOB UCCJIENOBAHMUIA. ABTOPHI 3asIBJISIIOT 00 OTCYT-
CTBUY KOH(IMKTAa UHTEPECOB.
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YBennueHMe CKOPOCTH Habopa OMOMACCHI SIBIISICTCSI OMHUM M3 BaXKHEUIIIMX HAIIPaBICHUI B CeJICKIINHT
IpeBECHBIX pacTeHMIL. TeM He MeHee, IPUMEHEeHNE KITACCMIECKIUX ITOIXOIOB CEJICKIINY K IPEBECHBIM pac-
TEHHUSM CYIIECTBEHHO OTPaHMYCHO M3-3a IUIMTEIBHBIX IIMKJIOB Pa3MHOXEHUS MHOTHX BIUIOB. PazBuTne
TEXHOJIOTMI TeHETUYECKON MHXEHEPUU M PENaKTUPOBAaHMS TeHOMA TTO3BOJIWIIO MIPOBOIUTDH YAYUIIIEHUE
MPU3HAKOB JIEPEBbEB 32 OTHOCUTEIBHO KOPOTKOe BpeMsl. OObEeKTOM ISl TeHETUYECKUX MaHUITYISILIUIA,
LIEJTBIO KOTOPHIX SIBJISIETCST YCKOPEHME pOCTa PACTEHUI, YaCcTO SIBIISIIOTCS TeHBI OMOCUHTE3a (PUTOTOPMO-
HoB. Tu66epenH-20-0Kkcuaasa saBiaseTcsl KIo4eBbIM (PepPMEHTOM, OIPEALISIOIIUM aKTUBHOE TTPOU3-
BOJICTBO TMO0EPE/UIMHOB B pACTCHUSIX U, CIICIOBATEIIBHO, IIPEATIOYTATEIILHOM MUIIICHBIO MIJISI TCHETHYC-
CKHX MaHMITYJISIIUIM, HallpaBJIeHHBIX Ha YBEIMYCHNE CKOPOCTU pocTa. B maHHOI paboTe IpencTaBIeHo
OpPUTMHAJIbHOE MCCIIeAOBaHUE IO MOJIydeHHUI0 Tomousl O6epiaunHckoro Populus X berolinensis K. Koch,
TpaHCHOPMUPOBAHHOTO TEHOM, KOIMPYIOIIUM ruooepesiuH-20-okeunasy us Arabidopsis thaliana (L.)
Heynh. (AtGA20ox1), v iepBUUYHOIi OLIEHKEe (peHOTUIHUUYeCcKUX 3P (PeKTOB MpoBeaeHHOI TpaHchopMa-
. OCHOBHBEIMU (heHOTUITMUESCKUMU MPOSIBIICHUSIMHU TpaHC(hOPMAIIUK SIBIJINCH BBIpaXKeHHOE YIJIN-
HEHME CTeOJIST 3a CUET YBEIWUYCHMS pa3Mepa MEXKIOY3/INil, HE3HAUNTEIPHOE €T0 MCTOHUYCHIE, a TAKKe
VIUIMHEHUE U 3ay>XKeHHe JTMCTheB. Halm pe3yabTaTsl moKa3alin, 4To TUIepaKcIpeccus reHa AtGA20ox 1y
TOITOJI51 O€PJIMHCKOTO TMIPUBOIUT K YCKOPEHHUIO €TI0 pOCTa KaK MUMHMMYM B TP pa3a B YCJIIOBUSIX ik Vitro TIO
CPaBHEHMIO ¢ KOHTPOJIbHBIMU 3HaUeHUsIMU. HeratuBHbie 3(phekThl TpaHCHOpMaLIMK, BhIpaKaloIuecs
B €1a00M YKOPEHEHWH WJIM BHICOKOI YaCcTOTE alTMKaJIbHBIX HEKPO30B U HAOIIOMaBIINECS Y HEKOTOPHIX
TPAHCTEHHBIX JIMHUI Ha HaYaJIbHBIX 3Tallax 0TOOpa, He MPOSIBISIOTCS Y TpeX (DMHAJIBHO OTOOPaHHBIX
JIMHUIA.

KmoueBbie ciioBa: Populus X berolinensis, ObICTpOpacTyIue pacTeHUsI, TeHHO-MOIU(PUIIMPOBAHHBIE Op-
TaHW3MBI, THOOEPEIUTMHEI, THO0epe/TnH-20-0KCcHnmas3a, TOIMOJb, TPAHCTEHHBIC OPEBECHBIC PACTCHMS,
MPOAYKTUBHOCTD PACTEHUM, DUTOTOPMOHBI
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BBEIJEHHUE

In66epenaHBl — 3TO Kiacc (PUTOTOPMOHOB,
KOTOPBIC CTUMYJIMPYIOT POCT M 3alyCKalOT pa3Imi-
HbIE TIPOLIECCHI Pa3BUTHS B TEUCHHME BCETO XKU3-
HEHHOTIO IIMKJIa pacTeHMSs, BKJIIOUYasl IIpopacTaHue
CeMSH, YIIMHEHUE CTeOssI, OIpeleIeHue II0Jia,
BeTeHue, GopMUpOBaHUE IIOAOB U cTapeHue [1].
VY BBICIIMX pacTeHUM KJIOYEBbIe MYTHU OMOCUHTE3a
ru00epeUIMHOB KaTaIM3UPYIOTCSI TPEeMSI OCHOB-
HBEIMM (pepMeHTaMu: THOOepeH-20-0Kcumasa,
rnboepeIMH-3-0Kcraa3a u rTudoepesImH-2-0KCH-
na3a. I[lepBbie 1Ba (hepMeHTa BOBJICYEHBI B peaKIINU
no ¢GOopMUPOBAHNIO OMOAKTUBHBIX (popM THOOE-
pEINIMHOB, B TO BpeMs KaK rmd0epeimH-2-0KCH-
Ja3a WHAKTUBUPYET WX  HENOCPEICTBEHHBIX
MpeaIIeCTBEHHNKOB. 3a OMOCUHTE3 IJIaBHOTO IIpe-

IIECTBEHHUKA TMOOEPEIIMHOB OTBEYAaET HE MEHEe
BaXHBIN (hepMeHT dHT-KaypeH-cuHTa3a [2]. C Mo-
MEHTa OTKPHITUS poiu M GyHKOUM reHa GA20ox,
Komupylomiero rnoodepemina-20-okcunasy [3], uH-
TepecC K ero MCIOJIB30BAaHUIO IS YIIPABICHUS IIPO-
OYKTUBHOCTBIO pacTeHMII He CHIDKaeTcs. Psamom
HAyYHBIX KOJUIEKTUBOB OBUIM IIPEAIIPUHSTHI IIO-
MIBITKY YBEJIMYUTH CKOPOCTh POCTA Pa3IUIHbBIX pac-
TEHUH ITyTeM TpaHCTeHe3a U TUIIEPIKCIIPECUM TeHa
GA200x. B tutepatype onmmcaHbl SKCTIEPUMEHTHI 10
TeHEeTUYEeCKON TpaHCopMaluy OpPeBECHBIX pac-
teHnit reHoM GA20ox, B TIeNOM TIPUBOISIINE K OC-
HOBHOMY (peHOTUITMIEeCKOMY D (DEeKTy — yBermde-
HUIO cKopocTH pocta [4—10]. [Tomumo yBenmmueHUS
CKOPOCTH pOCTa, IOKa3aHO, YTO TpaHCHOopMaIus
reHoM GA20ox, MOXeT IPUBOIUTD U K TIPOSIBJICHUTO

228


file:///D:/%d0%9d%d0%90%d0%a3%d0%9a%d0%90/%d0%a4%d0%98%d0%97%d0%98%d0%9e%d0%9b%d0%9e%d0%93%d0%98%d0%af%20%d0%a0%d0%90%d0%a1%d0%a2%d0%95%d0%9d%d0%98%d0%99-2/%d1%81%d1%82%d0%b0%d1%82%d1%8c%d0%b8\h
file:///D:/%d0%9d%d0%90%d0%a3%d0%9a%d0%90/%d0%a4%d0%98%d0%97%d0%98%d0%9e%d0%9b%d0%9e%d0%93%d0%98%d0%af%20%d0%a0%d0%90%d0%a1%d0%a2%d0%95%d0%9d%d0%98%d0%99-2/%d1%81%d1%82%d0%b0%d1%82%d1%8c%d0%b8\h

IMOJYYEHUE U MEPBUYHAA OLIEHKA ®EHOTUIIA TOIIOJIAA BEPIMHCKOTO

HEeTaTUBHBIX TUIEHOTPOTHEBIX 3¢ dekToB. Tak misd
pacrenuit P. tremula X P. tremuloides, TpaHCTEHHBIX
no AtGA20ox1, KpoMe NIBYKpaTHOTO YBEIIMYCHUS
CKOPOCTH pOCTa OTMEYEHO MCTOHYECHHE MEXIIO-
y3nuit 1 mwioxoe ykopeHeHue [9]. Ilpu nucreHHoi
TpaHcOpMalIM LUTPYCOBOTO TMOpPUIA LIUTpaH-
xa Kappuzo (Citrus sinensis L. Osbeck X Poncirus
trifoliata L. Raf.) renom CcGA20ox 1, TOMUMO CTaH-
JapTHBIX 3¢ (EKTOB B BUIE YIJIMHEHUS BETBEU U
MEXIOY3/IMiA, YCKOPEHHOI'O pOCTa, IPUBOISIIETO K
(opMupOBaHUIO BHITIHYTOTO (DEHOTUIIA, I YMEHb-
IIeHUS IUIOMIAAN JTUCThEB, aBTOPHI TaKXKe OTMeda-
JIX 1 BIIOJIHE OYEBUIHBIC HETaTUBHBIC ITPOSIBICHUS,
TakHde Kak cjiaboe yKOpeHeHue U CHUXEeHUe Ouo-
maccel [10]. HecMoTps Ha Hanuume 3am0KyMeHTH-
POBaHHBIX TpaHC(HOpPMAaIIMii, KOMMEPUESCKH YCIICIII-
HBIX T€HOTUIIOB IPEBECHBIX IOPOMd A0 CHUX IIOp HE
co3maHo. OOBSICHEHWI 3TOMY MOXKET OBITh MHOXKE-
CTBO, HAUMHA OT JIOXKHOITOJIOXHUTEIbHOM NeTeKIIUHN
TpaHCIeHe3a C MOCJICOYIOIINM M3y4YeHHEeM COoMa-
KJIOHAJIPHOM M3MEHUYMBOCTH, 3aKaHUYMBasl TaKUMU
CJIOXXHBIMH SIBICHUSIMU KaK 3(@MEKT IOJI0XKEHUS
reHa, BUAOCIIEIU(UIHOCTh 3KCIIPECCUM TPaHCIe-
Ha, CallJICHCHHT WJIM XUMEPU3M PaCTCHMUSI.

BricOKOIIpOMyKTUBHBIE TpPaHCTEHHBIE IEPEBbS
CO3IAIOTCSI B OCHOBHOM IS IUTAHTAIIMOHHOTO BhIpa-
IIMBAHUSA C LEJIbIO YBEJIMYEHMS 0a3bl paCTUTEIHLHOTO
cbipbsl. OMHMMM 13 HanOoJjiee MOAXOMSIIINX KYJIETYD
IUTST TAKOTO pONIa BO3AEBIBAHMS SIBIISIIOTCS IIPEICTA-
Butenu pomna Populus. Toronst oTHOCITCS K Hanbo-
Jlee OBICTPOPACTYLINM BHUIAM APEBECHBIX paCTEHUI
W IOCTUTAIOT MUHHMMAJIbHO HEOOXOMWMBIX pa3Me-
POB IUIST UCTIOJIB30BAHUS YXKe depe3 4—5 JIeT mocie
BBICAIKM B TpyHT. JIpeBecwHa ToIojeii oOjamaer
IEHHBIMM CBOMCTBAMM, OIIPEACIISTIONINMI BO3MOX-
HOCTh €€ IIMPOKOTO MCIIONB30BAHUS B PA3IUIHBIX
o0acTsIx mpoMbIuIeHHOCTH. OHAa XapaKTepu3yeTcs
BBICOKMM COIEpKaHWEeM IIeJUTIOJIO36l OTHOCUTEIHLHO
JIMTHMHA, 9TO JeJaeT e¢ IIEHHBIM ChIPhEeM IUIS IIPO-
M3BOACTBA KaK APEBECHBIX MOy(aOpHUKATOB pas-
JIMYHOM CTEIIeH! OYMCTKH, TAK 1 YUCTHIX IIPOTYKTOB
(uemtomo3a, STWIOBKIN crupT). IlmacTuaHOCTh mpe-
BECUHBI TOITOJISI OIIPENEISIET €€ IMPOKOe MCIIOIb30-
BaHME B IIPOM3BOICTBE CTPOUTEIIBHBIX MaTepHAajIOB
¥ M3TOTOBJICHNU MeOenmn. Bricokre aKomorndeckue
MOKA3aTeNIM CKUTAHMST IPEBECUHBI TOIIOJS AEJIAIOT
€€ IIEPCIIEKTUBHBIM CHIPhEM IIPH IPOU3BOIACTBE pa3-
JIMYHBIX BUIOB OMOTOILINBA.

BaxabiM mapaMeTpoM IIpH BEIOOpE IEepEeBHEB
IUIST CO3OAHMSI BBEICOKOIIPONYKTUBHBIX ILIAHTAILIUIA
sIBIIsIeTCsT (hopMa MX KpOHBI. PacTeHns ¢ packumm-
CTOI KpOHOM TPeOYIOT OOJIbIIe MECTa IS ITOCaIKH,
B OTJINYME OT IEPEeBbEB C KOJTOHOBUIHOM WIIN Bepe-
TEHOBUIHOI KPOHOI1, KOTOPhIE MOXHO BHICAXKBATh
IIOBOJIBHO TUIOTHO M TEM CaMbIM ITOJIy4aTh OOJIbIIe
OroMacchl ¢ enuHULBI Itomang. OgHUM U3 IIep-
CIIEKTUBHEIX BUAOB ACPEBhEB IS TUIAHTAIIMOHHO-
ro BHIpAIIMBAHUS SIBJISICTCSI TOIOJB OCpIMHCKMIA
Populus < berolinensis K. Koch. Obnanast BbICOKOI

®U3UOJI0IUs PACTEHUN

TOM 71 Ne 2
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CKOPOCTBIO pOCTa M Y3KOH BEPETEHOBUIHOM KpO-
HOI, JaHHBIH BUA coco0eH (POPMUPOBATH JIECOIIO-
cagKy ¢ IUIOTHOCTHIO IO 1 mepeBa Ha KBaapaTHBIN
METp. YBeJIMYeHUE MPOAYKTUBHOCTU TaKUX JE€PEBb-
€B METOIaMM T€HEeTUYECKOM MHXEHEPUU MO3BOJUT
ele 0ojee 3PPEeKTUBHO KCIOJb30BaTh IMOJE3HbIE
CBOICTBa 3TOro BUAA IJid MOJYYEHUS U T1yOOKOM
nepepaboTKy ero apeBecHMHbl (OuopedaitHUHra).
Kpome Toro, TpaHCTeHHBIE AePEBhSI C U3MEHEHHBIM
OMOCHUHTE30M rnd66epeNIMHOB MOTYT CTaTh MOJEb-
HBIM OOBEKTOM 151 O0J1ee IIyOOKOTO U3y4YeHMUs 1Ty~
Teil UX OMOCHHTE3a Y IPEeBECHBIX pACTEHUIA.

Hacrosiee ucciaenoBaHue ObLIO HaMpaBIeHO
Ha CO3JaHMe TOMOJs1 OEPAMHCKOro, TPAHCTEHHOTO
o reny AtGA20ox1, n Ha OLICHKY ITOJyYeHHBIX (e-
HOTUINHUYECKUX 3(HEKTOB.

MATEPHUAJIBI U METO/1 bl

O0BekT nccaenopanna. B xauectBe 00beKTa IS
TeHEeTUYeCKOol TpaHCc(hopMaLMK ObLT BBIOpaH TOMOJIb
oepnuHckuit (Populus % berolinensis K. Koch) — ru-
Opu Tonoist 1aBpoBosCcTHOTO (P, laurifolia Ledeb.)
U Tomost yepHoro (P, nigra L..). B pabote ucrnomnas3o-
BaJu in vitro KyneTypy Populus % berolinensis, co3naH-
HYIO U KynsTuBHpyeMyto aBTopamu B CUPUBP CO
PAH. [JaHHbIit BUI OBICTPO pacTeT B KYJALTYpE in Vi-
tro, IETKO pPa3MHOXKAETCS ITyTEM Cpe3aHUs U YKOpe-
HEHMS BEPXYIICYHOI YaCTH PaCTCHMSI, a TAKKE TaeT
00JIbIIOE KOJIMYECTBO OOKOBBIX MOOEroB, KOTOPHIE
aKTUBHO 00pa3yloTcs ITOC/Ie Cpe3aHusl alMKaIbHON
MepucTteMbl. B Kynbrype in vitro ykopeHeHue mnobe-
ros nocie cpesanust onmska K 100%. McrouHukom
noHopHoil IHK nocnyxun Arabidopsis thaliana (L.)
Heynh. (3xotun Columbia).

IloaroroBka murTaTeibHbIX cpen. JIisi KyJIbTUBU-
pOBaHUS paCTEHUI TOMOJISI UCITOIb30BaIM TBEPAYIO
MUTATEILHYIO CPeay Ha OCHOBE CMeCH 0a30BBIX COJIeit
KJjaccuyeckoit cpeasl Mypacure-Ckyra (MC-cpe-
na) [11] c nob6aBneHnem TuamuHa (1 Mr/J), MUpUAOK-
cuna (0.5 mr/im), HUKOTHHOBOM KucaoThl (0.5 mr/mn),
Me30-uHo3uTa (50 Mr/m) u arapa (7 r/n). B kauectBe
HMCTOYHMKA YIJIEBOIOB MCIOJIb30BaIU caxaposy (2%
JUI YKOpeHeHUst W 3% mJig KO-KyJbTUBUPOBAHUS
PaCTUTEIbHBIX 9KCIUIAHTOB C arpo0aKTepUsSIMU U pe-
reHepaluu pacTeHuit mociue rpaHchopmauun). Kvc-
JIOTHOCTbB cpenbl JoBoawiu 1o pH 5.7. IlutarenbHyto
Ccpely CTepUIM30Baji B aBTOKJIaBe B TedyeHue 15 MuH
npu Temmepatype 121°C u paBnenuu 220 xIla, octy-
xKanu 10 50°C u paznuBanu o 10 M B cTepuibHbIC
npobupku Z681784 (“Sigma-Aldrich”, T'epmanust)
pazmepoM 25 X 150 mm u/mium 25 X 200 mm (KuTaii)
C BEHTWIMpyeMbIMM Kpbiukamu C5791(“Sigma-
Aldrich”, Tepmanus) wiu 1o 50 M B cocyabl s
KyJBTYphI TKaHel pacteHuit Magenta vessel GA-7-3
(“Merck”, TepmaHus).

It yKopeHeHUsI W TIOJyYeHUsI pereHepaHTOB
HUcnonb3oBan 6-6eHsunamunonypu (BAIT), Tu-
auazypoH (TI3), 1-HadTaaMHYKCYCHYIO KMCIIOTY
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(HYK) n uanomun-3-macasguyto kuciaory (MMK) B
pa3IMYHBLIX KOHIEHTpaINIX (MH(GOPMAIIUS TTPUBE-
JIeHa HITXE).

In vitro Kynsrypa TOnoA OepaMHCKOrO. JIIsT M-
KPOKJIOHAJIBHOTO Pa3MHOXEHMSI TOIOJISI OepIMH-
CKOTO IPUMEHSUIM ITOAXOA 110 YKOPEHEHUIO Cpe-
3aHHOM BEpXYIIEYHOM YacTU pacTeHUS W/WIN
aIBEHTHUBHBIX IT00ETOB, 00Pa30BBIBABIIIMXCS IOCTIE
yIajJeHus amnuKajJbHON MEPUCTEMBI. YKOpEHEHUE
pacTeHM, MCIIOJb30BAHHBIX [UISI MOCICOYIOIIECH
arpo0akTepuaIbHOl TpaHC(opMaluy, MIPOU3BO-
IVTH B BBIIIIeONMCaHHON murtatenbHoit MC-cpene
¢ mob6asiaenne MMK (0.15 mr/m). Ilocne tpanc-
(opMauy yKopeHeHUE KOHTPOJBbHOI IPYIIIbI U
OTOOpPaHHBIX TPAHCTE€HHLIX JUHUI MTPOBOAUIU Oe3
nobasineHnss UMK B murarenbayio cpeny. Comep-
XKaHWEe PacCTCHMU TOIIOJS in Vitro Ha BCEX ATallax
MPOBOIMIN B KIMUMAaTHUYECKOM KoMHaTe mpu 24°C
¢ oronepuonom 16/8 4 (1eHb/HOYb) U OCBEILICH-
HocThio 5000 nk. B KayecTBe MCTOYHMKOB CBETa
ncnonb3oBan iyopecteHTHBIe gamMnbl TLS HE
28W/865 (“BMC”, Kuraii) [12].

Boinenenue PHK, ounctka MPHK u cunTte3
kKJIHK. Csexue muctesl M 1UBeTOHOC A. thaliana
(150 mr) m3menpuanu B 700 Mk peareHTa TRIzol
(“Invitrogen”, CIILIA) Ha romorenmn3arope Minilys
(“Bertin Instruments”, ®panums). M3 moaydeHHO-
ro romoreHara Bblaefsiiu cymmapHyio PHK merto-
IIOM TYaHUIWH-THOLMAaHAT-(GeHOI-XJI0pOGhOPMHOM
skctpakuuu [13]. s apdexTuBHOTO pasmeneHus
OpTraHMYeCKON M BOOHOI (a3 MCIIOJIb30BaIM Telb
MaXtract (“Qiagen”, I'epmanms). IIpemapar cym-
mapHoit PHK o6pa6ateiBanu JIHKa3o0it I (“Thermo
Fisher Scientific”, CILA) m wucoab30BaIm s
ounctk MPHK HabopoMm Oligotex mRNA Mini Kit
(“Qiagen”, I'epmanug). C 1 mxr MPHK cunTesn-
poBanu kIHK ¢ nomolipbio 00paTHON TpaHCKPUII-
tasbl RevertAid H Minus u mpaiimepa oligo(dT)
(“Thermo Fisher Scientific”, CILIA).

JIn3aiin mpaiiMepoB 11 aMIIM(UKAIMM TeHA
AtGA20ox1. [wzaitH mpaitMepoB UIT aMIUIM-
(puKaM 11e1eBOro reHa OCYIIECTBISUIM Ha OC-
HoBe mocinenoBarenbHoctTn MPHK  ArGA200x1
(NM_118674.4 — GenBank, AT4G25420.1 — TAIR).
B mocnemoBaTenbHOCTH IIpaiiMepOB BHOCWJINA W3-
MEHEHHUS TaKUM 00pa3oM, YTOOBI OHU COmEpXKaiu
CaTBl PECTPUKIMNM, COOTBETCTBYIOIIHUE CalTaM B
BekTopHOM Tmasmune pBI121. Tlpsmoii mpaiimep
(Ox20_BamHI F) 6w xommremenTapen 5'-UTR
MPHK ArGA20ox1 n nayamy ee Kogupylomieil 00-
JIaCTH, BKJIIOYAsl CTapT-KOIOH. BHeceHHBIE M3Me-
HeHusl opMupoBanu cauT pectpukiuu BamHI:
5'—CTATAATGGATCCAAATGGCCGTAAG-3'.
Oopatnbrit ipaiimep (Ox20_Sacl R) cooTBeTcTBO-
Bal (hparMeHTy, COBMEIIAIONIEMY KOPOTKHUI y4da-
ctok 3'-UTR MPHK A7GA200ox] n xoHel Komupy-
folIeit obacTu, BKIIodast CTON-KogoH. BHeceHHbIe
N3MEHEHUS (pOopMUPOBAIIN CalT pecTpuKinm Sacl:
S'-TATTTGAGCTCTTAGATGGGTTTGG-3'.

®U3NO0JIOTUA PACTEHUM

MMABJIMYEHKO, ITPOTOITIOITIOBA

CepbIM LIBETOM B IIpaiiMepax BBIIEICHBI TPUILICTHI,
cootBeTcTBytomne crapt- (ATG) m crom- (TAA)
KOIIOHAM, XMPHBIM IIPpU(TOM — ITO3UIIUM C BHE-
CEHHBIMU M3MEHEHMSIMU, ITOMYEPKUBAaHUEM — IIO-
CJIemIOBaTeIbHOCTh BHOBb 00pa30BaHHOIO caiiTa pe-
CTPUKIIVH.

BekTtopnbie cucremsl. /151 mpomexyrouHoro TA
KJIOHUPOBAHMS aMIUTMKOHOB AtGA200x I NCTIONB30-
Baiu BekTop pIZ57R/T (“Fermentas”, I'epmanus),
comepXalllii CeIeKTUBHEBIN I'eH bla, obecrieunBalo-
Wi yCTOMYMBOCTD K aMIMUWIIAHY, TeH lacZ st
npoBeaeHUs 0el0-rojyooro CKpMHUHra OakTepu-
aJIbHBIX KOJIOHMIA, M CAMThI MOCAAKN CTAaHIAPTHBIX
npaitMepoB M13.

B xayecTBe OMHApHOIT BEKTOPHOI CUCTEMBI IIJIsI
arpo0akTepuaIbHOl TpaHC(hOpPMAallMM MCIOJB30-
Banmm pBI121 ¢ xenmepnoit Ti mmasmmmoit pMP90.
Hs ipoBeneHNs CyOKJIOHMPOBAHMS MCIIOIb30BaJIN
BekTop uidA/pBI121 [14], comepxXaIluii ceIeKTUB-
HBII TeH nptll, 06ecneunBalouil YCTOMUYNBOCTD K
KaHAMULIMHY, W PEIOPTEPHbIN TeH uidA, Komupy-
oIl OeTa-IIOKYPOHHNIA3y M HAXOMSIITAICS MO
koHTpoaeM CaMV 35S mpomoTtopa.

IlonyyeHne npPOMEKYTOYHbIX BEKTOPHBIX KOH-
cTpyKuuii u Tpanchopmaims kiaerok Escherichia coli.
AMIMGUKaINIo KOOUPYIONIe MocaenoBaTeIbHO-
cti teHa AtGA20ox1 TpoBOIWIN B TePMOIIUKIIEPE
T100 (“Bio-Rad”, CIIIA) B o6beMe cmecu 20 MK
C MWCITONB30BaHMEM TIaphl mpaiMepoB OX20
BamHI _F + Ox20 Sacl R (ta6m. 1) ¢ ¢pmHAmBHOM
KOHIIeHTpanmeil Kaxmgoro m3 Hux 250 uM, 0.5 E
HHK-nommepaser Golaqg® Flexi (“Promega”,
CIIA), 1x oydepa GolagFlexi, 2.5 MM MgClL,
250 MKM Kaxmoro nae30KCUHyKIeo3uaTprudocdara
n 2 mxn matpuisl KJAHK (paz6aBnennoii B 10 pa3).
IlepBuuHyl0 [eHATYpalviO OCYIIECTBISUIA IIpHU
95°C B TeueHHMe 5 MUH, TI0CJIE KOTOPOM CIIeIOBaJIO
35 muxioB: 30 ¢ ipu 95°C; 30 ¢ ipu 55°C; 1 MuH
20 ¢ ipu 72°C. @uHaIbHYIO 3J0HTALMIO TPOBOIAM-
ym nipu 72°C B TeueHne 4 MuH. B 1ensgx mpoBepku
orcyrcTtBUsl JJTHK-KOHTaMMHALIMKM TTPOBOAMIUA OT-
punatenbHbIit (6e3 JIHK) xoutpons ITLP.

IponykTel amrmudukanum pasgensiim B 1.5%
arapo3HOM TIejie M BU3YaJu3UpPOBaIU C IOMOIIBIO
OPOMUCTOTO STUAMS U CUCTEMBI I'ellb-I0KYMCHTH-
posanust Gel Doc XR+ (“Bio-Rad”, CIIIA). 1le-
neBoii TP mpoaykT, cOOTBETCTBYIOIIUI OXUaa-
€MOM IJIMHE, BBIPE3aJIM, OUMIIAIMA OT arapo3HOro
rens ¢ nomombio Habopa GeneJET Gel Extraction
Kit (“Thermo Fisher Scientific”, JIutBa) u aurnpo-
BaJIM C IIPOMEXYTOYHBIM ILIAa3MUIHBIM BEKTOPOM
pIZ57R/T (“Fermentas”, I'epmanust). Kionupo-
BaHue KoHCTpyKumu AtGA20o0x1/pIZ57R/T mpo-
BomWIM B KieTKax E. coli myreM TpaHchopManum
XUMHUYecKn KoMneTeHTHBIX KieToK (TOP10 Com-
petent Cells, “Invitrogen”, CIIIA) MeTomOM TEIIO-
Boro 1moka. OToOpaHHbIE Ha CEIIEKTUBHOI cpele ¢
aMnurirHoM (100 Mr/m) m ¢ MCIoIb30BaHUEM
0eJ10-T0Ty00ro CKpMHUHTA KOJIOHMH, IOTYIUBIIIIE
Ne 2
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Ta6mua 1. XapakreprcTrka mpaiiMepoB, NCIIOJIb30BAaHHBIX B paboTe

Hassanme CrielturyHOCTh HyKJ‘[eOTI/I}:[Haf[ HOCJ‘[GII'OBE'ITGIIBHOCTB Temnepatypa | AMIUIMKOH,
CBSI3bIBAHUS npaiimepa (5'—3") otxwura, °C I.0.
nptll_F TGGAGAGGCTATTCGGCTATGA 55
nptIl_R nptll GATGTTTCGCTTGGTGGTCG 55 372
Ox20_BamHI_F CTATAATGGATCCAAATGGCCGTAAG 55
OXZO:SacI_R_ AGA200x] (RAHK) |y T T GAGCTCTTAGATGGGTTTGG 55 160
Ox20_insert_F TTCTTTGATATGCCTCTCTCCGA 55
0x20_insert_R A1GA200x1 TGAAGGATGGTAAGAGATGTTGGAT 55 428
MI13_F pIZ57R/T GTAAAACGACGGCCAG 55 1316
MI3_R pBII/IIZI CAGGAAACAGCTATGAC 55 (pTZ57R/T)
p35_F CCATTGCCCAGCTATCTGTCACT 55
TNOS_R pBII2I CCCATCTCATAAATAACGTCATGCA 55 1615

BCTPOIKY, MOIOJHUTEILHO BepUMUIIMPOBAIN MIPU
nomoiuun OakrepuanbHoro IIIHP c¢ pob6aBneHuem
napbel CTaHZapTHBIX mpaitMepoB M13_F + M13 R
(Tabur. 1), crienmnpUIHBIX K (hJIaHKUPYIOITAM BCTPOM-
Ky caiitam BekTopa. ITIIP npoBoauiu Kak ornucaHo
BBIIIIE C MCIIOJIb30BaHMEM OaKTepHAIbHBIX KOJTOHMIA
B KauecTBe uctouyHuka JJHK-marpulisl 1 BpeMeHeM
ayioHrauuu 1.5 MuH. KoJjioHuu, [is1 KOTOpbIX ObLIa
MOKa3aHa aMIUIM(UKALMSI IPOAYKTOB OXUAaeMOit
JUTMHBI, OBUIM WCIIOJb30BaHBl i1 HAJbHEHIIEro
aHanu3a. Marepuall ¢ KOJIOHUIA MHOKYJIUPOBAIU B 5
MJ1 XUaKoM cpeanl LB ¢ aMIUMIAIIMHOM U UHKYOU-
poBani B TeyeHue 16—18 4 nipu temmeparype 37°C.
W3 nonyyeHHOI 6aKTepUaTbHOI KYIBTYPhI BhIIEIISI -
JIN TTa3MUABI ¢ moMoInbio Habopa GeneJET Plasmid
Miniprep Kit (“Thermo Fisher Scientific”, JIutpa).
Ionyuyenue BekTopHOii KOHCTpYKIMu AtGA200x1/
pBI121 u arpo6akTepuaibHOro KJIOHA HA €ro oc-
HoBe. C BeKTOpHOM KOHCTpyKuueir ArGA20ox1/
pI'Z57R/T, monydeHHOI Ha TIPEABIAYILEM dTale, 1
ucxonHom uidA/pBl121 ObLIM TIPOBENEeHBI peaKIInu
IBOMHOM pecTpukium mno caiitam BamHI n Sacl
C HCIIOJIb30BAaHMEM COOTBETCTBYIOIIUX (epMeH-
toB (“Thermo Fisher Scientific”’, CIIIA) cornacHo
MIPOTOKOIY (UPMBI-TIpoM3BonuTeNs. JImHeapuzo-
BaHHbie pBI121 n AtGA20ox1, drmaHKupoBaHHBIE
ymkuMy KoHlamMu BamHI u Sacl, 6wmm siekTpo-
(opeTruecKu OTIeIeHBI OT HEeIIeIeBhIX (pparMeHTOB
pectpukiyu B 1.5% arapo3HOM rejie ¥ OUMILEHEI
W3 Tens ¢ moMomiblo Habopa peareHToB GenelET
Gel Extraction Kit (“Thermo Fisher Scientific”,
JIntBa). OuniieHHBIE LeNeBbIe (PparMeHThl OBUIN
JIMTUPOBAHBI ¢ ucrmoinb3oBanneM 14 JIHK-mmra-
361 (“Thermo Fisher Scientific”, CIIIA) mns momy-
YeHUsI IIeIEBOI0 PEKOMOMHAHTHOIO BeKTopa Af-
GA200x1/pBI1121. Ilonygaennsiit Bekrop AtGA200x1/
pBI121 ncnonw3oBany mitgd TpaHcGOpMalIny KJIETOK
®U3UOJI0IUs PACTEHUN
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E. coli xak omucaHo Bbime. OTOOp II€JIEBBIX KO-
JIOHMI OCYIIECTBIISUIM Ha CeleKTuBHOI cpene LB
¢ mobGaBineHmeM KaHamunuHa (50 Mr/m) m B xome
npanbHenero INIIP-ckpyuHUHra ¢ UCMOJb30BaHU-
eM mpaiimepoB M13 F + M13_R. Komouus E. coli
¢ Bepu(UIIMPOBAHHOI BCTaBKOII ObLJIa MCIIOJIB30-
BaHa [IJI1 KJIOHNPOBAHMS 1IEJIEBOM BEKTOPHOM KOH-
CTPYKLIMH OIIMCAHHBIM BBIIIE CITOCOO0M. I1masmmn-
nyto JIHK Bbiaensiiy u3 6akTepuaabHOR KyIbTYpHhl,
MOJIy4eHHOM Ha OCHOBE IIeJIeBOro KioHa E. coli, n
JTOMOJHUTENBHO npoBepsin MerogoM ITIP Ha Ha-
JINYME 1IeJIeBOM BCTAaBKU. Peakimio ocCyIiecTBIIS-
JIA TIO BBHIIICOIMCAHHON METOAMKE C IIpaiiMepamMu
p35_F + TNOS_R (1a6xa. 1), KoMIuieMeHTapHBIMUI
COOTBETCTBEHHO IIPOMOTOPY M TEPMUHATOPY ILIA3-
munsl pBI121 (puc. 1a).

IInasmumgnyro JAHK, comepxainyio 1ieiaeByio
BCTaBKy, WCIIOJb30Baau i1 TpaHchopMaun
KOMIIETEHTHBIX KJIETOK Agrobacterium tumefaciens
(mramM C58C1 ¢ pe3ucTeHTHOCTBIO K prudaMIIn-
nuHy). TpaHchopmamuio OCYIIeCTBISIIA KJlac-
CHMYECKMM METOIOM 3aMOpaXMBaHUSI—OTTauBa-
Hus [15] ¢ aBropcknmu mogudukamusmu. K 100
MKJI pacTasBIICH Ha JbAY CYCIEH3UM KOMIIETCHT-
HBIX KJIeTOK no06aBisiau 200 HI 1eaeBoro BeKTopa
AtGA200x1/pBl121 u uaKyOMpoOBaIu 5 MHUH IIpH
4°C. 3arem npoOUpPKy ¢ O0aKTepHaIbHOIl CYyCIICH-
3Meil moMellajad Ha INIaBaloIIMii KOBPUK M 3a-
MOpaXXWBAIM B XUIKOM a30Te B TeUeHHE 5 MUH,
MocJje 4ero OTTauBai IIpU KOMHATHOU TeMIepa-
Type B TeueHue 10 muH. K mojgydeHHOI cycrieH3nun
nobapasim 1.5 ma nurtatenbHoil cpenbl YEB 0e3
AHTMOUOTUKOB U KyldbTUBUpoOBaiu 4 4 mpu 28°C
B 1ueiikepe mHKy6atope Incubator 1000 (“Hei-
dolph”, I'epmanmsa) mpu 220 o6/muH. Ilompoc-
IIyI0 KYJABETYpY OcCaxXmaayd Ha MHUKPOLIEHTpUdyre
B TeueHue 5 muH npu 8000 06/muH. [lonyueHHBII
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(a)

AtGAZ00x1/pBI121 (Left and Right T-DNA borders)

NOS promoter

. nptll
npl_lj F

nptLl_R
NOS ter minator
TNOS_R
) M1 5.—“ CaMy 355 promoter
Ir——
p35_F
MGAZ00x 1
0x20-ipsert_F
 Ox20_insert R
MI3_F
NOS ter minator
TNOS_R LB T-DNA repeat
o o m Z ‘
2 100 159 201 3001 3352 e 401 4509 47 S000 5445
(©)
Lys
AtGA200x1 (GenBank: NM_118674.4) 217 CCATCCTCCACTTTAGATGCTTCGAGACTGATCTCTGAGGCCTGTAAGAAGCAC 270
AtGA200x1/pBI121 217 s aan Teeceens seeeee seeees Trsestaesssts “Geecce 200
Glu
lle
AtGA200x1 (GenBank: NM_118674.4) 271 GGTTTCTTCCTCGTGGTCAATCACGGCATCAGCGAGGAGCTTATTTCAGACGCT 324
AfGA?Ooxfpri121 27 I T+ ] 324
“Thr
Lys
AtGA200x1 (GenBank: NM_118674.4) 379 CTTAGAAAATCCGGTGAGAGTGTTGGCTACGCAAGCAGTTTCACCGGACGCTTC 432
A:GA?OOKTIDB1121 aTa N = T T T T T T A ) 432
Glu LPWKET
Trp LYS_ Gl Thr
AtGA200x1 (GenBank: NM_118674.4) 433 TCCACCAAGE TGO AAGBAGAGEBCTTTCTTTCCGGTTTTGCGACGACATG 486
A;GAQOox'Irprj‘]z‘] 433 ---.-----‘g., P T R R R S I S B 4886
FE20G_OXY
lle*
AtGA200x1 (GenBank: NM_118674.4) 649 AGAGAGTTTTTCGAAGAAAACGATTCAATAATGAGACTGAATTACTACCCTCCA 702
ArGAQOOXTerB]121 649 D T T - L 702
le*
FE20G_OXY
His Asp
AtGA200x1 (GenBank: NM_118674.4) 703 TGTATAAAACCAGATCTCACACTAGGAACAGGACCTICAT|TGT|GATICCAACATCT 756
AtGAZ200x1/pBI1121 703 + s e s s s s s e e s e seana s arrarsasnaasnna|leeafsaafeoealeeaaeenea 756
Fe®* Fe®*
FE20G_OXY
Phe*
AtGA200x1 (GenBank: NM_118674.4) 757 CTTACCATCCTTCACCAAGACCATGTTAATGGCCTTCAAGTCTTTGTGGAAAAT  B10
AtGAanxfpr‘121 757 I I I I e T I R ) 810
Leu*
FE20G_OXY
His
AtGA200x1 (GenBank: NM_118674.4) 865 ACTTTCATGGCTCTATCGAACGATAGATACAAGAGCTGCTTGCACICGGGCGGTG 918
AtGA200x1/pBl121 865 ....I. 918
Fe®*
FE20G_OXY
Arg
AtGA200x1 (GenBank: NM_118674.4) 919 GTGAACAGCGAGAGCGAGAGGIAAATCACTTGCATTCTTCTTIGTGTCCGAAAAAA 972
AtGA200x1 /pBI121 S O O . IR 1T
Fe* Lou*
AtGA200x1 (GenBank: NM_118674.4) 1027 TACCCTGACTTCACATGGTCTATGTTCCTTGAGTTCACTCAGAAACATTATAGA 1080

AtGA200x1/pBI121

1027

. A e ) Av s ansonnnnes s e e e .

Puc. 1. (a) — OcHOBHBIE 3JIEMEHTHI U CANTHI TTOCANKK TIpaiiMepoB Ha yuacTke AtGA20ox 1/pBl121 mexmy neBoit u mipaBoit
rpanunamu T-JIHK; (6) — Yuactku BelpaBHUBaHUS (0611as ;inHa — 1134 I1.H.) KOOUPYIOIINX ITOCeN0BaTeIbHOCTE! reHa
AtGA200x I: Bepxusisi — pedepertHast (GenBank NM_ 118674.4), HuXHsIsI — UCIIOIb30BaHHasl B TeKyleil padote. Toukamu
0003HaYeHbI MO3UIINY, COBMaAaoLIre ¢ pedepeHToM, KUPHBIM IPUDTOM 0003HAYEHBI HYKJIEOTUIHbIE 3aMEHbI, LIUGPHI
YKa3bIBaIOT Ha MO3ULIVU B HYKJIEOTHHOM BbIpaBHUBAHMU. 3B€3109Ka YKa3bIBa€T HA CHHOHMMUYHBIE 3aMEHBbI UJIM Ha aMU-
HOKMCJIOTHBIE 3aMEHBI, HE CBSI3aHHbIE C U3MEHEHUEM XapakTepa MoJIpHOCTH 00KOBbIX panukanoB. LPWKET (cunuii) —
cailT cBasbiBaHus cyOctpata [18, 19]; FE20G_0XY (3enensiit) — Fe?"-2-okcomtyrapaTr 3aBUCHMBI TMOKCUTEHA3HBII
Katanutuueckuii nomeH; Fe?* (huoneToBbiit) — MPeAnoNokUTEIbHbIC CAlThl CBSI3bIBAHUSI COOTBETCTBYIOLIMX MOHOB (110
naHHbIM ScanProsite).

®U3NO0JIOTUA PACTEHUM ToM 71 Ne 2
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CyHepHATaHT CJIMBAJX M OCaIOK pPacTBOPSIIA B
200 mxn YEB ¢ pudamnunmaom (50 mr/m). Becw
00BbeM OaKTepuaJbHOM CYCIIEH3MU pacIpereisin
Ha yamky [letpu ¢ TBepmoii cpenoit YEB ¢ pudam-
nmunuHoM (50 mr/m) m xkanamuuuHoM (50 mr/m).
Yamky MHKyOMpOBaJIM B BO3AYIIHOM TePMOCTaTe
npu 28°C B TeueHue 2 cyT. IlonydeHHBIE KOJTOHUHT
ckpuHupoBanu Metogom ITLP ¢ ucrnonb3oBaHuem
npaiimepoB p35 F + TNOS_R. Arpob6axkrepuaib-
HYI0 KOJIOHUIO, /IS KOTOPOM ObLI OTMEYEH I10JIO-
XKUTeAbHBINM pesynbraT I1ILP, ucnonw3oBanu st
CO3MaHMs ITUIEPUHOBOI0 0AKTEPHUATBLHOTO CTOKA
JJTS ITUTENTbHOTO XpaHneHus mpu —80°C.
CekBenupoBanue no Merony CsHrepa u aHaIu3
HYKJICOTHIHBIX moOcJenoBaTeabHocTeid. Jlist 1om-
TBEPXXICHUS COOTBETCTBHUS 1I€JICBOIl IIOCIIEHO-
BaTebHOCTU TeHy AtGA20oxI BO Bcex IIOJIydeH-
HBIX TE€HETUYECKUX KOHCTPYKIUSIX MPOBOOUIN WX
cekBeHHpoBaHMe Mo Meromy Coanrepa. Peaxiuio
TEPMUHUPOBAHMST OCYIISCTBIISUIM C MKCIIOJIb30Ba-
HuUeM Habopa peaktnBoB BigDye Terminator Cycle
Sequencing Kit v. 3.1 (“Applied Biosystems”, CII1A)
COITIACHO OPMIMHAJIBHOMY IIPOTOKOJY C MCIIOJIb-
30BaHUeM TpaiiMepoB M13 F + M13 R (mna Ar-
GA200x1/pTZ57R/T) m Ox20_insert F + Ox20 in-
sert R (mss AtGA200x1/pBI1121) (puc. 1a; tabmn. 1).
[IpomyKThl peaklMyd OYMINAINA B COOTBETCTBUM C
METOIUKON (PUPMBI-ITIPOU3BOAUTEIISI C UCITOJIb30Ba-
aHueM DATA u 3THI0BOTO CIIUPTA, PA3SIASIIN TIPU
MOMOIIIY KaIIMJUISIPHOTO 3JIeKTpodope3a Ha aBTO-
MaTU9IECKOM TEHETMYECKOM aHalIn3aTope Cepuu
3500 (“Applied Biosystems”, Smonmnst). CooTBeT-
CTBUE HYKJICOTUOHOM IIOC/IEHOBATEIbHOCT TEHY
AtGA20ox]1 monTBepXXHaad C TIOMOIIBIO OHJIAH
nHcTtpymeHTta Nucleotide BLAST nHa miaatdopme
NCBI (www.ncbi.nlm.nih.gov). i ompenenenuns
OTHOHYKJICOTUIHOTO IOJUMOp(dU3Ma IOIyIeH-
HbIE II0C/IEAOBATEIbHOCT BHIPABHUBAIM U COIO-
ctaBisiu ¢ pedpepenroM (GenBank NM_118674.4)
B nporpaMmme MEGA v. 6.06. ¢ moMolLlpio ajro-
putva MUSCLE Ha craHmapTHBIX HacTpoiKax
(puc. 16). OnpeneneHne IPeOIIOIOXKXUTEIFHON 10-
MEHHOI CTPYKTYpPHI O€/IKa IIPOBOIMIIN C ITIOMOIIBIO
nHCcTpyMeHTa ScanProsite Ha oHaiiH 1IaTOpME
PROSITE (https://prosite.expasy.org/).
ArpobakTepuanbnas Tpancopmanus u  0TO0p
perenepanToB. JIy1si arpobakTepuaaIbHOII TeHEeTHIe-
CKOIf TpaHC(HOpPMALIMK NCITOJIb30BAIN OTPE3KHU CTe-
Ou1eii 6€3 mas3ylIHbIX ITOYEK M Vitro paCTeHUIA TOMOJIS
o0epmHcKoro. CoBMeCTHOE KYJIBTUBHPOBAHME 3KC-
IUTAHTOB M arpo0aKTepUM IIPOBOMIIN B 4 KYJIbIY-
pabHBIX cocymax Magenta vessel GA-7-3 (“Merck”,
I'epmanms), B kotopbie Tomemany 1mo 100 orpe3koB
crebeil. Ha kaxaplii oTpe30oK cTed/1s1 HAHOCUJIU MO
10 MKJI cycrieH31H1 arpo0akTepun, KOTOPYIO IIpeaBa-
PUTEIBHO BhIpAIIMBAIN B 6 MJI Xuakoii cpeasl YEB
¢ kaHamMuHOM (50 Mr/m) u pudammuaHoM (50
Mmr/n) B TedeHue 24 4. [lepen HaHeceHMeM Ha pacTH-
TeIbHBIN KCIIAHT 2 MJI arpo0aKTepraIbHO KYllb-
®U3UOJI0IUs PACTEHUN
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TYPBI OCaXKIaIN HEHTPpU(PYTUPOBAHUEM B TeUeHUE 2
muH npu 8000 06/MUH U pecyclieHaAupoBaiu B 1.8
mi cBexeit YEB 6e3 antubuortuka. s TpaHcgop-
MallMi UCITOJIb30Balii 0aKTepHaIbHYIO CYyCIICH3UIO
¢ OD,,, = 0.9—1.1. CoBMecTHOE KYJIBTUBMPOBAHKE
PACTUTENBHBIX 3KCIUIAHTOB C arpo0akTepuaibHOM
KYyJBTYpOii TIpOBOAWIM B TeueHue 24 4 nipu 26°C B
temHoTe. [lapanienbHo MpoOBOAWIN KOHTPOJIbHBII
3KCIEPUMEHT, B KOTOPOM PaCTUTEIbHbIE SKCIUIAH-
THl B KOJUYECTBE 32 OTPE3KOB IOMEIIATIN B T Ke
YCJIOBUSI 4TO U IKCIIEPUMEHTAJIbHBIE, HO OaKTepH-
aJIbHYIO CYCIIEH3UIO 3aMEHSUIM Ha CTEPUJIbHYIO Cpe-
ny YEB 6e3 antubuoruka. Ilocie Ko-KyabTuBaluu
SKCIUIAHTHI TIEPEHOCIIIM Ha CBEXYIO IMTATeIbHYIO
MC-cpeny, comepxaliyld TOPMOHBI IJISI IIPSIMOTO
mopdorenesza BAII (0.2 mr/x), T3 (0.02 mr/n) u
HYK (0.01 mr/n), a Tak:ke aHTUOMOTUKM KaHAMU-
uuH (50 mr/m) 1 nedorakcum (250 Mr/I1) I cenex-
TUBHOTO OTOOpa TpaHC(HOPMAHTOB U MONABICHUS
pocTta arpobakTepun COOTBETCTBEHHO. M3 3Kcrie-
PUMEHTAIbHBIX KOHTEMHEPOB SKCIUIAHTHI paclipe-
JENISUTA 10 16 KynbTypalbHBIM COCYIaM U3 pacdyeTa
o 25 mT. Ha cocyl. KOHTpONIbHYIO TPYIITy OeTIN
Ha 2 YaCTH M TIepeHOCWJIN B HOBBIE COCYIEI: 1 — 6e3
J00aBlIeHNsI aHTUOMOTUKOB IJIs1 KOHTPOJISI pereHe-
pauum; 2 — ¢ godaBiaeHrneM KaHamuimHa (50 Mr/im)
u nedortakcuma (250 mMr/i1) M1t KOHTPOJISI TIOIABIIE-
HUS pereHepanuu (puc. 20). IlepeHoc 3KcIIaHTOB
Ha IUTaTeNIbHBIC CPEObl C TAKMMM K& COCTaBaMu
MpoU3BOAMIN 3 pa3a yepe3 Kaxnaple 20 JHEH 10 1Mo-
SIBJICHUS TIEPBBIX pereHepaHToB (puc. 20). [TosgBuB-
IIHecs peTeHepaHThl IEPEHOCUIINA HA MUTATEIbHYIO
cpeny, conepxaniryio nomumo UMK (0.15 mr/n) n
nedorakcum (250 mr/m). KymsruBupoBaHue pere-
HEPaHTOB B IPUCYTCTBUH 1ie(hOTaKCHMa IIPOBOIVIIN
B TeueHue 3 maccaxeil. st TonTBepXIeHUsI OTCYT-
CTBUSI arpo0aKTepraJbHOM KOHTAMUHALINY Y TIOJTY-
YEeHHBIX PEreHEePaHTOB IPOBOOMIN SKCIIOHMPOBA-
HIE VX JMCTOBBIX 9KCIUIAHTOB Ha yamkax Iletpu co
cpenoit YEB 6e3 aHTHUOMOTUKOB, a TakKKe colepxKa-
JIX ¥ pa3MHOXAJI caMH OTOOpaHHBIE peTeHEPaHThI
Ha IIATATeIbHO cpene 0e3 aHTUOMOTHUKOB.
CkpuHMHT TpaHcreHHbix JuHuii meromom IIITP.
I mpoBeneHNs CKPMHUHTA C IIOJIYIeHHBIX pere-
HEPaAHTOB in Vitro OTOMpaIn CBEXUE JIUCThsI (OKOJIO
10 MT cEHIpOro Beca) C MCIIOJIb30BAaHMEM OIHOpPA-
30BBIX CTEPWJIBHBIX IUIACTUKOBBIX ITWHIIETOB IS
n3bexanme Kpocc-koHTammHamum JIHK. Oro-
OpaHHBbIE JIUCThSI MOMEIIAIU B MPOOUPKY 00BEMOM
2 MJI U3 MNOJMIIPONMJICHA BBICOKOM ILUIOTHOCTU C
BUHTOBOM KPBIIIKOM M YIUIOTHUTEIHHBIM KOJIb-
1IOM, IIPEeOOTBpAaIAIOIINM BBITEKaHME oOpasla u
BO3MOXHYIO KPOCC-KOHTaMMHAIIWio. B mpoOupku
MOMeIIaan ABa mapuka (3 1 5 MM) U3 HepxKaBelo-
IIeH cTajau, IIOCIe 9eTo 00pa3iibl 3aMOpPaKUBaIN 1
xpaamwm npu —80°C 10 MmocIeAyoIiero mpoBeae-
HUs aHanm3a. M3MmenpueHne oOpasloB IIPOBOMM-
JI1 Ha aBTOMaTUYECKOM romMmoreHusatope Minilys
(“Bertin Instruments”, ®paHmus) B Te4eHNe 2 MUH
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Puc. 2. (a) — O6u1as cxeMa aKkcnepuMeHTa; (0) — PereHepalivst pacTeHuUii TOMoIsi 6epJMHCKOTO ¢ KOHTPOJIbHBIX 3KCITJIAHTOB
M TTocJIe arpobakTepuaibHoi TpaHchopMaluy. CTpeKoil OTMEUYeH pereHepaHT, TTOJYYeHHBIM B pe3yJIbTaTe CeIEKTUBHOTO
0oTOOpa B MpUCYTCTBUM aHTHOMOTUKOB: Kan — kanamumHa (50 mr/m) u Cef — neporakcuma (250 mr/im).
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npu 3000 o6/mMuH. Beimenenue cymmapnoit JTHK
MIPOBOIWIN KJIACCUIECKIM METOIOM C UCITOJIb30Ba-
HueM O0ydepa Ha ocHoBe LITAD [16] ¢ aBTOpCKMMU
ponomHeHussMu  [17].  OTcyTcTBME KpOCC-KOHTa-
MHUHAIIMM KOHTPOJUPOBAIN MyTEM BHECEHMST KOH-
TPOJBHBIX 00PAa3II0B B KaXIyI0 IIPOLIEAYPY BbIIEIE-
Hus reHomHoi JIHK u3 pacteHuid.

AMnudukanuo OpoBOAUIN C UCIIOJIb30BaHU-
eM JHK-momumepassr Golaq Flexi (“Promega”,
CIHIA) u cnemyrommx map mpaiimMepoB (puc. la;
tabm. 1): 1 — nptll F + nptll R, cenupuaabix
K CEJICKTUBHOMY TeHy nptll BEKTOpPHOM ILIa3Mu-
nel pBI121; 2 — Ox20_insert F + Ox20 insert R,
cnenM(UYHBIX K BHYTPEHHEMY Y4YacTKy TreHa Af-
GA200x1; 3 — p35_F + TNOS R, creundpuaabx
K 5'-obmactm 35S mpomoTopa M IEHTPATbHOMY
ygactky NOS TepMuUHATOpa COOTBETCTBEHHO; 4 —
nptll F + M13_F (mocimegnuii paboTtaeT Kak 00-
paTHBIIT — cM. puc. la), crenu(PUIHBIX COOTBET-
CTBEHHO K reHy xaptll n ydactky 1mia3munbsl pBI121,
pacnoioxkeHHOMY BHU3 1o TedeHuo oT NOS Ttep-
MUHaTopa, GiaHkupymomero reH AtGA20ox1. Ot-
cyrctBue JJHK-xontamunauum TP onpenensiiu
OTpHULIATEIbHBIM KOHTpoJieM. OO0Iast cxema sKcIle-
pUMeEHTa IpencTaBjieHa Ha puc. 2a.

PE3VIJIBTATbI

AHanu3 ueseBoll PEKOMOMHAHTHOW BEKTOPHOM
KOHCTpYKIMH. B pesyiabrare IpoBemeHHOII TIeH-
HO-MHXEHEPHOI paboTHl ObLIa cO3MaHa TeHeTHIe-
cKasl BeKTOpHasl KoHCTpykuus AtGA20ox1/pBI121.
OCHOBHBIE 2JIEMEHTHl HJAHHOM KOHCTPYKIIUH
npencraBieHbl Ha puc. la. CeKkBeHMpOBaHHUE II0-
JIy4eHHOM KOHCTPYKIIMU BBISBUIIO IIECTh OMHOHY-
KJICOTUIHBIX 3aMEH B MOCJIEI0BATEIBHOCTH aMILIH-
¢rmmpoBanHoro reHa AtGA20ox] o CpaBHEHUIO
¢ pedpepentom m3 GenBank (puc. 10). B HykIeo-
TUOHOI IOCIEeO0BAaTeIbHOCTHA, COOTBETCTBYIOIIEH
MIPEIITOIOXUTEIILHOMY CaiiTy CBSI3bIBAaHUS CyOCTpa-
ta LPWKET [18, 19], 3ameH 0O0HapykeHO He OBLIO.
Ha ygacTke HYKJI€OTHTHON ITOCIEIOBATEIHEHOCTH,
KOIMPYIOIIEeH 2-0KCOTyTapaT 3aBUCUMBIN JUOKCH-
TeHa3HBII KaTaIUTUIeCKU TOMEH, ObUIO BBISIBIIC-
HO JIBE 3aMeHBI, OIHA M3 KOTOPBIX OKa3aJlach CUHO-
HUMUWYHOM, a BTOpasl He IPUBOINIA K M3MECHEHUIO
XapakTepa IIOJIIPHOCTH OOKOBOTO pamuKajia aMH-
HOKWCJIOTHI, BKTIOYAEMOM B IOJIUIICTITUIHYIO 1IeTIb.
[IpenmonoxXuTeIbHBIE CANTHI CBSI3LIBAHWS HNOHOB
Fe?* 3ameHamMu 3aTpOHYThI HE ObUIH.

Ot1oop TpanchopMaHTOB TOMONA OEpPIMHCKO-
ro. B xome cenekTuBHOro otrbopa pereHepaHTOB
(puc. 20) Ha TIMTAaTedBLHOM cpede, comepxKalei
kaHamuuuH (50 mr/m), 0bU10 oTOOpaHo 19 pereHe-
PaHTOB TOIOJISI OEPIMHCKOTO. YUYWUTHIBasA, YTO IJISI
TpaHcdopMaumu 66110 McToab3oBaHo 400 crebire-
BBIX OKCIJIAHTOB, 3((EKTUBHOCTL TpaHchopMa-
uuu cocraBwia okoiio 5%. Bce 19 pereHepaHTOB
ObUIM IIEpEeHECEeHBI Ha IMUTATEIbHYIO Cpemy, Comep-
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xkamryio UMK (0.15 mr/mn) nj1s yIumnHeHUS U ITOCIe-
oymooniero ykopeHeHus. Ilociae mocTukeHHMsT BO3-
pacra OByX Hemeab ¢ KaXIOro pereHepaHTa ObLIO
OTOOpaHO II0 OMHOMY JMUCTY IS JajbHEHIIero
npoBegeHuss ckpuHuHra merogom I[P Ha Hamu-
yue 1eaeBoil BctaBku. Pesynbrathl ITLIP co crienu-
drunbIMU paiiMmepamu K nptll u AtGA20o0x 1 moka-
3ajid, 9T0 U3 19 0TOOpaHHBIX pereHEPAHTOB TOJIHKO
15 comepxanu oba uccnenyeMmbix reHa. Eie y aByx
00pa3loB ObLIO MOATBEPXKAECHO HaIW4KE TOJBLKO
AtGA20ox1, HO He nptll, y IByX OCTaBIIMXCSI pac-
TEHUI TOCJIeIOBATeIbHOCTH MCCISAyeMbIX T€HOB
oOHapyxXeHBI He Obuth (puc. 3). PereHepaHTHI, He
TMOJYYUBIIUE LIEJCBON U CEJICKTUBHBIN TE€HBI, Tajiee
He pasMHoxanu. Hanuaue mieneBoro reHa U coxpa-
HEHME ero akKTUBHOCTU y OTOOpaHHBIX 15 nuHuit
TOITOJISI JOITOJTHUTEIIFHO MTOATBEPXKIAI0Ch UX BhIpa-
>KeHHBIM YIJIMHEHHBIM (PeHOTHUIIOM II0 CPaBHEHUIO
C KOHTpOJbHBIMH pacTeHusMu (puc. 4). Kpome
TOr0, BCe OTOOpaHHBIE pereHepaHThl OBUIM CIIO-
COOHBI YKOPEHSIThCSI B MPUCYTCTBMM KaHAMUIIMHA
(25 Mr/n) B IUTATEIBHON Cpene, YTO IMMOATBEePKIAeT
COXpaHEHME AaKTMBHOCTU reHa nuptll. Y KOHTpOJb-
HBIX pacTeHMII IIpY UX BBIpAIIMBAHMU Ha Cpene C
yKa3aHHOI KOHIIEHTpalneil KaHaMUIIMHA YKOPEHe -
HUs He mpoucxonuio. Ciaemyer OTMETUTh, YTO MPHU
KyJIbTUBUPOBAHNHU TPAHCT€HHBIX JIMHUI OTHUM U3
JIMMUATHPYIOMNX (PaKTOPOB IJIsI pabOTHI 0KA3ajach
HEeIOoCTaTOYHAsl IJIMHA IPOOUPOK. TpaHCreHBI IO
CPaBHEHUIO ¢ KOHTPOJBHBIMKU PACTEHUSIMHM CIIUIII-
KOM OBICTPO JOCTUTAJIN IIPOOKHU 1 YIIUPAIUCH B HEE,
YTO OCJIOXHSUIO IIPOBEIEeHUE CPAaBHUTEIbHBIX Ha-
OJIIOIMEeHUIT 32 CKOPOCTHIO POCTAa I OCOOCHHOCTSIMH
nx pa3Butus (puc. 4).

Pa3mHoKeHHe TPaHCT€HHbIX JIMHHI TONOJMS Oep-
JUHCKOro. [ IpoBemeHUs HAIbHEWIINX 3KCIIe-
PUMEHTOB I10 M3y4eHMIO 3(P(PeKTOB, BBI3BAaHHEIX
TeHeTH4eCKo TpaHcdopMaleii Tomoust TeHOM
AtGA200x 1, HeoOXoguMo OBIIO Pa3MHOXUTEL ITO-
JIydeHHBIC TpPaHCTeHHBIC JIMHUMA B IOCTAaTOYHOM
kommyecTtBe. OOBIYHBIM ITOIXOOOM IIO0 pa3sMHOXKe-
HUIO JIPEBECHBIX PACTCHUM in Vifro SBISIETCS TI0-
cJemoBaTelIbHOE Cpe3aHne M YKOPEHEHNE BepXHEH
YacTH INIABHOTO IT00era, a TakxKe MCIIOJb30BaHUC
aIBEHTHBHBIX II00OETOB, OTPACTAIOIINX MOCJEe yaa-
JICHUSI allMKajJbHOM MepucteMbl. CoracHO OTpa-
0oTaHHOII HAMM METOINKE YKOPEHEHUE CPe3aHHBIX
pacTeHMid IIPOW3BOAWIN B IIMTATEIbHOM cperne,
comepxameit UMK B xonuentpamum 0.15 mr/m.
Ve Imocie IepBBIX IOMIBITOK Pa3MHOXEHMS II0-
JIy4eHHBIX TPAHCTCHHBIX JMHUNA OBUIM OTMEUYCHBI
alMKaJbHbIe HEKPOTUUECKUE SIBJICHUS, IIPOSIBIISIO-
IIMecs Ha pasHbIX CTAAUSIX MUKPOKIOHMPOBAHUSL.
Tak, y pacrenuit nuHuit ¢ Ne 1 mo Ne 7 gacro oT-
MedJalli HEKpO3bl alUKaJIbHOM MEpPUCTEMbI Cpa3y
MoCJIe YKOPEeHEeHUSI Cpe3aHHOI BepxHeil 9acTu 1o-
oera (puc. 5a). Cpe3aHHble Toberu TuHUN Ne 8 yKo-
PEHSIUCH, HO C IOBOJIBHO HU3KOM 3(P(PEKTUBHOCTHIO
(okomo 50%). Y KIIOHOB 3TOI JTMHUM YacTO HAOJIO-
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(a)

Puc. 3. [1LP-ckpununr 19 nuHuit pereHepaHTOB TOMOJST OEPIMHCKOTO Ha MpuUcyTcTBUe TeHoB nptll (a) u AtGA20ox 1 (6).
M — pasmepnbiii ctangapt GeneRuler 1 kb Plus DNA Ladder (“ThermoFisher Scientific”, CILIA), K — JHK 13 koHTposb-
HOTO pacTeHus, “+” — noJoXUTeNbHbINM KOHTposb TP (4tGA200x 1/pB1121), “—” — oTpuniateabHblii KOHTPOJIb [TIIP (Ge3
JHK), X — TMHUM pereHepaHTOB, MCKITIOYEHHBIE U3 NalbHEHIIIETo aHAN3a.
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Puc. 4. CpaBHeHUe TpaHCTEHHBIX JUHUI Tomost 0epauHcKoro (AtGA20ox) ¢ KoHTpoabHBIMU pacTeHusiMu (WT) mocne
2 Mmec. pocta Ha cpene ¢ UMK (0.15 mr/n). Jlunust Ne 6 Gblia MoBpexaeHa IpY MUKPOKJIOHATbHOM Pa3MHOXEHUU U yTepsI-

Ha. BbicoTa po6upox 15 cm.

AT HEKPO3bl alMKaJIbHOM 4acTH 0€3 YKOpEHEHUS
(puc. 50). /111 HEKOTOPBIX APYTUX JIMHUAM TPAHCTEHOB
TaKKe HaOIIomany HeKpO3bl allMKaJIbHOM 4acTh, HO
yke nocie ykopeHenus n 30 mHeit pocta (puc. SB).
Hamu 6wuto chmemano mpemmonoxenue, yto UMK,
colepXaiasicsi B IMTATeIbHOM Cpene, MOXET BHO-
CUTb CBOM IOTOJIHUTEIBbHBIN BKJIAJ B YK€ U3MEHEH-
HBI TOPMOHAJIBHBIM CTATYC TPAHCT€HHBIX PACTCHUIA
M BBI3BIBATh HEKPOTUYECKUE MPOsBIeHM. [lanbpHeil-
111ee KyJBTHBUpPOBaHUE pacTeHuit Ha cpene 6e3 UMK
MIPUBEJIO K 3HAYMTEIHPHOMY COKPAIIEHNIO KOJTMYECTBA
HEKPOTHUYECKUX siBJIeHMi1. OMHAKO pa3MHOXAaTh 00JIb-
IIMHCTBO TPAHCTEHHBIX JWHUI C BBICOKOH 3(ddek-
TUBHOCTBIO OKA3aJI0Ch HEBO3MOXHBIM BBUAY HU3KOIO
MpOLIeHTa YKOpeHEeHM . TOIBKO TpU TpaHCTEHHbIE JIM-
Hu NeNe 10, 12 u 15 (puc. 6) mpoaeMOHCTPUPOBAIU
MPOLIEHT YKOPEHSIEMOCTH, CPAaBHUMBIII ¢ KOHTPOJIb-
HbIMM 3HaYeHUsIMU (Oam3KkuMu K 100%).

IIIIP anamm3 TpaHCTeHHbIX JIMHHIA TOMOJIS Oep-
JITHCKOT0 HA NPHCYTCTBHE MOJHOTEKCTOBBIX TI€HOB
UCXOIHOI reHeTHYECKOi KacceThl. B CBSI3M ¢ HU3KOIT
3D PEeKTUBHOCTEIO Pa3MHOXEHUST HEKOTOPHBIX ITO-
JIYIeHHBIX TPAHCTEHHBIX JIMHUM in vitro ObIa TIPO-
BelleHa IMPOBEpPKa Ha HAJIMYME Y HUX MOJTHOTEKCTO-
BOI1 IMOCJIENOBATEIbHOCTH IIEIEBOTO IeHa, a TakKKe
COXPaHHOCTh PETYISITOPHBIX 2JIEMEHTOB B KacCeTe.
bouta nposenena IIIIP c¢ ucnons3oBanuem JHK
Bcex 19 mepBoHAa4YaIbHO OTOOpPaHHBIX PETeHEPAHTOB
C LIeJbI0 aMIUIM(UKALIMK y4acTKa, BKIIOYAIOIIETO
5'-0bmacTs 35S mpomoTopa, TOClIenoBaTeIbHOCTh
reHa AtGA200x1 uenukom n obnactb NOS Ttepmu-
HaTtopa (npaiimepsl p35_F + TNOS_R). Pesyibra-
ol I11IP moarBepauau Haaudue LIEAEBOM BCTaBKU
y muauii NeNe 10, 12 m 15, a Takxke enie y 8 TMHUN
(puc. 7a). B 1o Xe BpeMsl ypOBEeHb CHUTHaJja TOJIy-
YEHHBIX aMIUIMKOHOB Ha 3JeKTpodoperpaMmme mist
HEKOTOPHIX KJIOHOB ObLI OY€Hb CIA0BIM, OJU3KUM
K HUXKHEMY TTOPOTY JETEKIIUU. YPOBEHb CUTHAJIA Y
ymanit NeNe 10, 12 m 15 6611 BeiIcOKMM. K MOMeH-
Ty nipoBeneHus: IIIIP-ananuza 4yacTb TpaHCTeH-
HBIX JIMHUI OBLJIa yKe yTpadeHa, WK Xe OHU ObUIH
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MpeaCTaBIeHbl eIMHUYHBIMA SK3eMIUIIpaMM M3-3a
HU3KO# 3(PGEeKTUBHOCTA HMX MHKPOKJIOHAJIBHOTO
pa3MmHOXeHMsI. OCHOBBIBAsICh Ha ITOJYYEHHBIX pe-
3yJIbTaTax, a Takxke Ha 3(p(GEeKTUBHOCTH pa3MHOXe-
HUsI, IUISI JajibHelIneir paboThl U cO3maHusI T1abopa-
TOPHOM KYJIBTYPHI ObLIA 0TOOpaHbl TUHAM NeNe 10,
12 m 15. HecMmoTpst Ha TO UTO TpaHCTeHHAs IIpUpoaa
OTOOpaHHBIX TPEX JMHUI He BhI3BIBala COMHEHUI,
JIJIs1 HUX ObLIa MpoBedeHa gomnojHuTeabHass TTL[P
¢ mapoit mpaiimepoB nptll F + M13 F mnga mon-
TBEPXICHUS HAJTMYMS Y HUX ITOJTHOM TeHeTHIECKOI
KacceThl, BKIIrouaroeil reHel AtGA20ox1 n nptll, a
TaKKe KOHTPOJUPYIOIINE MX PEryIsITOPHbIE 00Ia-
cty. Pe3ynbraThl IMOKa3ajin HaJIM4due 1IeJIeBOM MOJI-
HOTEKCTOBOII BcTaBKU (4373 11.0.) B TeHOME BceX
TpeX TpPaHCTeHHbIX JUHUU (puc. 70). PesynbraThl
CEKBECHMPOBAHMSI BCEX ITOJYYSCHHBIX aMILIMKOHOB
MOKa3a/Ii UX COOTBETCTBHE 1I€JICBBIM T€HAM.
®enorunnyeckue 3(exThl, BbI3BAHHbIE T€HETH-
YecKoii TpancopManueil Tonoasa 0epIMHCKOT0 TeHOM
ATGA200x1. TlonyaeHHBIE TPAHCTEHHBIE PACTCHUS
TOIIOJIA OCPIMHCKOTO OTINYAINCH BBHIPAXKCHHBIM
(beHOTHUIIOM, TIPOSIBUBIIIIMCS B 00JIee IIIMHHBIX Me-
KIOY3/IMSIX, TOHKOM CTeOJIe, Oojiee Y3KMX JIUCThIX
II0 CPaBHEHMIO C KOHTPOJBHBIMU PAacCTCHUSIMU
(puc. 4, 6). I1pu sToM mnuHa ctebeit 60-THeBHBIX
pacTeHMii C MOMEHTA UX YKOPECHEHMST Y TPAHCTEHHBIX
JIMHUI TIPEBHINIAJIa TAKOBYIO Y KOHTPOJIBHBIX KaK
MHHUMYM B 3 pa3a. 3aMeTHBIX pa3InInii B CKOPOCTHU
pocTa MeXIy TpeMs OTOOpaHHBIMU TPaHCTEHHBIMU
JIMHUSIMU He HaOonanu. BeIpakeHHBIN yIJIMHEH-
HbII (PeHOTUII TPAaHCTEHHBIX PACTeHUI1 OBLI CBSI3aH
C VIUIMHEHUEM MEXIOY3/I1ii, HO He C YBeJIMUYeHUEM
nx kKoimmdecTBa. CllemyeT OTMETUTh, YTO TOJIIIM-
Ha CTeOJISI Y TPAaHCTCHHBIX JIMHWI YBEIMYMBAIach
HE TPOIOPLIMOHAIBHO €TI0 YIIMHEHUIO, ITO3TOMY
pacTeHus, M3BJICUCHHBIE M3 MPOOMPOK, HE MOIIHU
MOIePKUBATh BEPTUKAIBHOE ITOJIOXEHNE W ObUIN
CKJIOHHHI K moJyieTaHuo. Bce ommcanHble ¢heHOTH-
MMUYCSCKUE TPOSBICHUS OBbLIM CTAOWIBLHBI B KYIIb-
Type in Vitro 1 COXpaHWINCH A0 TEKYIIErO MOMEH-

2024



238

MMABJIMYEHKO, ITPOTOITIOITIOBA

sla
e F r N4 )
--«} | %‘ Y [ (.?'
Nel No2 Ne3 Ne4 No5 Neb6 Neo7
0 Strain Strant2( B ) ¢hoin Stousnt
( ) :.5;,15 P.ben ( )3\;“’.‘5 L_g,,,_f
H“i“&y Aa ity I+batiy Al L0o
‘ﬁ:a ey
4620, P ber Pher
Wlnts, AtGato,
~
? .f.;. \
' 7
\ 4

Puc. 5. ITpuMepsl HEKpO30B HEKOTOPBIX IMHUIA TPAaHCTEHHBIX TOMOJIe Ha uTaTebHoi cpene ¢ UMK (0.15 mr/n). (a) — He-
KpO3 alMKaJbHOM MepucTeMbl y TUHUIA Ne 1—7 mocite ykopeHeHus; (6) — Hekpo3 TMCTheB U alMKaIbHON MepUCTEMBI Oe3
yKopeHeHus y TuHuU Ne 8; (B) — AnMKabHBIi HeKpo3 y iruHuit NeNe 9, 12, 13 u 15 mocne ykopeHeHus u 30 qHei pocTa.

Ta, T.€. B TeYeHUE KaK MUHUMYM IBYyX JeT. Cpenu
HeraTUBHBIX 3P (eKToB TpaHCcHOpMALIUU, KaK MBI
YK€ OTMEYaJIu BBIIIIE, OBLIO MOSIBIICHUE BEpXyIIed-
HBIX HEKPO30B Y HEKOTOPKIX JIMHUI, 4aCTOTa KOTO-
PBIX YBEIMYMBANACh TP BhIPAIIUBAHUM PACTECHUI
Ha cpene ¢ UMK. BTopblM HeraTUBHBIM SIBJIEHU-
eM OBIJT HU3KWI TIPOILIEHT YKOPEHEHUS MOOEroB Ha
MUTATEILHOM Cpene MPU UX CPe3aHuU Yy YacTH KJIo-
HOB, B pe3yJIbTaTe Yero 4acTh JIMHMI ObLIa yTeps-
Ha. CenyeT OTMETUTh, U4TO Y BCeX TpeX (PMHAJBHO
OTOOpaHHBIX TPAHCTEHHBIX JIMHUM aluKaJbHBIE
HEKpO3bl OTMEYaIM KpaliHe peaKo, a YKOPEHEHUE
o610 6;113ko K 100%. He OBUIO Takke OTMEYEHO
BU3YAJIbHBIX PA3JIM4MiA B PAa3BUTUM IIPUAATOYHOM
KOpPHEBOI cucTeMbl (UIMHA KOpHEH M MX oOuime)
MEXIY TpeMs OTOOpaHHBIMU TPAHCTEHHBIMY JIMHU -
SIMA ¥ KOHTPOJIEM.

A

Puc. 6. TpaHcreHHble JIMHUU TOIOJS OEPJIAMHCKOTO I10
reny AtGA20ox1 B cpaBHEHUM C KOHTPOJEM Ha IUTa-
TenabHOIt cpene 6e3 UMK. Bo3spacrt pacreHuit — 2 mec.
Bricora npobupox 15 u 20 cm.
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Puc. 7. [1LIP-cKpUHUHT pereHepaHTOB TOIOJISI OepJAMHCKOI0 Ha IIPUCYTCTBUE MOJHOTEKCTOBBIX MOCIEI0BATEIbHOCTEN Ie-
HOB C UCIOJIb30BaHueM mpaiiMepoB: (a) —p35 F+TNOS_R; (6) —nptll_F + M13_F. M — pasmepHbniii ctranaapt GeneRul-
er 1 kb Plus DNA Ladder (“ThermoFisher Scientific”, CIIIA), K — JHK 13 KOHTposbHOTO pacTeHus1, “+” — MOJOXUTETb-
HbI KOHTpOJb (AtGA200x1/pBl1121), “—” — oTpuuaTesbHbIi KOHTPOJb (0e3 JHK).

OBCYXIAEHHUE

VYBenuueHue MpoM3BOACTBA OMOMACChl Tpamau-
LIMOHHO SIBJISIETCSI OMHUM M3 BaXXKHEMIINX HampaB-
JICHU CeJeKUNHU IpeBeCcHBIX pacTteHuil [9]. Tem He
MeHee, IIpUMEHEHNe KJIACCUYECKMX ITOAXOIOB Ce-
JIEKIIMM K OPEBECHBIM PACTEHUSIM CYIIECTBEHHO
OrpaHUYEHBI M3-3a IJIMTENIBHBIX [UKJIOB pa3MHO-
JKeHUsI MHOTMX BUIOB. Pa3BuTue TEeXHOJOTWi1 re-
HETUYECKOI MHXEHEePUHU U PeIaKTUPOBAaHUS T€HO-
Ma ITO3BOJIMIM IIPOBOIMUTD YIYUIIECHHUS IIPU3HAKOB
JIIepeBbEB 32 OTHOCUTEIBHO KOPOTKOe BpeMs [9].
OOBEeKTOM IS TEeHEeTUYSCKUX MAaHWUITYJISIIAMN, IIe-
JIPI0 KOTOPBIX SIBISIETCSI YCKOPEHHME pOCTa pacTe-
HUIA, HEPEIKO SIBISIOTCS TeHbl OMOCUHTE3a TUO0e-
pemmHOB. [nb6epemmH-20-oKcnuaasa SBISIETCS
KJII0YeBBIM (DEPMEHTOM, OIIPEACIISIONIMM CHHTE3
ru00epeUNINHOB B PACTCHMSIX M, CJIEOOBAaTENIbHO,
MPEIIIOYTUTEILHON MMUIIEHBIO IJISI Te€HETHUIEeCKUX
MaHMITYJISIIMI, HaIpaBJICHHBIX Ha yBEIWYCHUE
ckopocti pocrta [10]. B Hameit padore MBI momy-
YUJIA TOIIOJIb OSPIMHCKUN ¢ KOHCTUTYTUBHOM TH-
nepakcrnpeccueit reHa ArGA20ox1 n3 A. thaliana.
OCHOBHBIMM (DEHOTHITMYECKUMU IIPOSBICHUSIMH
TpaHc(OpMaIK SBUINCH BRIPAaXXeHHOE YIITMHEHIE
CTeOJIST 3a CUeT YBEJIWYEHUS pa3Mepa MEeXIOY3JIHid,
HE3HAYUTEJIbHOE eT0 NCTOHYEHNE, a TAKXKe YIUIMHE -
HUE U CyXEHME JINCTheB. Bce onmmcaHHbie M3MeHe-
HUSI XOPOIIIO COITIACYIOTCSI C M3BECTHBIMM (PYHKIIH-
SIMU TUOOEPEITIMHOB, a TAaKXKe C (PEHOTUIMNYECKUMU
MPOSIBICHUSIMU y PACTeHUI TIOCIIe MX 3K30TeHHOI
o6paborku tnoodepemmmHamu [20]. ITomoOHEBIE MOp-
(onornueckne M3MEHEHHUsI OTMEUYEHBI U B APYTHUX
paboTax II0 TeHEeTHMYEeCKO TpaHCchOpMallnu Ope-
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BECHBIX pacTeHuit renamu GA20ox |4, 6,7, 10]. Cto-
HUT OTMETUTH, YTO B psie padboT MopdororndecKue
MIPOSIBJICHUS, CBSI3aHHBIC C TUIIePIKCIIPEeCCUeii TH0-
OepeTHa, MOTJIM CO BpeMeHeM mponanath [7, 8].
3aduKcrupoBaHHBIE HAMY MOP(GOJIOTMIeCKIE 0TI -
YW TMHUI TOIOJIST OEPIMHCKOTO, TPAHCTEHHBIX I10
reny AtGA20ox1, IBIASIIOTCS CTAOMIBLHBIMU B Tede-
HUeE IBYX JIET IIOAIepXaHs KyJIbTYPHI in Vitro.
AHann3 OITyOJIMKOBAaHHBIX OSKCIIEPUMEHTAIb-
HEIX pabOT MoKa3aJ, 9YTo TpaHcreHe3 TeHoB GA20ox
MOXET I0-Pa3HOMY BJIMSTh HAa IHaMeTpP CTBOJIA U
ero omomaccy. HecMoTpst Ha TO, 9TO OXMIaeMBIM
3 (PeKToM Bce Xe SABISIETCS OIpeleIcHHOE 3a-
na3abpIlBaHNE YBEIWYCHMS AUaMeTpa CTBOJIA K €TO
VIJIMHEHUIO WIN JaXe HeKOTOpOe ero YTOHYCHHUE,
TeM He MEHee, B HEKOTOPHBIX padoTax 3aJ0KyMEH-
THPOBAHO M YTOJIIEHNE CTBOJIA TPAHCTEHHBIX JIe-
peBbEB IO CpaBHEHMIO C KOHTposeM. Hampumep,
B paboTe 1o TpaHchopMalUu TUOPUIHON OCHU-
Hbl Populus tremula L. X P. tremuloides reHOM At-
GA20ox 1 moka3zaHO yBeIMYEeHMUE AMaMeTpa CTBOJIA
1 ero 6MoMacchl IO CpaBHEHMIO ¢ KOHTpoJieM [4].
Haiuu pe3yabrathl 607b11I€ COOTHOCITCS C pabOTOM
Matthias Fladung [9], B koTOpoii O6bl1a mpoBeaeHa
nonoOHasg mpenbiayeit Tpancopmanuu Populus
tremula L. X P tremuloides renom AtGA200x1.
Tak, B Haweit pabore u padore Matthias Fladung
C TUIUIOMAHBIMK (HO HE TEeTPaIUIOMOHBIMU) pac-
TEHUSIMU TOJIIMHA CTeOJIS Y TpaHCTeHHBIX JTUHUI
YBEJIMIMBAJIaCh HE 9KBUBAJICHTHO €0 YIUIMHECHUIO,
¥ pacTeHUSI OKa3bIBaJUCh CKJIOHHBI K ITOJIETAHUIO
Ha IIepBOHAYAJBHBIX 3TallaxX BeIpamuBaHusi. Cxo-
JKWe pe3yJbTaThl ObLUIM ITOJIYYCHBI IIPY IIUCTEHE3e
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Citrus sinensis X Poncirus trifoliata, mpu KOTOpOoM
aBTOPHI pabOTHI TaKKe HAOMIOmANIM, YTO IUAMETP
CTBOJIA Y MOJYYEHHBIX TPAHCTEHOB yBEJIUYMBAJICS
MEHbIIe, YeM onucaHo s Populus [4]. ABTOpHI
NeJIal0T BBIBO, YTO 3T PA3JIMIMSI MOT'YT OBITh CBSI-
3aHBI C MCTIOJIb30BaHMeM pa3HBIX GA20ox 1 BUIOB
pactenmii-penurmeHToB (CcGA200x1 nnst nTpy-
coBoro rubpuna u AtGA20ox 1 nnst Populus). Pabota
Matthias Fladung n Hamm pe3ynbTaThl 10 TpaHC-
(dopManiu TOMoONSI OEPIAMHCKOTO TeM K€ T'€HOM
AtGA20ox1 ompoBepraioT TIPEAIIONOXKEHNE, YTO
3¢ (deKT MOXET MMEeTh CYLIeCTBEHHBIM BUIOCIIEII-
NPUIHBIH 3P GEKT WM XKe 3aBUCETh OT UICTOYHUKA
JOHOPHOTO I'¢HA.

Psanmom pabot, ToCcBSIIeHHBIX N3y4eHHIO 3P heK-
TOB TpaHcreHe3a reHaMu GA20ox WM 3K30TeHHO
00paboTKe pacTeHMid aKTMBHBIMU rubOepesinHa-
mu [20], oTMedaeTcss MTHTHOMpOBaHKe 00pa3oBaHUS
OpUAATOYHBIX KOPHEN MPU YKOPEHEHUU CTeOeit, B
TOM YMCJIe y ApeBecHBIX Topon [4, 5,9, 10]. B namreit
paboTte MbI Takxke HaAOJII0OaNU MJI0X0€ YKOPEHEHNE
y OOJIBIIMHCTBA ITOIYYSHHBIX TPAHCTCHHBIX JIMHUIA,
YTO JaXKe CTaJIO0 IIEPBOIPUYNHOM ITOTEPU OOJIBIIIMH-
CTBa MCXOIMHO OTOOPaHHBIX KJIOHOB B CBSI31 C HEBO3-
MOXHOCTBIO UX 3(p(PeKTUBHOTO pa3sMHOXEHUS IIy-
TEM Cpe3aHus U YKOpeHeHUs I1o0eroB. MexaHu3M
HapylIeH!s] YKOPEHEHUS B pe3yJIbTaTe BO3MOXHOTO
YBEJIUUYEHUS BEIPAOOTKU aKTUBHBIX TMOOEpEeIMHOB
HE BIIOJIHE OUYEBUICH M HamboJiee BEPOSITHO CBSI3aH
C HETIIPSIMBIMU PETYISITOPHBIMU B3aMMOACHCTBUSIMH
¢ apyrumMu ¢puToropmMmoHamMu. M3BeCTHO, 4TO KIIIO-
YEeBYIO POJIb B aIBEHTMBHOM YKOPEHEHMU WUTIPAIOT
ayKCUHbBI. [MO0epeIMHbI U ayKCUHBI OOBIYHO Jeii-
CTBYIOT CHMHEPIrMYHO, a TaKXKe MOTYT CTHMYJIUPO-
BaTh CMHTE3 1 3ddekT Apyr apyra [21, 22]. B To xe
BpeMsI TIpM aIBEHTUBHOM YKOPECHEHWU ayKCHMHBI U
ru0o0epeUIMHBL MOTYT OKa3bIBaTh IIPOTHUBOIIOIOX-
Hble 3(pPEKTH 3a CYET OIMOCPEITOBAHHOIO BIIMSTHUSL.
Hanpumep, npenmnosaraercsl, 4To TIubOOepeIuHbI
MOTYT TOPMO3UTh AIBEHTUBHOE YKOPEHEHNE 3a CUCT
M3MEHEHHUS OJISIPHOTO TPAHCIIOPTa ayKCHMHOB 1 U3-
MEHEHUS ayKCMHOBBIX MAKCMYMOB B cTeOIsx [23].
Cnenyet, OMHAKO, OTMETUTD, YTO y TpeX (MHAJIBHO
OTOOpaHHBIX TPAHCTEHHBIX JIUHUI IIPOOIIEM C VKO-
peHeHneM MBI He HaOJIoanu, a YKOPEHSIEMOCTb
cpe3aeMbIX moberos 6buta Oam3ka Kk 100%. Paszau-
Yy B OOMJINM U IJIMHE KOPHEN MeXIy OTOOpaHHBI-
MU TPaHCTEHHBIMH JUHUSIMHA U KOHTPOJIEM TaKKe
He HaOmopanu. Takum oOpa3oM, ILIoXasl YKOPeHsI-
€MOCTb OOJIBPIIMHCTBA JIMHMI MOIJIa OBITH CBSI3aHa
C IIepecTpOiKaMy Te€HOMAa, BBI3BAHHBIMH HMHCEp-
mueid T-IHK, a He ¢ BIMSIHMEM TUIIEPIKCIIPECCUN
AtGA200x 1.

Cpenn HeraTWBHBIX 3(P@deKTOB TpaHchopMa-
UM TOIIOJIA OepJIMHCKOTO, OTMECUCHHBIX B HaIlleit
pabote, OBLIO IOSBIICHHE alMKaJIbHBIX HEKPO30B
Y HEKOTOPHIX JMHUI, 4acToTa KOTOPBIX YBEJIH-
yyBajach IPU BHEIpAIlMBAHUM PACTEHUI Ha cpe-
ne ¢ UMK. AnukanbHble HEKPO3bl HE SIBJISIOTCS
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TUIINIHBIM 3G @(EKTOM BIMSHUS ITOBBIIICHHOTO
YPOBHSI TMOOEPE/UIMHOB Ha pacTeHMsI, U MBI IIOKa
He MOXeM yKa3aTb IPUYMHY TaKWX H3MEHEHUIA.
B To ke BpeMs, IpuHMMAas BO BHMMaHHUE BKJal
MMK Ha mnposiBieHMe HEKPO30B, Mbl CKJIOHHBI
CBSI3BIBATh BBISABJICHHBIC HApYIIEHUSI C TOPMO-
HaJIbHBIMU CIBUTaMU. ANMKAJbHbIA HEKPO3 MOXET
BO3HMKATh KaK Ha CTaAUM Pa3MHOXEHUs IT00ETOB,
TaK ¥ Ha CTaguM YKOpeHeHUsI. TOYHBIII MeXaHU3M,
JIeXXAIlIUii B OCHOBE BOBHUKHOBEHMUSI allMKaJIbHbBIX
HEKPO30B, IO CHX IOP OCTAeTCSI HESICHBIM, XOTS
ObLIM MPEAI0XEHbI HEKOTOPbIE BO3MOXHbBIE TTPU-
YUHBI, BKJIIOYas AS(GULUT MUHEPAIbHBIX COJIEH
WIA pa3IMYHble COOTHOILIEHUSI PETYISITOPOB PO-
CTa pacTeHUIl B MUTATENbHBIX cpedax (IJ1aBHBIM
00pa3oM, ayKCMHOB W IIMTOKWHWHOB) Ha OIIpele-
JICHHBIX CTaAusIX pa3BuTus. Tak, Hampumep, ObLIO
MOKAa3aHO, YTO aluKaJbHble HEKPO3bl MOTYT OBIThH
BbI3BaHbl HENOCTAaTKOM 3K30T€HHBIX WJIM DHIO-
TeHHBIX UTOKMHUHOB y HEKOTOPBIX pacTeHUI
[24]. 3BeCTHO, UTO LUMTOKMHUHBI U THUOOEpes-
JIMHBI JEeHCTBYIOT MPEUMYILIECTBEHHO aHTaroHu-
cTuyeckud. PelunpokHoe B3aMMOIEHCTBUE pEry-
JIUpyeTcs KaK Ha ypoBHe OMOCHMHTE3a, TaK M Ha
ypoBHe mepenauyu curHana [22]. Takum obpaszom,
BO3MOXHBII TTOBBIIIEHHBI YPOBEHb 3HAOTEHHBIX
ru606epeJIMHOB MOT BBI3bIBAaTh CHUXXEHUE YpPOB-
HSI DHIOT€HHBIX LIUTOKUHWHOB. YUUTHIBAS TO, YTO
YKOpeHeHMEe MPOBOAWIOCH Ha 0Oe3ropMOHAIbHOM
cpede, To OOIMI AedUUUT LIUTOKMHUHOB MOT
NPUBOIUTH K OCTAaHOBKE AEJACHUI B amuKalbHOI
MepucTeMe M rubesiM BepXyLIKUW Ha ¢OHE OTCYyT-
CTBUSI KOpHEi. Y 4acTu TpaHCTeHHBIX JIMHUA C
HapylIeHHbIM KOpHeoOpa3zoBaHUEM HeraTUBHbII
3¢ deKT MOoT ObITh YCUJIEH 3a CUET HU3KOTO YPOBHSI
SHJIOrNeHHbIX HIMTOKMHUHOB. 1o Bceit BUIMMOCTH,
CHMXXEHHE YPOBHS LIUTOKWHWHOB OTHOCHUTEIIbLHO
ayKCUHOB MOTJIO JOIMOJHUTEIbHO NPOBOLUPOBATh
oOpa3oBaHME HEKPO30B y TPAHCIEHHBIX JUHUM,
4yTO HaAOJIIOAANOCh MPU YKOPEHEHUU IMOOEeroB Ha
cpene ¢ nob6asneHneM UMK, HO 6e3 3K30T€HHbIX
LUTOKUHUHOB. [wbenb BepXylIKW, B CBOI OYe-
pelb, MOIJla MPUBOAUTh K CHUXXEHUIO YPOBHS DH-
JOTeHHBIX ayKCUHOB U, COOTBETCTBEHHO, K CHUXKE-
HUI0 3(p(HEKTUBHOCTU OOpa30BaHUS MPUIATOYHBIX
KOopHeii. B Halmx skcnepuMeHTax, B 1eCTBUTEb-
HOCTH, MBIl HA0OII0JaJIM HEKPO3bl KaK A0 YKOPEHe-
HUS cTebJsieli, TaK U mocjie yKopeHeHus. B To xke
BpeMsI UBBECTHBI MPUMeEPHI CPeAr pacTeHMIi, Koraa
LIUTOKWUHUHBI, HAIIPOTUB, MOIJIM CTUMYJIUPOBATH
pa3BUTHE alUKaJbHBIX HEKpo30B [25]. Cnenmyer
OTMETUTH, YTO B HAIIMX BKCIIEPMMEHTaX y BCeEX
TpeX (prHaIbHO OTOOPAHHBIX TPAHCTEHHBIX TUHUI
NopaXeHusl BepxylleK oTMedadud KpailHe penko,
YTO MOXET CBUAETEIbCTBOBATH O cOATaHCUPOBAH-
HOCTU TOPMOHAJILHOTO cocTaBa. Kpome Toro, He-
KpOTHUYECKHE SIBJICHUS KpaiiHe peako, HO (PUKCHU-
PYIOTCS HAMU U Y KOHTPOJIbHBIX PaCTEeHUIT TOMOJIS
OEpJMHCKOIO ex Vitro, 4TO MOXKET OBbITh CJIeACTBUEM
Ne 2
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rMOpUIHOM PpUPOIBI JAHHOTO BUAA U CIBUTA TOp-
MOHAJILHOTO 0ajlaHca B pe3yJIbTaTe CKpellBaHUsI.
IloBpIlIeHHAST YacTOTa alUKaJIbHBIX HEKPO30OB OT-
MeueHa U JJIs1 JpYruX MOPUAHBIX BUIOB, HaMpU-
mep, Populus tremula %X P. alba |24]. Cnenyer ot-
METUTh, YTO B KYJbTypax IPYIrMX BUIOB TOIIOJIEH,
MOOAepPKMBaeMbIX HaMM, TaKue M3MEHEHUS HHU-
KoTa He OOHapYXMBaIOTCS.

B mameit pabore moka3zaHo, 4To TpaHcdopMa-
st reHoM AtGA20ox1 MOXeT TPUBOIUTH K TPEX-
KPaTHOMY YBEIMYEHMUIO CKOPOCTHU POCTa TOIIOJIS
B ycloBUSIX in vitro. HecMOTpsl Ha SIPKO BbIpaxkeH-
HBI (peroTunmaecknii 3¢p@PeKT, HAOTIOTACMBINA Y
MOJIyYeHHBIX TPAHCICHHBIX TOIIOJEI, TPeOyITCs
TMOIIOJIHUTEIbHBIE UCTIBITAHUS ex Vitro C 1eNbIO TI0I-
TBEPXKICHHS COXPAaHHOCTH IOJIyYeHHBIX IIPU3HAKOB
Y B3pOCJIBIX PACT€HUM, B TOM YKCJIE Y IIPOILICAIINX
CTaguIo 3UMHETO IOKOs. M3BeCTHO, 4TO CTEPUJIb-
HbIE YCJIOBUS N Vitro HECOIIOCTABUMO OTIMYAIOTCS
OT €CTEeCTBEHHOI cpenbl OOUTaHUSI pacTeHUi, Tae
OHM CTAJIKMBAIOTCA C IIepemnagaMM TeMIIepaTryp,
Pa3IUYHBIMUA XUMUIECKUMHU COCTaBaMM IOYB, MU-
Kpodopoii, COTHEYHOU pammalnveit W OpyruMu
(hakTOpamMm, CIOCOOHBIMU MOBJIUSITH Ha IIPOSIB-
JeHre Mopdonorndecknx 3¢ E(eKTOB, BHI3BAHHBIX
TpaHcreHe3oM. KpomMe Toro, yToHYeHHBINM CTBOJ
in vitro MOXeT TEXHUYECKM YCIOXHUTH agallTalliio
pacTeHMii K TPYHTY, TaK KaK ITOTpeOyeT TOIOIHU-
TEJIbHBIX MAHUIYJISILIUNA 110 IPUAAHUIO CTBOIY Bep-
TUKAJIBHOTO TTOJIOXKEHUS ITOC]Ie TIepeHoca pacTeHUS
W3 IMPOOUPKU B COCYI C TTOUYBOM. JIaHHBIHM (haKT MO-
JKeT HE TOJIbKO YCJIOXKHUTH agalTalldi0 TPaHCTEH-
HBIX PacTeHUil K YCIOBUSIM ex Vitro, HO U CO3IaTh
MmpoOJIeMbl TIPM  MAacCOBOM MUMKPOKJIOHAJTEHOM
Pa3MHOXEHNH PAaCTeHUM ¢ ITOMOOHBIM (DEHOTHUIIOM
IS co3maHMs IulaHTamuii. OOHUM M3 BO3MOX-
HBIX peIIeHUI IIpoOJeMbl ITOJETaHUS pacTeHUI
Ha IIEPBOHAYAIIFHOM 3Talle MOXET OBITh IIEPEBOI
TPAHCTE€HHOTO PAacCTeHMS U3 TUILIOUIHOI (OpMBI B
MOJIMITJIOUIHYIO [9].

Ha cerompstmiHmii OeHb 3aKOHONATEIHLCTBO
Poccuiickoit @Pepepaumuy 3ampelraeT BBICAOKY
TPaHCTe€HHBIX PACTEHU B OTKPHITOM I'PYHTE B IIPO-
MBIIIUIEHHBIX MacinTabax. MckimoueHue caemaHo
TOJIBKO IIJISI HAyYHBIX 1IeJIel, HO 3TO HE YIIpOIIaeT
3aga4yy MCHBITAHUI TPAHCTEHOB B IIOJIEBBIX YCJIO-
BUSX, TaK KaK OCTaeTcs IIpobiieMa BO3MOXKHOI
MHTPOIPECCUM TpaHCICHA IyTeM IIePEeKPEeCTHOTO
OIBUICHNUSI OJM3KOPOACTBEHHBIX BHIOB. PemmThb
JAHHYIO IIpOOJeMy MOXHO IyTeM pemaKTHUpOBa-
HUSI TeHOMAa TPAHCTEHHOTO PaCcTeHUS IIPH IIOMOIIN
CRISPR/Cas TexHOoIOrMM 1 BBIKJIIOYEHUS TeHa, OT-
BETCTBEHHOTO 3a IIBETCHHE, YTO MO3BOJIUT IIEPEUTH
K 0e30MacHBIM HCHBITAHUSIM TIOJIy4eHHBIX HaMU
TPAHCT€HHBIX PACTCHUI B TIOJIEBBIX YCIOBUSIX.

[lony4eHHBII IITAMM arpoOaKTepUM, HECYIIUA
wiasmuny AtGa20ox1/pBl121 MmoxeT OBITh UCIIOJIb-
30BaH IJISI TeHETWYECKOil TpaHcdopMaluu Apy-
TUX JPEBECHBIX PaCcTeHU, MMEIOIINX MOTCHIIMAT
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K YCKOPEHHUIO pOoCTa WM U3MEHEeHUI0 (heHOTUIIA C
LIEJIbIO pEeLIEHUS pPa3IUYHbIX 3aa4, BKII0Yas JaH-
madTHBIA nu3aitH, r1yooKylo nepepaboTKy apeBe-
cuHbl (OuopedaliHMHT) M CO3JaHUE BBICOKOIIPO-
JYKTUBHBIX IPEBECHbBIX MIaHTALIWIA.

ABTopbl OmaromapaT ILIKIT “buoanamutuka”
CHUDUBP CO PAH, H.E. KoporaeBy 3a npeno-
cTaBlieHUe pacTteHuil A. thaliana, V1.B. ®enoceeBy
3a MpeaocTaBleHue ITaMMa A. tumefaciens U BeK-
topa uidA/pBI121, K. 3. T'amOypra 3a MacTep-Kiacc
110 MUKPOKJIOHAJTbHOMY Pa3MHOXEHUIO PAaCTEHUI,
a Taxke B.K. BoliHukoBa 3a BCe0OBEMITIONIYIO MO -
JEePXKKY pabOTHI.

HccnenoBaHue BBIIOJIHEHO IIpU  (UHAHCO-
Boil momaepxkke Poccuiickoro HaydHoro ¢oH-
ma (mpoext No 22-24-01113, https://rscf.ru/
project/22-24-01113/).

Hacrosmas cratbs He COOEPXUT KaKUX-JTMOO
WCCIIENOBaHMI C yJacTHUEM JIIOIei W XXUBOTHBHIX B
KayecTBe OOBEKTOB. ABTOPHI 3asIBISIIOT 00 OTCYT-
CTBUY KOH(JIMKTA UHTEPECOB.
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B pabote paccMOTpeHBI 0COOCHHOCTH BIMSIHUSA MCTOYHUKOB CBETA, MMUTHPYIOIINX COJTHEYHOE OCBE-
IIEHNEe C Pa3IUIHBIM CIIEKTPAIBHBIM COCTABOM C COOTHOIIEHHEM CHHETO : 3€JIEHOTO : KPacHOIO Iu-
ama3oHoB 11% : 35% : 54% (AFI-3000), 19% : 38% : 43% (AF1-4000) u 25% : 38% : 37% (AFI-5000),
Ha MopdomMmeTpuueckue, OMoxuMmudeckue, GOTOCUHTETUYECKHUE U JIEKTPOTEHHbIE MapaMeTphl peauca
(Raphanus sativus 1L.) nist cBeToKynsTyphl copta I[letepOyprekuit puonerossiit. [IpoBeaeHHbIE UCCaEIO-
BaHUSI BBIABWIM JOCTOBEPHOE YBEJMYEHHUE ypoxasl KOpHerionoB (3.45 kr/m? 3a 28 cyToK BereTarum),
colepXaHUsI Cyxoro BelecTBa 10 8.9% u (OTOCUMHTETUYECKMX MUTMEHTOB, YMEHbIIEHNE KOTUYECTBA
HuTpatoB a0 1206 Mr/Kr y pacTeHMil peauca, ocBemaeMbix cBeTibHUKaMu AFI-5000 co crmekTpowm,
OJIM3KMM K COJTHEUHOMY M3JTyYEHMIO B IOJIIeHb. B TaHHOM BapuaHTe HaOII00a/IM MTOBBIIIEHNE KO3 du-
LIMEHTOB 3¢ (GEKTUBHOIO KBAaHTOBOTO (hoToxmMmieckoro Beixona ¢porocrctemMbl C IT'Y (II) = 0.206,
doroxumuueckoro qP = 0.304 u HedboToxumuueckoro qN = 0.415 TyimeHus payopeclieHINHU, a TaKXe
BBICOKYIO TE€HEpalluio pa3HOCTU TOTeHIMaIoB 10 532 MB B KopHeoOuTaeMoii cpeze 1Mo CpaBHEHUIO C
AFI-3000, MomeTpyIOIIMM CBET COJHIIA Y TOPU30HTA, IIPH OCBEIICHUN KOTOPHIM HAOJII0MAIach BEICO-
Kas nosst paccessHus cBeta quctoMm (R800 = 1.716), u AF1-4000 co ciekTpoM, NpuOIMKEHHBIM K YTPEH-
Hemy cBetry. Bapuant AFI-4000 mokasan HauxymolIuii pe3yJbTaT — IOBBIIIEHHBIE HEpeTyJInpyeMble
notepu 3Heprun Bo3oyxnaeHus Y (NO) = 0.712 u mponyckaHUe CBETa JIMCTOBOM MOBEPXHOCThIO 7.5%.
IIpumenenue ucrounuka csera AFI-5000 crioco6¢TBOBaIO MoayYeHUIO 00jiee BBICOKMX TTOKa3aTesei,
XapaKTepU3YIOINX KaK BBIXOA PACTUTCIBHON MPOOYKLMU, TaK M aKTUBHOCTh (DOTOCMHTETUUYECKOTO
armapaTta ¥ MHTCHCUBHOCTD 3JICKTPOTCHHBIX IIPOIIECCOB B KOPHEOOMTAEMOIt cpele, YTO TO3BOJISICT pe-
KOMEHIIOBATh CBETIJIBHUK JAHHOTO THIIA TSI BRIPAIIMBAHMS KOPHEIUIOMHBIX KYJIBTYP B YCIOBUSIX CBE-
TOKYJBETYPHI. BEposSITHO, 3TOT MOJNOXUTENbHBIN 3(dEKT CBSI3aH ¢ HAIMYMEM B CIIEKTpe OOJIbIIEi 101
CHUHETO CBETa, BIMSIOIIETO Ha Pa3BUTHE KOPHEBOM CUCTEMBI.

KmoueBsie ciioBa: Raphanus sativus, OMOXUMHUUECKMI COCTaB, KOpHEOOUTaeMasl cpena, pa3HOCTh OTEH-
IIMAJIOB, CBETOBAas Cpela, CBETONMOIHbBIC CBETUIILHUKM, CITEKTPBI OTPaXKeHMSI, TPOIYKTUBHOCTD, (DIIyo-
pecleHIus
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BBEJEHUE

B nocnenHee gecsaTuneTve B Mupe HaOI0gaeTCs
3HAYUTEIBHBIA POCT MHPOU3BOIACTBA PACTUTEIBHOM
NPONYKLIMM B KOHTPOJMPYEMbBIX YCJIOBUSIX CpPEIbI
C HCIOJIb30BAHUEM MCKYCCTBEHHO CO3I1aBaeMOro
ocBelieHus [1]. B Hacrosiee BpemMsi aBTOMaTU3U-

Cokpamenus: JIHaT — pgyroBble HaTpueBble TpyOuyaTble JIAMIIbI;
JIHa3 — myroBble HaTpueBble 3epKAJTM3UPOBAHHBIE JIAMITHI;, €.B. —
€CTeCTBeHHasI BIIaXXHOCTB; C.B. — cyxoe BeecTBo; AP — dotocun-
Tetnuecku aktrBHas panuanust; @C 11 — dorocucrema I1.

pOBaHHBIE pacTUTENbHBIE (aOpUKU (CUTHDEPMEI,
BepTUKaIbHBIE (PepMbI, (PUTOTEXKOMIUIEKCHI W ZIp.)
pa3IMYHOro MaciTaba WCIIONB3YIOT IS IIPOU3-
BOACTBA PaCTUTEIbHON IPOAYKIIMUA B OOJIBIIMHCTBE
ctpaH A3nu, AMepuku, ABctpanuu u EBporisr [2—4].
[Ipon3BOACTBO B COOPYXEHHUSIX MCKYCCTBEHHOTO
KJIMMaTa MOCTOSSHHO Pa3BUBAETCSI M COBEPIIIEHCTBY-
€TCsI KaK B 00J1aCTH TEXHOJIOTHIA BRIpAIIBAHUSI, TAK 1
B IUTaHE aCCOPTUMEHTA PAaCTUTETBHBIX KYIBTYp |3, 5].
[Ipu BBIpalIMBaHUM PACTEHUII B YCJIOBUSX CBETO-
KYJIBTYphl OMHUM M3 KJIIOUEBBIX (DAKTOPOB IOJyde-
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HUST BBICOKUX YPOXKAeB SBJISICTCS ITPABWIBHBIN MO~
0Op CKOPOCIIENBIX 00pa3LIOB, IIEHHBIX 10 KOMIUIEKCY
OMOXMMWYECKUX, (PU3NOJIOTUIECKUX M XO3SIHCTBEH-
HBIX IPU3HAKOB. B HacTos11Ee BpEMS B COOPYKEHMSIX
HMCKYCCTBEHHOI'O KJIMMaTa HauOoJiee 3HAYMTEIBHYIO
JacTh IIPOM3BOOMMON IPOOYKIIMM COCTABJISIOT JIM-
CTOCTEOCJIbHBIC OBOIIHBIE KYJIBTYPHI, IIPEXIE BCETO
KOMITIaKTHBIE ¥ OBICTPOPACTYIIME NPEACTABUTENIN Ce-
MencTB Asteraceae n Brassicaceae, 4To 0OBSICHSIETCS
0oJree BEICOKOM peHTa0eTbHOCTRIO UX IIPOU3BOJICTBA B
aTHX yenoBusix [6, 7]. Penuc (Raphanus sativus L.) ot-
HOCHUTCS K KaITyCTHBIM KyJIbTypaM (ceM. Brassicaceae)
U, Oarogapsi KOMIAKTHBIM pa3MepaM, CKOPOCIEIo-
ctv (1o 12 Bereranuii B ron) ¥ IEHHOMY OMOXMMMYe-
CKOMY COCTAaBY, SIBJISIETCS IEPCIIEKTUBHOM KYyJIBTYpOIi
IUIST COBPEMEHHBIX PACTUTEIBHBIX (pabpuK, 000py-
MOBAaHHBIX MHOIOYPOBHEBBIMM CHCTEMaMM BBIpa-
muBaHMs. Mcrnonab3oBaHME BBICOKONPOMYKTHBHBIX
00pa3loB C MaJIOOMYIIEHHBIM TUIIOM JIMCTa MOXET
MOBBICUTh PEHTA0EILHOCTD BO3AEIbIBAHMS KYJIBTYPHI
3a CYET TOTO, YTO OHU MPAKTUYECKHU LIEJTUKOM MOTYT
OBITh WCIIOJIb30BAHbBI B IIMIIY, YTO SIBJISETCS BaX-
HBIM TpeOOBaHMEM, NIPEObSIBIIEMBIM K PACTCHUSIM,
MpeaHa3HAYeHHBIM JIJIsI KOMMEPYECKOTrO IIPOM3BOI-
CTBa B COOPYXEHUSIX UCKYCCTBEHHOro Kimmara. On-
HAaKO pa3BUTHE PACTCHUM KOHTPOJIMPYETCSI HE TOMIb-
KO T€HEeTHYECKM 3aJIOXKeHHBIMHU ITpU3HAKaMu, HO U
oIpenessieTcsl ImapaMeTpaMy OKpPYXKaloIIeil Cpempbl.
Perynupyembie yca0BYsI BIpAIllMBaHMS CYIIIECTBEH -
HO YCKOPSIIOT IIPOIIECC 0TOOpa 1 BHIBEACHMST HOBBIX
COPTOB M TMOPUAOB Pa3IWYHBIX KYJIBTYp; UX IIpHU-
MEHEHHE IMO3BOJISIET MAaKCMMAaJIbHO TOYHO OLICHUTH
BIMSIHUE TE€HOTHUIIA M MOIEIMPYEMBIX (paKTOpOB Ha
(peHOTUIIUECKOE TIPOSIBICHHUE XO3IHCTBEHHO IIEH-
HBIX TIPU3HAKOB, TAKUX KaK ypoXail M ero CTPyKTy-
pa, ToBapHbIE KayecTBa PACTUTEIbHON MPOMYKIINH,
ee OMOXMMMYECKHMI COCTaB, YCTOMYMBOCTb pacTe-
HU K IefICTBUIO HEOIAroMpPUSITHBIX CTPECCOBBIX YC-
JoBuii 8, 9].

CaeTOBas cpena — I10JIe€ ONTUYECKOTO M3JIyde-
HUS B 3aHSATOI pacTeHUSIMU YaCTU IIPOCTPAHCTBA,
OIIpeAeIIIEMOE €CTECTBEHHBIM MJIY NCKYCCTBEHHBIM
OCBEIIEHNEM B KYJIBTMBAIlMOHHOM IIOMEIIEHUN W
¢utoureno3om [10], saBIIETCI OMHUM M3 BaXKHEit-
mux (paxTopoB, BIMSIOMMX KaK Ha padbory ¢oTo-
CHMHTETUYECKOIO amlapaTa, TaK M Ha IIPOIYyKTHB-
HOCTb, Ka4eCTBO U (PU3MOJIOTMIECKUE IMapaMeTphl
pacteHuit B uenoM. IIpu npaBuibHOM BbIOOpE yC-
JIOBUII OCBEIIEHUS] — MHTEHCUBHOCTH, CIIEKTPalb-
HOTO COCTaBa, IINTEIbHOCTHA M MPOCTPAHCTBEHHO-
ro pacrpeneaeHuss — MOXKHO KOHTPOJIUPOBATh POCT
pacTeHuii U peryimpoBaTb OMOXUMUYECKUIA COCTaB,
YTO SABJSETCS MEPCIEKTUBHOM 3KOJIOTMYECKH 0e3-
ONACHOUW aJIBTCPHATUBHON XMMHWYECKUAM PETYISITO-
paMm pocTa [11, 12].

Ha pmaHHBII MOMEHT HAKOIUIEHO MHOXECTBO
3KCIIEpUMMEHTAJIPHBIX JaHHBIX 110 BIUSHHUIO MCKYC-
CTBEHHO CO3[1aBA€MBbIX YCIIOBUIA CBETOBOM CPENbI HA
(usmonornyeckne mapamMeTpbsl pacreHuit [13—16].

®U3NO0JIOTUA PACTEHUM

KVJIENIOBA u np.

Tem He MeHee, BONPOCH ONTUMM3ALMKU IIPOMYK-
LIMOHHOTO IIpoliecca M CHIMKEHMSI ce0eCTOMMOCTHU
pacTUTEbHON MPOAYKIINHN B CBETOKYJIBTYpE €Ille He
pelIeHbl OKOHYATEIbHO, 1 KJII0YEBOE 3HAYCHUE IS
JIaJbHEMIIEero pa3BUTHUsI IIPOU3BOICTBA B YCIOBMSIX
3alIMIIEHHOTO TPYHTA MPUHAIEXUT pa3padoTKe U
BHEIPEHWIO MCTOYHUKOB CBeTa, d(P(PEKTUBHBIX KaK
C TOYKM 3pEHMS IOJYyYEHMSI BHICOKOKAYECTBEHHOM
PacTUTEIbHON IPONYKIIMM, TaK M 3KOHOMHYECKU
BHITONHBIX [2]. HepemeHHoI mpo6iemMoii ocTtaeTcs
coIIacoBaHME, C OMHOI CTOPOHBI, 3HEPTO- U Pecyp-
COCOeperamIIMx TEXHOJOIMI OCBEIIEHUS, a C Ipy-
TOlf — HOPMATUBHBIX OMOXUMUUECKUX TTOKa3aTeeit
M BKYCOBBIX KAYECTB PACTUTENIBHBIX KYJIBTYpP, KOTO-
phbie B IIOJTHOI Mepe 3aBHUCST OT KOJMYECTBEHHBIX U
CIIEKTPaJbHBIX XapaKTepUCTUK M3aydeHus1. Mccie-
MOBaHUS MOCJIETHUX JIET ITOKA3bIBAIOT, YTO PACTEHU -
SIM TSI peaiu3alyy MPOAYKIIMOHHOTO IMOTEHIIMAIA
HEeOOXOAUM TIOJIHBII CIEKTp U3Ay4eHUsl, TpUOIu-
JKEHHBIN K €CTECTBEHHOMY OCBEIIEHUIO B BUIUMOM
ob6iactu [17, 18], MOCKOJIBKY COMTHEUHBIN CIIEKTP CO-
IEPXUT B cebe BCe (DYHKIIMOHAIbHBIE IJIMHBI BOJ-
HBI KaK IS paboThl (DOTOCMHTETUYECKOTO arapa-
Ta ¢ MaKCUMyMaM# TOIJIOIICHUSI CBETa B CUHEH U
KpacHOI 001acTsIX CIeKTpa, TaK W IJIs pealnu3aluu
BTOPUYHBIX TPOIECCOB — OT aKKyMYJIHMPOBaHUS
SHEPTUM 0 aKTUBAIMM 3aIIUTHBIX MEXaHU3MOB B
pacrenusx [19].

CoJIHEYHBIII CBET MOXET OBITb MCIIOJb30BaH
HaIIpsSIMyI0 C TIPUMEHEHHWEM IIPO3pPayHBbIX OMHO-
SIPYCHBIX TEIUIMII WJIM TepenaH yepe3 ONTOBOJIOK-
HO C IIOMOIIbIO KOHIIEHTpaTopa Ha OCHOBE JIMH-
3p1 DpeHens ¢ koadpuureHToM 3HEPHEKTUBHOCTH
0.28—0.40 [20]. O0a >Ti MyTH 3aBUCIT OT BpeMEHN
u 1ioronbl. JIpyroi moaxom — 3TO MOIEIMPOBAHUE
€CTECTBEHHOIO M3JIyUCHUS C IIOMOINBIO MCKYC-
CTBEHHOTO ocBemeHus [21].

B HacTos111€€ BpeMsT MOXHO BBIACIUTH TPU TUIIA
WCTOYHUKOB CBETa, KOTOPBIE IPHUMEHSIOTCS IS
BBIpAIIMBAaHUsI PAaCTeHUII — IYyrOBBHIE HATpPHUEBHIC
tpyouarsie (JIHAT) n 3epkanmsupoannsie (JJHa3)
JIaMITBl BBICOKOTO HaBJICHUSI, JIIOMUHECLECHTHBIC
JIaMITBI M CBETOOMOIbI, MMEIOIINE BBICOKYIO IIEp-
CTIEKTHUBY I TPUMEHEHUS B paCTCHUEBOICTBE [4].
HarpueBble naMmibl BBICOKOIO JaBjieHUs OO0Janga-
I0T BBICOKOI1 CBeTOBOI1 oTnaueit (mo 160 nM/Bt) u
HauOoJee pacIpoCTpaHEHbl B PacTeHUEBOICTBE
3alMIIEHHOIO TPyHTAa, OMHAKO MM CBOMCTBEHHO
BBICOKOE TEILUIOBOE M3IYYCHHME 1 HU3KOE KaueCTBO
CIIEKTPpaJIbHOM 3MUCCUU B cCUHe# obmactr. CriekTp
JIIOMUHECIIEHTHBIX JIaMII OJIM30K K €CTECTBEHHOMY
COJIHEYHOMY CBETY M OHM MOTYT OBITH HCIIOJIB30-
BaHbl B MHOTOSIDYCHBIX YCTAaHOBKAaxX B HEIOCPEHI-
CTBEHHOI OJIM30CTM K PACTUTEIHLHOMY IIOKDPOBY,
TaK KaK He CHJIbHO HarpeBaroTCs Ipu padoTe, om-
HAKO JaHHBIE MCTOYHMKM CBeTa OO0JIagaloT HU3-
Kkoii cBetootmaueir (50—70 nM/Bt) M MameHbKMM
cpokoM ciryk0nl (okomo 10000 u). CBeTogMOTHEIE
CBETUJIBHUKM CTPEMUTEIIHFHO 3aBOEBBIBAIOT PHIHOK
Ne 2
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¥ CTAHOBATCS MOMYJISIPHBIMM CHCTEMaMMU OCBEIIe-
HUS B TETUTMYHBIX XO3sTMCTBaxX M cuTthdepmax [22].
OHU 3apeKOMEHIOBAJIN ce0sT Kak HanboJliee SHEPro-
s deKTUBHBIE NCTOYHUKM cBeTa. HemaoBaxkHo
OCOOEHHOCTBIO CBETOOIMOTHOTO OCBEIICHUS SIBJISI-
€TCs1 paBHOMEPHBII1 TTIOTOK U3JIy4yeHUsl 110 Bceit 00-
JIydaeMoil MOBEPXHOCTH, BO3MOXHOCTb CO3IaBaTh
MpaKTUYECKU JII000 CrIeKTp B BUAMMOM 00J1acTU 1
yCTaHaBJIMBaTb ICTOYHUKY CBETA B HEITOCPEICTBEH-
HOM OIM30CTH OT pacTeHUS M3-3a HU3KOI TeMIiepa-
TYpBl HaTpeBa CBETWJILHUKOB BO BPeMsI paOOTHI.

PazButne CBETONMONHBIX TEXHOJIOTMII ITO3BO-
JINJIO CMOAEIMPOBATh €CTECTBEHHOE OCBEIICHUE C
TIOMOIIIbI0 HAHECEHUsI IIOMUHO(MOPOB Pa3IMIHOTO
coctaBa Ha Oenple [23] 1 yabTpadrONIETOBBIE CBE-
tonuonsl [21]. C mcnoab30BaHUEM CIIEKTpa MU3ITy-
YeHUs, IPUOIKEHHOTO K COTHEYHOMY CBeTY, IUIS
pacteHuit canara ObLla MojaydyeHa Oojbliasi ILIO-
IIaab JINCTA M, COOTBETCTBEHHO, (DOTOACCUMUIIAPY-
IOIIIEHi TOBEPXHOCTH, B Pe3y/IbTaTe Yero HaOIIomancs
MIPUPOCT OMOMACCHI IT0 CPAaBHEHMIO C OCBEIICHUEM
O6enuiMu cBeTommonamu [24]. JInsa pacteHuit peavca
MO0Ka3aHO, YTO ITOBBIIICHUS €I0 IPOXYKTUBHOCTHU
MOXHO JTOOUTBHCS C MCIOJIb30BAaHUEM ITOJTHOCIIEK-
TpaJibHOTO M3nydeHus B obmactu AP, ocobeHHO
Ha paHHUX 3Talax pa3Butus [25].

Takum o6pa3om, Bce yalle IpHU IIPOU3BOICTBE
KYJIBTYPHBIX paCTeHMII HCIIONB3YIOT HCTOYHUKHU
cBeTa, (hOPMUPYIOIINE IEKTPOMArHUTHBIE BOJIHBI
C IMaIta30HaMM, COOTBETCTBYIOIIMMM HE TOJIBKO
MMKaM IIOIIOIIEHUS XJI0pO(PUIIIIOB B KPACHOI M CH-
Hel yacTax CIiekTpa, a Bceit obnactu @AP [24, 26],
POJIb 1 MEXaHM3M BIIMSIHMSI KOTOPOI1 Ha pa3InyHbBIC
pacTUTeIbHBIC KYJABTYPHI e11le IPEICTONT BBISICHUTb.

Lenp paboThl — U3yYeHUE OCOOEHHOCTEMN BIIM-
STHUSI TIOJTHOCITIEKTPAIBHOIO COCTaBa (POTOCHMHTETH -
YeCKM aKTUBHOW paguanyy Ha MOpQOJIOTMIeCKUe
1 OMOXMMUYECKNE IapaMeTphl M IT0Ka3aTeand pas-
BUTHUSI peanca IJIs1 ONTUMM3ALNU €r0 KyIBTUBHPO-
BaHUS B COOPYXKEHUSIX NCKYCCTBEHHOTO KJIMMaTa.

MATEPHAJIBI U METObI

O0BeKT uccae0BaHNS U YCJIOBUS BHIPAIMBAHUS.
B ®I'bBHY A®MU ¢ ncnonrs3oBaHEM METOHOJIOTUN
YCKOPEHHOTO TOJIYIeHMSI TPAHCTPECCHUI IO XO3SIii-
CTBEHHO IIeHHBIM TIpW3HaKaM pacTteHwmii [27] Obn
cosmaH copt penuca IleTtepOyprckuii ¢pHrOIETOBBIN
IUISI CBETOKYJIBTYPEI, C CaJIaTHBIM TUTIOM JIKCTa [28],
BBIOpaHHBIII B KadecTBe OOBEKTa HCCICHOBAHUSL.
JaHHBII COPT XapaKTepHU3yeTCs CKOPOCIIEIOCThIO,
KOMITAKTHOM JIMCTOBOM PO3ETKOM M YCTOMYMBO-
CTBIO K 3aTyIIICHHOMY IIOCEBY.
HMccnenoBaHus TpoBOAMIM Ha OWOMNOJUIO-
He DOI'BHY A®U c peryaupyeMbIMU YCJIOBHSI-
MM MUKpokiaumara [29]. Penuc BriceBanm cyxumu
CeMEeHaMM B IIJIACTHKOBBIE KAaCCEThI IS paccaibl
pasMepoM 53 X 32 X 6 cMm. I'ycToTa CTOSIHUSI COCTaB-
asna 160 pacrenuii/m?. B KadecTBe KopHeoOUTae-
®U3UOJI0IUs PACTEHUN
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MO cpenbl MCTIONL30BaIM TOPGSIHOM TPYHT (ATpo-
o6antr C, OO0 “Ilunanctpymn”, Poccust) Ha ocHOBe
BEPXOBOTO Top(da HM3KOH CTEICHU DPa3IOXCHUS,
conepxamuii He meHee: N — 150 mr/m, PO, — 150
mr/i, K,O — 250 mr/n, Mg — 30 mr/n, Ca — 120 mr/o.
Temmeparypa Bo3ayxa noanepXuBaiach B IIpeaeax
+20...+22°C nHem u +18...+20°C HOYBIO, OTHOCH-
TelbHas BIAXHOCTb Bo3zayxa — 65—70%. Ilonus
OCYIIECTBJISUIM BOMOM, dYepemysd C ITONKOPMKaMM
pactBopoM KHora (Tpu pa3a B Hellesio), BIaKHOCTD
cybcTpaTa MomaepKuBaad Ha ypoBHe 65 = 5% or
TIOJTHOM BJIAarOEMKOCTH.

Mcroynnku cBeta. 115 vccaenoBaHusl poiav Co-
CTaBa CBETOBOM Cpenbl C pa3IMYHOl MHTCHCUBHO-
CTBIO U3JIydeHUs B 3HaUMMBbIX obJiactax MAP Gbuin
BBIOpaHBI TPU Pa3JIMYHBIX CIIEKTpa M3IyYeHUs,
MOIEIMPYIOIINX €CTeCTBEHHOE OCBEIEHUE B pas-
JmyHoe Bpems cyTok [30] u peaqrn3oBaHHBIX HAMU
B criemylonmx ncrounmkax csera: 1) AFI-3000 —
CBETOOUOOHBIC CBETUJIBHUKM C IIBETOBOM TEMIIEC-
parypoit 3000 K co crexkTpadbHBIM COCTaBOM B
BUIMMON 00JacTU, MPUOJUKEHHBIM K €CTECTBEeH-
HOMY CBETY, KOTIIa COJIHIIE HAXOMUTCS Y TOPU30HTA;
2) AFI-4000 — cBeTOmMOmHEBIE CBETUILHUKM C 1IBE-
toBoii TemMneparypoit 4000 K ¢ Hanbomee HelTpaib-
HBIM OCBEIIEHHEM, IMPUOIMKEHHBIM K YTPEHHEMY
n 1ocneobeneHHomy cBety; 3) AFI-5000 — cBero-
OUOOHBIC CBETWJIBHUKHM C IIBETOBOI TeMIIepaTry-
poit 5000 K co criekTpoMm, OJIM3KUM K COTHETHOMY
CBeTy B MmoygeHb (Tabm. 1). CBETUIIBHUKA CO3TaHBI
Ha 0a3e CBETONMOIOB HOBOIO ITOKOJICHMS, U3Iyda-
OIIMX (DMOJETOBBIIA CBET W IMMOKPHITHIX TPEXKOMIIO-
HEHTHBIM JIIOMUHO(OpPOM, IIpeoOpa3yIouM ero B
MOJIHOCTIEKTPAJIbHBIM € MOJHOLIEHHOM KpacHOM,
3€JIeHOM W CHUHEH cocTaBisiomuMmu. BennuumHa
TUIOTHOCTH (DOTOCUHTETUYECKOTO MTOTOKA (DOTOHOB
PPFD 06n11a a1 Bcex BapuaHTOB OIMHAKOBAsI U CO-
ctaBisiia mopsinka 320 £ 20 mxmonb/(M*c¢). TIpo-
IOJDKUTEIBHOCTh CBETOBOIO IIEpPHOIA COCTaBJIsIa
14 u/cyr. Ciaenmyer OTMETUTb, YTO MCTOYHMK CBETa
AFI-5000 xapakTepn3oBajicsi HaTUUYNEM HaNOOJIb-
1[I TOIM CUHETO CBETa B CIIEKTPE — COOTHOIIIEHUE
cunero (400—500 um) k 3eneHomy (500—600 HM) 1 K
kpacHoMy (600—700 HM) auana3zoHaM I HETO CO-
craBwio 1:1.5: 1.5, mna AFI-4000 — 1 :2: 2.3, nga
AFI-3000 —1:3.3:5.2.

MopdomeTpuuecKkne mokasarend. YOOpKy pac-
TEHWI OCYIIECTBIISUIM Ha 28 CyT OT moceBa CEMSH.
IIpu ybopke ydyuThIBalu Maccy JUCThEB U KOpHE-
IUIOAOB, pa3Mep JIMCTOBOM PO3€TKU M KOPHEILIO-
IIOB, IIPOLIEHT TOBAapHBLIX KopHeIuiomoB. K ToBap-
HBIM OTHOCHWJIY KOPHEIUIOABI MAcCOoii BhIIIE 8 T, Oe3
nedexroB. Ha ocHOBaHMM MOJYYeHHBIX OAHHBIX
PaCCUYMTHIBAIIM CIICAYIONINE NHICKCHI:

— WHIEKC XO3IHCTBeHHONM 3(p(EKTUBHOCTH,
OIIpeAeIIsIeMblil KaK OTHOILICHNE MacChl KOPHEILIO-
Jla K obuIeit Macce pacTeHUsI;

— WHOEKC aTTPaKIyM, PaBHBIM OTHOIICHUIO
MacChl KOPHEII0a K MacCe JINCTHEB;
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Ta6mna 1. [TapaMeTpbl HCITOTBE30BaHHBIX CBETOMMOTHBIX

KVJIEIIOBA u np.

CBCTUWJIBHUKOB

CBETONNONHBINA CBETWIBHUK
AFI-4000

CBeTOOMOOHBIN CBETWIIBHUK
AFI-5000

XapakTepucThKa CBETOMMOIHBIN CBETMITBHUK
AFI-3000
3.0
525
>2.0
g 15
CriexTp n3mydeHus 5 1.0
=0.5
a 0
— 400 500 600 700 800
& JIIMHA BOJIHBI, HM
PPFD B o6nactu
+
400—700 HM, umoib/(M>c) 323+21
PPFD B cuneit obnactu
(400—500 HM™m), 34+2
UMOJIb/(M?-C)
PPFED B 3eneHoit
o6actu (500—600 HM), 113+£7
UMOJIb/(M?-C)
PPFD B kpacHoii
o6uactu (600—700 M), 176 £ 11
uMob/(M?c)
O061y4yeHHOCTDh, BT/M? 71.7 £ 4.7
LIBeToBast TeMmneparypa, 3011
K
Wnnexc nBetonepenayun 97.8
CRI, % ’

Cmrmhw
AOULNOULNOWDNO

00 500 600 700 800
JITMHa BOTHBI, HM

PPFD, MmxMonb/(M2 ¢)

314+ 24

59+5

119+9

136 £ 10

71.0£5.4

4156

98.0

Cmrmhhw
RO ULNOULNOWDNO

00 500 600 700 800
JITMHa BOJTHBI, HM

PPFD, MxMoub/(M2 ¢)

320+ 23

79+6

121+£9

120+9

73.5£5.2

5262

97.5

— MHOEKC (hOPMBbI KOPHEIUIOAA, OIIPEAeISIeMbIi
KaK OTHOIIEHHWE IJIMHBI KOpPHEeIuIoga K IuaMeTpy
KOpHeIuIoa.

buoxumMuyecKmii cocTaB MoIy4aeMoi pacTUTEb-
Hoii mpoaykmuu. OnpenejieHne conepXaHus CyXOro
BEIIECTBA M BJIArW IIPOBOIWIM METOIOM BO3IYIII-
HO TertoBoi cymku [31], ceIpyio 3051y — METOIOM
cyxoro o3oJjieHus [31], HUTpaTel — MOHOMETpUYe-
CKHMM METOIOM B MI'/KT CBHIPOIO Beca (eCTeCTBEHHOM
BIaXXHOCTH, €.B.) [32], Butamua C — TUTpOMETpU-
yeckuM MeTonoM B mr/100 r e.B. [33], caxapa — Tu-
TpOMETpUYECKM MeTomoM 1o beprpany B mpo-
IeHTaX OT CyXoro BemrecTna [31], xmopodmmr a u b,
KapOTUHOUIBI — (POTOMETPUYECKUM MeTonoM [31]
B Mr/100 r e.B., dochop — GOTOMETPUIECKUM Me-
TOOOM oOmpenelieHus comepxkanus docdopa [33],
Kauit IUIAMEHHO-(OTOMETPUYECKIM METO-
noM [33], maramii, Kaneuuii, HaTpuit [33] 1 Menb,
IWHK, Xene30, MapraHelr [34] — MeTomoM riaMeH-
HOM aTOMHO-aACOPOLIMOHHON CHEKTPOMETPUU B
% ot cyxoro BellecTa (C.B.).

CnekTpbl OTPazKEHHOl OT NMOBEPXHOCTH JIMCThEB
paaManuu perucTpUpOBaId HEMHBA3UBHBIM CIIOCO-
OOM C MOMOIIbI0 MUHUATIOPHOI ONTOBOJOKOHHOM
crekTpoMeTprudeckoii cuctembl (“Ocean Optics”,

CIIA), xoTopast obecriednBaeT ONITUIECKOE pa3pe-
menue 0.065 uM B quamasone ot 400 go 1100 HM ¢
marom 0.3 aM. g perucTpay CieKTPOB TaTIMK
pacnoJjaraid B CpeqHel YaCcTHU JIMCTOBOM IIaCTUH-
KM, 130erasi rmonamgaHusl Ha IEHTPAIbHYIO XIIKY.
B cpemnem mist Kaxkmoro BapraHTa PerucTpUpOBa-
1 10—15 crrekTpoB. I1o momy4eHHBIM CIIEKTpaM OT-
paXeHUsI pacCUMTBHIBAIM CJICHYIOIINE ITapaMeTpHI,
KOppenupytomue ¢ GOoTOCUHTETUYECKO aKTUBHO-
CTBIO U OTpaxarolne (pU3NOJIOrnIeCKOe COCTOSTHIE

PacTECHMIA:

— umHAeKc orpaxeHus ximopodmmma ChIRI =

- (R750 - l%05)/(R750 + R705 - 2R445)’ rae R750’ R705’

445

— MHTCHCUBHOCTb OTpaK€HUA CBE€TA OT JIUCTO-

BOM MOBEPXHOCTH Ha ainuHax BojiH 750, 705 n 445
HM COOTBETCTBEHHO [35];

— OTHOIIICHUE CYyMMbI KADOTUHOMIOB K CyMMe
xnopodumnos SIPI = (R, , — R,,))/(Rg,, — Ry), re

R, R, R

800> 77445 7680

— MHTCHCUBHOCTDb OTpaK€HHNA CBETA

OT JINCTOBOM TOBEPXHOCTM Ha jiauHax BosH 800,
445 1 680 HM COOTBETCTBEHHO [36];
— (potoxummaecknii MHIEKC oTpaxkeHuss PRI =

=(R

570

- R531)/ (R57o +

R531), rae

R..,R

5700 Rg;, — MHTEHCHB-

HOCTh OTpaXKEHHs CBETa OT JIMCTOBOIA IIOBEPXHOCTU Ha
JmmHax BostH 570 n 531 HM cooTBeTcTBEHHO [37];

®U3NO0JIOTUA PACTEHUM
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BJIUAHUE CITEKTPAJIBHOI'O COCTABA CBETOBOM CPE/bI

— WHOEKC WHTEHCHUBHOCTU pacCesiHUSI CBeTa
R800, 00ycoBiaeHHO# CTPYKTYPHBIMU OCOOCHHO-
CTSIMU JIUCTHEB U OIpEAeIsieMblii KaK MHTCHCHB-
HOCTB OTpakeHus Ha myinHe BoJHBI 800 HM [35].
CrnekTpbl NPONYCKAHUA CBETA JIMCTOBOI MOBEPX-
HOCTBI0 PETUCTPUPOBAIN C IOMOIIBIO CIEKTPaslb-
Horo ®AP-merpa PG200N (“UPRtek”, TaiiBaHb).
JaTauk ¢ (OTO3JIEMEHTOM TUAMETPOM 6 MM U KO-
CUHYCHBIM KOPPEKTOPOM pasMeIlaiy IO0J JUCTOM
pacTeHus1, B BepxHell ero 4acTu U COOKY OT LieH-
TpaJbHOM XWIKH. M3Mepsiii MHTEHCUBHOCTD CBE-
Ta, MPOXOAAIIEIO CKBO3b JIMCTOBYIO IIOBEPXHOCTb,
3aTeM JIMCT OTOIBUTAIU U PETUCTPUPOBAIM MHTEH-
CHUBHOCTb M3JIy4eHMSI MCTOUHUKA CBETAa B JAaHHOM
nojoxeHuu. 1o moay4eHHBIM JaHHBIM OIPEIEIIs -
au Koo puumreHT nponyckanus K mo cienyoneii

dopmyre:
K, =1/1,

riae [, — MIHTEHCUMBHOCTD CBETA, TIPOLIELIErO CKBO3b
JIUCT pacTeHus, I, — MHTEHCUMBHOCTb M3JTy4EHMs
HMCTOYHHMKA CBETA.

ITapamerpb ¢rayopecuennun PC II 1ucTheB
penyrica perucTpMpOBaIM C MOMOIIBIO aHAIM3aTO-
pa addpexTnBHOCTN (HOTOCUHTE3a — WMITYJIBCHO-
ro mopratruBHoro dayopumerpa MINI-PAM-II
(“Walz”, T'epmanus) B COOTBETCTBMM CO CTaH-
JapTHOU MeTtogukoi [38]. YpoBeHh MUHMMAILHOM
(BO30yKmaeTcsI CBETOM C OY€Hb HU3KOI MHTEHCHB-
HOCTBIO) U MaKCHMaJIbHO# (BO30yXIaeTcss HacChI-
IIAIOIINM CBETOBBIM MMITYJILCOM) (hIIyOpeCleHIINI
OIIPEACIISUIN TI0CIIe DKCIIO3ULINY JIUCThEB B TECUCHUE
30 muH B TeMHOTe. C MCIIOIb30BAHMUEM CIELINATb-
Horo mporpamMMHoro obecrieueHnst WinControl-3
paccUMTHIBAIM CJIEOyIOIINe MapaMeTphl (iyopec-
LICHIIVM:

— MaKCUMAaJbHBINA (POTOXMMUYECKUI KBaHTO-
BoIi Beixon Fv/Fm = (Fm — Fo)/Fm, tne Fo — ypo-
BEeHb MUHHUMAJIBHOI (iyopecueHunu, Fm — ypo-
BEHb MaKCHUMaJIbHOM dayopecueHuuu [39];

— 3¢ @PEeKTUBHBIA (QOTOXUMHWIECKUIT WA pe-
ajpHbIi KBaHTOBEIM Beixon Y(II) = (F'm — Ft)/F'm,
rme F'm — MakcMManbHBINA BBIXOH (PayopecleHINnN
agalITUPOBAHHOTO K CBETy o0Opaslia, WHIYLUPY-
€TCS HACHIIAIOMIMM HMITYJIbCOM, BPEMEHHO 3a-
KpBIBAIOIINM Bce peaknnoHHBIe HeHTphl OC I,
Ft — MrHOBeHHBIN WIM CTAallMOHAPHBEINA YpPOBEHb
(yopeclLieHIINM amanTUPOBAHHOIO K CBETY 00pas-
11a, I3MEPEHHOMY IIPSIMO TIepe HACHIIIAIOIINM UM-
nyiabceom [40];

— Ko3(puueHT (HOTOXMMUUYECKOTO TYLIEHUS
(nyopecueHunu Ha cBeTy P, ocHOBaHHEII HA MO-
eI JyXKU — KOHIEIIIUM OTISIbHBIX aHTEHHBIX
o6nokoB O®C 11 [41];

— Ko3(PuLMeHT (HOTOXMMUUECKOTO TYLIEHUS
(yopeclieHIIMA B clyyae B3aMMOCBSI3aHHBIX aH-
teHH ®C II qL, ocHOBaHHBII HA MOIETN O3epa —
MHOXECTBO pPEaKIMOHHBIX IIEHTPOB PaBHOMEPHO
pacmpeneieHb II0 B3aMMOCBSI3aHHBIM aHTEHHBIM
onokam OC 11 [42];
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— K03(GPULMEHT HEe(hOTOXUMUYECKOIO TYyIIe-
HUSA payopectieHnum Ha cBety gN [41];

— K03 ULMEHT 3€aKCaHTUH-3aBUCUMOTO He-
doroxmmmueckoro tymennss NPQ [43];

— K03 ULMEHT KBAaHTOBOIO BHIXOIA CBe-
To-uHAylHupoBaHHoro (ApH-u 3eakcaHTMH-3aBU-
CUMOTI0) He(OTOXMMUYECKOTO TyllIeHUs (iryopec-
nenumu Y(NPQ) [44];

— K03 ULMEHT KBAaHTOBOTO BBHIXOIA HEpery-
JIUPYEMOM TUCCUTIALINHI TeIlIa M AMUCCUU ryopec-
LEHIIMY, KOTOphle He BKIIOYAIOT TPAaHCTUIAKOWII-
Hyto ApH u 3eakcanTus, Y(NO) [44].

Pa3nocTs moTeHnuaioB B CHCTeMe KOPHEOOHTA-
eMas cpela-pacreHusa. VizMepeHne 3JIEKTpUICCKUX
XapaKTEePUCTUK OCYIISCTBISUIM IIyTeM pa3Melle-
HUSI B OMO2JICKTPOXMMHIECKHUX STYCKaX 00bEeMOM
440 cm® OMOCOBMECTHMMBIX KOPPO3MOHOCTOMKUX
aJ1eKTponoB pasmepoM 60 X 60 MM B KOpHeoOM-
TaeMOI cpefe, YTo 00ecreyrnBano MOBEPXHOCTHbBIN
3JIEKTPUYECKMX KOHTAKT C KOPHEBOM CUCTEMON M
MPUKOPHEBOIT 30H0M [45]. Hiskanit snekTpon pac-
noJjiarajcs Ha pacctosHud 30 MM OT JHA €MKOCTHU
¥ ObLI BBIMOJHEH M3 TpaUTOBOIO BOMJIOKA TOJ-
IMHO#M 5 MM. BepxHuii ajeKTpod U3 CETKU U3 He-
pXaBEIOIIEH CTalM ¢ pa3MepoM STUEeKM 8§ X 8§ MM
pa3memancs Ha pacctodHuM 30 MM OT HIDKHETO
3JIEKTPOIA 1 ObLI 2JIEKTPOOTPUIIATEICH 10 OTHOIIIE-
HUIO K HeMy. MOHUTOPUHT M3MEHEHUSI Pa3HOCTHU
MOTEHIIMAJIOB MEXY JICKTPOIaMU B KOpHEOOUTae-
MOM1 cpelie B MPOLECCEe Pa3BUTHUS PACTCHUI peauca
MPOBONWIN C IIOMOINBIO amIapaTrHoi IaTdop-
MBI Arduino (“Arduino Software”, Kurait) kaxmbie
15 MUH B TeYEHME BCETO BEr€TallMOHHOTO Nepuoa.

Cratucrnyeckuii anaam3. BereTalimoHHBII OIIBIT
MIPOBOIWIN IBaXKIbI, pa3Mep OLIEHUBAaeMOIi BEIOOD-
ku — 10 pacTteHnii B KaxxgoM BapuaHTe onbita. Cra-
TUCTHUYECKasl OLIEHKA ITOJIYYeHHBIX JaHHBIX IIPOBO-
IWJIacCh IIyTeM pacdyeTa OCHOBHBIX OIMCATEIbHBIX
XapaKTepPUCTUK: CPEOHEro, CTAaHIAPTHOIO OTKJIO-
HEHUS, JOBEPUTEIBHOIO MHTEPBaja ¢ IPUMEHEHU -
eM niporpaMm Excel 2016 u Statistica 8 (“Stat-Soft,
Inc.”, CIIIA). AmoctepropHblii TecT ThIOKM OBLT
WCIIOJBb30BAaH [JI1 BBISIBJICHUS Pa3Idudil MEXIy
CPeMHUMHU 3HAYCHMSIMU UISI KaXKIOM XapaKTepu-
ctuku. 3HaueHue P < 0.05 cuuranoch mprueMIeMbIM
MpeaeIoM CTaTUCTUIECKOM 3HAYMMOCTHU. 3HAYCHUS
C pa3sHBIMU BEPXHUMU MHISKCAMU B CTOJIOLIE TOCTO-
BepHO pazmmaanuch (P < 0.05).

PE3VJIbTATbI

Mopdomerpuyeckue mnokasatead. Pesynbrarhl
aHaM3a MOpP(MOMETPUUECKUX IMOKa3aTeJei pacTe-
HUIi penuca, BBIPALEHHBLIX IOJ CBETOTMOIHBIMU
WCTOYHUKAMM CBETa Pa3HOIO CIIEKTPAIbHOTO CO-
CTaBa, CBUAETEILCTBYIOT O BIUSIHUU CITIEKTPA OITH-
YeCKOTo U3Ny4eHUs Ha (popMUpOBaHUE HaI3eMHOM
U TIOA3EMHOI1 yacTeil peauca u nepepacipeneineHmue
ACCUMUISATOB MEXIY JUCTOBOM PO3ETKOM U op-
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MUpYIOLIMMCcs KopHeruiogoM. O0611iast Macca pacre-
HUM MMejia OJM3Kue 3HAaUYCHUSI BO BCEX BapMaHTaX
omnbITa; ogHako non ceeTwibHUKaMu AFI-5000 Ha-
Oyromaiach YeTKO BhIpaXXeHHAasl TEHASHIINS K dop-
MUPOBaHMIO 00Jiee KPYIMHBIX KOPHEILIOAOB U Ooee
MEJIKOM JIMCTOBOM PO3E€TKM 110 CPABHEHUIO C Bapu-
aatamu AFI-4000 u AFI-3000 (Ta6. 2). Tak, macca
kopHeruiofga B Bapuante AFI-5000 mo cpaBHeHUIO
¢ Bapuantamu AFI-4000 n AFI-3000 Gbina BoIIe
Ha 7 1 10% cOOTBETCTBEHHO; MHAEKC XO3HCTBEH-
HOIl a3ddexkTuBHOCT — Ha 8%; MHIOEKC aTTpak-
uuu — Ha 31 1 26% cooTBeTcTBeHHO. Pazmnuus mo
BEJIMYMHAM MHIEKCOB aTTPAKIIMU U XO35IMCTBEHHOM
saddexruBHocT Mg Bapuanta AFI-5000 Obmm
cratuctTudecku mocroBepHbeiMu (P < 0.05). Brico-
Ta PO3ETKH, JJIMHA U IIMPUHA JUCTOBOM ILIACTHUH-
KM, IJIMHA Yepelika ObUIM HaMMEHBIINMU B BapH-
aHTE MCTOYHMKA CBETa C LIBETOBOM TEMIIEpATypoOu
5000 K, mpu 3TOM pacTeHUS BO BCEX BapWaHTax
orbITa (POPMHUPOBAJIM OTUHAKOBOE KOJIMYECTBO JI-
ctbeB. Haubonee 3HaUUTENbHBIE pa3IduUsl MEXIY
BapraHTaMK ObUIM BEISIBIICHBI B OTHOIIIEHWM ITOKAa-
3arens “IIPOLICHT TOBAPHBIX KOPHEIJIONOB”: HaM-
MEHbIIIee 3HAYCHNE MaHHOIO IoKa3aTensl ObLIO OT-
medeHo B Bapuante 3000 K (70%), Hanbosnblee — B
BapuanTe 5000 K (95%), uto oTpa3smioch Ha 001IeM
ypoxXae pacTeHUi. YpoxKail KOPHEILIONOB B BapruaH-
te AFI-5000 0BT MAKCMMATEHBIM CpeIy M3Y4eHHBIX
BapuaHTOB (3.45 Kr/mM?) M JOCTOBEPHO IpPEBBIIIAI
takoBoit 17151 BapranToB AFI-4000 u AFI-3000 Ha 18
u 47% cootBeTcTBeHHO. ClIeAyeT OTMETHUTD, UTO COPT
penuca IlerepOyprckuii (hMONIETOBBIN C CalaTHBIM
TUTIOM JIICTA MOXHO YIOTPEOJISITh B IIUIIY B CBEXKEM
BHUJIE 1LIEJIMKOM, ITO3TOMY OOIIIasl ypOXKaitHOCTb pac-
TEHUI C y4ETOM Haf3eMHOM YyacTy Bhile Ha 30—40%.
PesynsraTel MccaemoBaHus ypoxasi TOBapHBIX KOp-
HEIUIONOB ITOKa3alM, 4TO 3((EKTUBHOCTh MCIIONb-
30BaHUsI CBETWJIBHMKOB PAacCMOJIaraeTrcsl B IOCISI0-
BarenpHOocTy AF1-5000 > AFI-4000 > AFI-3000.
buoxummyeckuii cocraB. ComepXaHHE CyXOro
BEIIECTBA M IUTMEHTOB B JIMCThSIX pemuca TaKxKe
OBUIO IMOABEPKEHO BIMSHUIO CIIEKTPAJIBHOIO CO-
cTaBa cBeTa. bbUIO BEHIABICHO ITOBBIIICHHUE CONEP-
JKaHMUSI CYXOI'O BeIIeCTBAa B IIOCJIEIOBATEIbHOCTHU
AFI-3000 < AFI-4000 < AFI-5000, pazauuns Obln
cratucTudecku goctoBepHHI (P < 0.05) mexmy Ba-
puanTamu AFI-3000 m AFI-5000. Taxke 1mojrygaeHo
CTaTUCTUYECKN 3HAYMMOE ITOBBIIICHME COmepKa-
HUSI POTOCHMHTETUIECKUX IUTMEHTOB B TOI Xe I0-
caenoBatenbHOCTH (Tabi. 3). ComepxXaHue XJIOPO-
¢wmna a, b, cyMMBI XJIOPO(PUIIIOB M KAPOTUHOUIOB
B BapmaHTe AFI-5000 o cpaBHenuo ¢ AFI-3000
ObUTO JOCTOBEPHO BhIIIe Ha 18, 22, 18 u 14% coort-
BeTCcTBeHHO; o cpaBHeHUIO ¢ AFI-4000 — Ha 10, 19,
12 u 4% cootBeTcTBeHHO. [0 comepxkaHuio Hedo-
TOCHMHTETUYECKUX ITMTMEHTOB (aHTOLIMAHOB) pa3-
JIMYMI MEXIYy BaprUaHTaM1 He 0OHapyKeHO.
buoxuMmnyeckuii aHanMM3 KOPHEIUIONOB ITOKAa-
3ai, uyto B BapnaHTe AFI-5000 comepkaHue cyxoro
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BEIIECTBA OBLIO TOCTOBEPHO BHIIIE, YEM B OCTAIb-
HBIX BapruaHTax. HauMeHpIIMM comepXaHueM CyX0-
To BellecTBa Xapakrepu3onajcsg BapuaHt AFI1-4000
(otmuumst mocroBepHBl pu P < 0.05). Hurparts,
comepXaHne KOTOPHIX BO Bcex 00pasiiax He IPeBhI-
mayo ITJIK, B MeHbIIeH CcTeeHM HaKallJIMBaJIMCh
B Bapuante AFI-5000, roe nx KommdyecTBO OBIIIO Ha
35% menblie, yem B Bapuante AFI-3000, 1 Ha 31%
MeHbIe, yeM B BapnaHTe AFI-4000 (Ta6:. 4). I1po-
CJIeXMBaIACh TCHACHIIMS K HEKOTOPOMY CHIKEHUIO
conepxanus sutamuHa C ot AFI-3000 x AFI-5000.
bonee Hu3Koe comepkaHne MOHOCAXapOB ¥ CYMMBI
caxapoB HaOmonanock B Bapuante AFI-4000, B To
BpeMsI KaK colepXaHWe OMcaxapoB OBUIO MaKCH-
MaiabHBEIM B BapuaHte AFI-5000, mpeBbIlrast Tako-
BOE B OCTaJIbHBIX BapuaHTax B 4 pa3a.

JaHHBIE IO COAEPXKAHUIO MAaKpPO- X1 MUKPOIJIe-
MEHTOB B MCCJICHIOBAaHHBIX BapUAaHTAX IPEICTaBIIC-
Hbl Ha puc. 1. B OolbLIMHCTBE cllyyaeB HabIoga-
JIoch 00Jiee BBEICOKOE COACpXKAHME DJIEMEHTOB IS
BapmaHTa AFI-5000 1m0 cpaBHEHMIO C TAaKOBLIM B
BapmaHTax AFI-3000 m AFI-4000: Tak, B JUCTBSX
ObL10 Gouble Kanbliusg Ha 28 u 19% (puc. 1a), nuH-
ka — Ha 38 1 50%, mapranua — Ha 1 u 21%, menu —
Ha 255 u 63% cootBeTcTBeHHO (pHc. 1B). B KOpHe-
Iwonax OOHAPYXKEHO 3HAYMTEIbHOE ITOBBIIICHHIC
comepXaHUs MHUKPOIJIEMEHTOB IIPU OCBEIICHUN
pacteHuit ncroannkoM AFI-5000 — Gosee yem Ha
50% nns Xee3a, IMHKA U MapraHiia 1o CPaBHEHUIO
¢ AFI-3000 u AFI-4000 (puc. Ir), Torma KaK KOJu-
YeCTBO MaKpO3JIEMEHTOB MPaKTUYSCKM HE OTIMYA-
JIoOCh MexXay BapuaHTaMmu (puc. 106). i BapuaHTa
AFI-3000 MOXHO OTMETUTh YBEIMYCHHOE COHEP-
xaHue Kanus Ha 23 u 10% u kene3a Ha 46 u 26%
B TUCThsIX oTHOCUTEIbHO AFI-4000 n AFI-5000 co-
OTBeTCTBeHHO. B nucthsx mis Bapuanta AF1-4000
Ha0JII0IAJIOCh ITOBBIIIEHHOE KOJIMYSCTBO MarHusI Ha
18 u 10%, Hatpust — Ha 84 u 119% OTHOCHUTEILHO
AFI-3000 u AFI-5000 coOTBETCTBEHHO.

NutencuBnocts ¢uryopecuenmun. ITapameTpsl
(dayopecueHMM, XxapakTepusywolue 3¢GE(eKTUB-
HOCTb paboThl (POTOCMHTETUIECKOTO aIlrapara, pe-
TUCTPUPOBAIN Ha 22 IeHb BEIreTAllMOHHOTO IIepHO-
Jla Ha pa3BUTLIX JIMCThSIX BEpPXHETO sipyca (puc. 2).
MakcuMalbHbIi (OTOXMMUYECKUI KBAHTOBbII BbI-
xon Fv/Fm npakTtudyeckyu He OTIIMYANICS MEXITY Ba-
puaHTamu 1 coctaisia 0.819 nng AFI-3000 u AFI-
5000 u 0.820 mns AFT-4000. PeanbHblii KBAHTOBBI
Boixon Y(II), xapakTepu3ywlolIuii COOTHOLIEHHE
YKCIa KBAHTOB, UCIIOIb3YeMBIX B (DOTOXMMMIECKUX
peakiusx, K o0IeMy YKHCIy MOIIOMIEHHBIX KBaH-
TOB, ObUI TOCTOBEPHO BbIllIE Ha 88% Mg pacTeHuit
penuca, ocsemaembix AFI-5000, mo cpaBHeHUIO
¢ ucnoab3oBaHueM cBeTwIbHUKOB AFI-4000, u B
BUE TEHAEHIMH Ha 12% Gosblie, YeM LIS UCTOY-
HukoB cBeta AFI-3000. TToHmkeHHOE 3HaYeHUE
Y(IT) MmoxeT OBITh MOKa3aTesieM CHUXeHUS 2D dek-
TUBHOCTU aCCUMWISLIMA W 3aMeIJICHUs IepeHoca
anekTpoHOoB B ®CI u ®CII. KospduumeHt ¢poro-
Ne 2
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Ta6mua 2. MopdoMeTprdecKue mapamMeTpsl paCTEHUI pearca IPpY X BRIPAIIMBAHUY C UCIIOJIH30BaHNEM MCTOUYHU -
KOB CBETa Pa3IMYHOTO CIIEKTPAIIBHOTO COCTaBa

ITapametp

Bun pactenmii

Macca obmag, T
Macca kopHeruiona, T
Macca nucTeeB, r

NHunexc xo3giicTBeHHOIT
a(ppexTuBHOCTH

Wnnexc arTpakuun
Bricora po3eTku, cM
JlnameTp po3eTKH, CM
Yuco MMCTheB

JmHa nucra, cM
IupunHa nucra, cM
JlnnHa yepeika
JlnnHa KopHeriona, cM
JlnameTp KOpHeIIona, cM
WHnexc kopHeriona
ToBapHOCTb, %

VYpoxaii, Kkr/m?

CBeToaoaHbIN CaeTonnonHbIi CaeToanonHbIi
ceetrnbHUK AFI-3000 ceeTrsibHUK AFT1-4000 ceetunbHUK AFI-5000
30.31 +£ 1.95° 31.14 £ 4.32¢ 30.68 = 4.96°
19.97 £ 1.51° 20.53 + 3.16° 21.89 £ 3.882
10.34 £+ 1.11° 10.62 £ 1.27¢ 8.79 + 1.40°
0.66 = 0.03° 0.66 = 0.022 0.71 £0.03°
2.00 £0.23 1.93 £ 0.15* 2.52+0.34°
13.43 £ 0.27° 14.25 £ 0.96* 12.70 + 1.24
17.00 £ 1.46° 17.75 £ 1.00? 16.50 = 1.71#
6.57 £0.272 6.75 £ 0.39? 6.70 = 0.422
10.86 = 0.64° 10.12 £ 0.53¢ 9.95+0.36°
6.93 +0.312 6.75 £ 0.36* 6.25+0.517
6.43 +£0.272 7.63 £ 0.77° 6.30 = 0.59°
5.29 £0.20° 5.63 £0.63° 5.50+£0.57°
2.47 £ 0.10° 2.21 £0.35° 2.76 = 0.20°
2.15+0.212 2.57+£0.39° 2.01 £0.222
70 £ 4 85+ 6° 95 £ 4¢
2.351£0.28° 2.93+0.21° 3.451+0.27¢

Taomuna 3. COI[Cp)KaHI/IC CyXOro B€IECTBA U IIMTMEHTOB B JIMCTbAX p€arca nNpu X BbIpallliuBaHWU C UCITOJIb30BaHU -
€M MCTOYHUKOB CBETA pa3/JIMYHOTO CIICKTPAaJIbHOT'O COCTaBa

IMapametp

CBeTOINOIHBIN

ceeTwibHUK AFI-3000

Cyxoe BelecTso, %
Xnopodwmr a, mr/100 T e.B.
Xnopodwin b, mr/100 r e.B.

Cymma xsopodusuios a + b, mr/100 T e.B.

Kaporunouasi, mr/100 r e.B.

Antonmansl, Mr/100 T €.B.

7.83 £0.50°
109.77 £ 6.15°
40.06 + 2.24°
149.84 + 8.39°
34.56 £1.93*
0.023 £ 0.006

CBeTOINONHBIN CBeTOANOIHBIN
ceetmiibHUK AFI-4000 | cBeTunpHuk AFI-5000
8.48 £ 0.412° 8.88 £ 0.50°
120.72 £ 7.732b 129.66 * 8.30°
47.51 £3.04° 48.96 £ 3.13°
168.23 £ 10.772° 176.62 + 11.43°
36.06 £ 2.312° 39.46 £ 2.53°
0.013 £ 0.004° 0.018 = 0.04°

®U3NO0JIOTUA PACTEHUM
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Taomma 4. ConepxXaHue CyXxoro BelllecTBa, HUTpaToB, BuTaMruHa C 1 caxapoB B KOPHEIIJIONAX peauca Ipyu X BbIpa-
LIMBAHUM C UCITOJIB30BaHMEM UCTOYHUKOB CBETA Pa3IMYHOIO CIIEKTPaJIbHOIO COCTAaBa

Mapaver CBeTOINOIHBIN CBeTONVOIHBIN CBeTOnNOIHbBIN
P P cBeTsibHUK AFI-3000 ceetunbHUK AF1-4000 ceetuabHUK AFI-5000

Cyxoe BewectBo, % 4.75+0.232 4.06 £0.23° 5.31 £0.30¢°
HutpaTsl, MT/KT €.B. 1867.9 £ 224.2¢ 1743.3 £209.2° 1206.0 * 144.8°
Butamun C, mr/100 T e.B. 8.58 £0.76° 8.14 £0.78 7.70 £ 0.742
MoHocaxapa, % c.B.. 32.24 £2.48* 21.39 £ 2.05° 25.49 £2.45°
Hucaxapa, % c.B. 1.03 £0.11° 0.95%+0.112 3.97 £0.48°
CyMma caxapos, % c.B. 33.27 £2.942 22.34 £2.17° 29.64 £ 2.922

6 (a) 120 ©6)

S5t 30 100 ¢

4t iy 204 80+ _%h
< 3 I < B 19 9a s a a
: ol = ool 4 RS
2 c W
o . 1 [ 12 2 3! a2b 3¢ a2b o, o . 20 r i c
550 mE- Lat la¥ 547 23
= Ca P Mg Na 2 s Zn Mn Cu
SR SR ¢
% (B) % r 30 ()
(= a, T
g{ g 50+
8 8 40 r Ja i 3],.',

30 F omm T {(.l 2a 2
Ja 2a 30 10+ o2 o
a Ja 3a 4 a Ja 2a | ! 3¢
£Z2 We o3 0 i :
K Ca P Mg Fe Zn Mn Cu

Puc. 1. Conepxxanue Kanus, Kanblus, docdopa, MarHusi, HaTpUs B TUCThSIX () ¥ KOpPHeTUIonax (B) penuca; xeje3a, IHKa,
MapraHIila, MeIu B JJUCTbsIX (0) 1 KopHerionax (T) pearca Mpyu BhIPAlIMBAaHUY C UCTIOIb30BAHUEM NCTOYHUKOB CBETA pa3-
JIMYHOTO crieKTpayibHoro coctaBa: / — AFI-3000, 2 — AFI1-4000, 3 — AFI-5000.

XUMUYECKOTO TYIIEeHUsT (DJIYOpPECLUCHIUM Ha CBETY
gP, paccuuThIBaeMbIil MO KOHUEMLIMU OTAEIbHBIX
aHTeHHbIX OnokoB ®C II, u kosdpduumeHrt gL,
onpenensieMblid UCXOMS U3 TOTO, YTO MHOXECTBO pe-
AKIIMOHHBIX LIEHTPOB PaBHOMEPHO pacIpeacicHbI
0 B3aMMOCBSI3aHHBIM aHTeHHBIM OyiokamM PC 11,
KOPPETNPOBaIN MEXIY cO00# (KO3 PUIIMEHT KOp-
pensiuyu ¥ = 1) 1 ObUIM CTATUCTUYECKN JOCTOBEP-
Ho BbIle g BapuanTa AFI-5000 — qP na 94%,
gL Ha 139% otHocutenbHo AFI-4000 u B BUIe TeH-
neHuu — qP Ha 11%, qL Ha 14% no cpaBHEHUIO C
AFI-3000. Koa¢pdunmeHTs HEPOTOXMMUYIECKOTO
TylIeHus dayopecueHIMK Ha cBeTy qN U 3eakcaH-
TUH-3aBUCUMOTO He(MOTOXMMHUYECKOIO TYIICHUS
NPQ TaK ke, KaK U OXHMIAIOCh, KOPPEITUPOBAIIN
Mexay coboii (koadduuueHT koppenauuu » = 0.99)
YU YMEJIU JOCTOBEPHO YBEJIMYECHHOE 3HAYCHME IS
AFI-5000 — gN Ha 31%, NPQ Ha 65% oTHOCUTEIIb-
Ho AFI-4000 u B Buze renaeHun — qN Ha 2%, NPQ
Ha 4% 1o cpaBHeHMIo ¢ AFI-3000. KoadduireHTs

®U3NO0JIOTUA PACTEHUM

Y(NPQ) KBaHTOBOTO BBIXOJIa CBETO-MHIYIIUPOBAH-
Horo (ApH-m 3eakcaHTWH-3aBUCUMOTO) He(DOTOX M-
MUYECKOTO TYLIEHUSI (JIyOopeCLieHLIMU OBbLIN Omu-
HakoBwle 119 BapuaHToB AFI-3000 m AFI-5000 u
npesbiianyn BapuaHT AFI-4000 Ha 30%. Koaddu-
meHT Y(NQO) KBaHTOBOTO BEIXOIA HEPETYIMPyeMOoit
MUCCHUIIALIMY TeIuIa M SMUCCUH (DIIyopeCLeHIINH IS
BapranTa AFI-4000 ObUT cTaTMm4ecKd JOCTOBEPHO
BbllIe Ha 22% 1o cpaBHeHuto ¢ AFI-3000 u Ha 27%
otHOocuTenbHO AFI-5000. Beicokoe 3raueHme Y(NO)
CUTHAJIM3UPYET O TOM, YTO M3OBITOYHASI 3HEPTUS
BO30YXXICHUS NOCTUTAeT PEaKIMOHHBIX ILIEHTPOB,
YTO MPUBOINT K CHJIIBHOMY CHIDKEHUIO aKTUBHOCTHU
akuernrropoB O C 11 u poTonoBpekIeHMIO.

Mupekcsl oTpazkeHHs CBeTa JIMCTOBOW IOBEpX-
HocTbl0. VIHIEKCH OTpaxkeHusI, XapaKTepU3yIOIIIe
€MKOCTb 1 3(p(PEKTUBHOCTHh PAOOTH (DOTOCHUHTETH -
YeCKOI0 amIapara pacTeHHMI pemyca, perucTpupo-
BaJIv Ha 26 JeHb BereTallioHHOro repuoaa (puc. 3).
IlonyyeHHBIE WMHOCKCHI OTpaxkeHMWS XJIopoduiria
Ne 2
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ChIRI cratmcTryeckn He pas3nTndajirich MEXIy Ba-
puaHTaMu, OOHAKO HaOJIomagach HEKOTOpas TEH-
NEHIINS K YBEJTMUCHUIO 3TOTO ITOKAa3aTels 1151 BapH-
anta AFI-3000 Ha 3 u 7% otHocutensHo AFI-4000
n AFI-5000 coorBeTcTBeHHO. C OTHOI CTOPOHHI,
3TO HE COOTHOCHUTCS C OMOXMMUYECKMMMU JAaHHBI-
MH II0 CONEpKaHUIO IMUTMEHTOB B MCCJIEIOBAHHBIX
o0pasiax, rae HanboIbIee KOJIMIECTBO XJTOPODIII-
JIOB OBLIO XapaKTEPHO IIJIs TUCThEB pACTEHUIA pean-
ca, OCBEIIAeMbIX B IIPOLIECCE POCTA CBETIIbHUKAMU
AFI-5000. Ognako mipm 3ToM mis1 BapnaHTa AFI-
3000 Takke 3aperucTpMpOBAHO ITOCTOBEPHOE YBeE-
JIMYEeHNE MHIEKCAa MHTEHCUBHOCTH PAaCCesIHNUS CBETa
R800 — Ha 18% 1o cpaBuenuio ¢ AFI-5000 u B Buze
TeHaeHUUMn Ha 6% ortHocurenbHo AFI-4000, uro
MOXET TOBOPUTH 0 MeHee d(P(OEKTUBHOM HCIIOIb30-
BaHMU CBETOBOIl BHEPIUU JIMCThSIMM B JaHHOM Ba-
pmnanTte ocBemiennst. ChIRI xapakrepusyeT eMKOCTh
(boTOCHMHTETHYECKOrO aIlllapaTta pacTeHUd MU IIO-
TEHIIMAJIbHYI0 BO3MOXHOCTh PAacTeHUS ITOIIOIIATH
cBeT, a SIPI m R800 — 3p(peKTUBHOCTH €T0 PadOTHI.
W3MeneHme oTpaxkeHUs B OJIVDKHEN WHGppaKpacHOM
o6macti (R800) ssBisIeTCS CIeICTBUEM CTPYKTYPHBIX
W3MEHEHMI, CBSI3aHHBIX C pa3MepaMi KJIETOK 3ITH-
JIepMIca, HAIMYKMEeM KyTUKY/IbI 1 OITYIIEHMSI.

OTrMedeHa TeHACHIUS K YBEIMYEHUIO MHAEKCA
(oToxuMmYecKoii aKTUBHOCTU (POTOCHHTETHYE-
ckoro ammapara PRI mng Bapmanta AFI-4000: on
ObL1 BhIlle Ha 38% 1o cpaBHeHuio ¢ AFI-3000 u
Ha 29% otHocuteabHo AFI-5000. Benuuuna PRI
OIIpeAeIIsIeTCI MHTEHCUBHOCTBIO TEIUIOBOM IHMCCH-
Malny 1M TECHO CBSI3aHa C IapaMeTpaMu (iryopec-
LEHINY, XapaKTepU3yIIINMIA He(POTOXUMUIECKOE
TYIICHUE.

KoaddummenT npomyckanusi cBeTa JUCTOBOM MO-
BepxHocTbI0. Hanbonbimnii KoagpduumeHT npomny-
CKaHUsI CBETa JINCTOM OBUI XapaKTepeH ISl BApUaH-
ta AFI-4000 — K, = 0.075 £ 0.011. OH nocroBepHO
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ommmyazca Ha 20% or K = 0.062 £ 0.003, mosyyeH-
HOTO JUISl IMCTOBOI ITOBEPXHOCTH peauca, OcBella-
emoro uctouHukom AFI-5000, 1 B BUuie TeHIEHIINU
Ha 12% ot 3nauenns K = 0.067 + 0.006, uzmepen-
Horo a7 BapuanTa AFI1-3000. MoxHo ciemaTsb BbI-
BOI, YTO JIUCThSI peayuca, BhIpAllleHHbIC C UCIIOJIb-
3oBaHueM cBeTWIbHUKOB AFI-5000, momiomranu
OoJiblliee KOJIMYECTBO CBETA, YeM JIMCThsI, 00Iydae-
Mmele B ripottecchl pa3suts AFI-3000 u AFI1-4000.
Dnekrpoduznonornyeckue mnokasarenmu. uHa-
MUKa (OpMUPOBAHUS Pa3HOCTU ITOTCHIIMAJIOB B
KOpHeoOMTaeMoil cpele penrca ObUIa CXOXa IJIsI
BCeX BapMaHTOB (pHUC. 4): pOCT HAIIPSIKEHUS B TIep-
Bble OBa IHS, 3aTeM CTaOMIM3alMs Ha CpeaHeM
ypoBHe 394 + 23 MB mig AFI-5000, 396 = 21 mMB
s AF1-4000 n 374 + 23 mB msg AFI-3000 mo nme-
CSITOTO JHS BereTallMOHHOrO nepuoa. ITocie atoro
g BapuanToB AFI-5000 n AFI-4000 nabmromain-
¢Sl POCT pa3sHOCTH TToTeHIuanoB no 424 + 34 mB
u 403 £ 29 MB cootrBercTBeHHO. Ilpm aTOM M
AFI-3000 nHampsokeHue, HaoOOpOT, cHagajao a0
3HaueHuit 283 = 59 mB. Bepostho, ntepuon ¢ 10 o
20 THU COOTBETCTBOBAJl aKTMBHOMY POCTY KOpHe-
IUTOJA U CBSI3aHHBIMU C 3TUM MWHTECHCUBHBIMU Me-
TabOMMUYECKMMHU TIpolieccaMyd B KOpHeOoOuTaeMOI
cpelie, Ha KOTOpHIE, BUAMMO, TTOJIOXUTEIBHBIM 00-
pa3oM BIUSET OOIbIIas JOJISI CUHETO CBeTa B CITEK-
Tpe ocBenieHU. [Tocne 21 gHS M1 BceX BapUaHTOB
HaOJI0a/I0Ch YMEHbIIICHUEe MHTEHCUBHOCTHU T'eHe-
paluy pa3sHOCTU IMOTEHIIMAJIOB, YTO MOXET T'OBO-
PUTHh O CHVKEHUU POJIM KOHLEHTPALIMOHHBIX 3(-
(bekTOB M 3aMeNIeHUM IPOLECCOB pacpeaeIecHUS
MMUTATEIbHbBIX BELIECTB 10 IPagUeHTy [IyOUHBI TOP-
(da B cBsI3M ¢ ycuiieHueM (DM3HOJOTUYECKUX IIPO-
LIECCOB HAKOITJICHMSI OMOMACChl KOPHEIUIOAOB.
MHTepecHO OTMETHTh, YTO BONOPOMHBIA IIO-
Kkazatenb pH cocrasiasn gusg AFI-5000 B obmactu
BEpPXHETO0 3JieKTpoaa — 7.19, HUXKHEro saeKkTpoaa —

2b

3(1

19
19 3a 2/’1
i '_ibI I_I

Fv/Fm Y (II)

NLQ Y (NO) Y(NPQ) qP gN

ITapameTpsl (hbayopecueHLIN

Puc. 2. [TapameTpsl (uryopeciieHIINY ITpY BEIPAIIMBAHUN PEINca C UCITOJIb30BAHNEM UCTOYHUKOB CBETA PAa3IMIHOTO CTIEK-
TpanbHoro cocraBa: I — AFI-3000, 2 — AFI-4000, 3 — AFI-5000. Fv/Fm — makcumMaibHbIi hoToxumudeckuii Beixox ®C
11; Y(II) — acpdextuBHbIi poToxumuueckuit Beixon D C 11; qP — koadbduiineHT poTOXMMUYECKOro TYIIeHU (IIyopeciieH-
vy Ha cBeTy; qL — KoadduimeHT PoToXMMIIECKOro TyIeHUsT (HIyopeclieHIIMK B cliydae B3aUMOCBsI3aHHBIX aHTeHH D C
11; gN — xoaddunmeHT HedoToxumMuueckoro TyueHus diyopecueHi; NPQ — koaddbuiimeHT HehOTOXMMUUYECKOTO Ty~
meHus GIyopeciieHIn, pacCYuThIBaeMblil cortacHo ypaBHeHUIo LltepHa-donbmepa; Y(NO) — HeperyampyeMble moTepu

sHepruu Bo3oyxneHus; Y(NPQ)
ApH- 1 3eakCaHTHH-3aBUCUMbIX MEXaHU3MOB.
®U3MNO0JI0Td PACTEHU
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7.30, mra AFI-4000 B oGmacTi BepXHETO 3JIEKTPO-
na— 7.36 u HikHero — 7.42, rorpa kak mist AFI-3000
9T TI0KAa3aTeIyd NPaKTUYECKU HE OTIMYAINCh M
coctaBistin 7.51 nmisg BepxHelt obnactu u 7.47 nisa
HIDKHEH. DTO MOXET CBUAETEIbCTBOBATh O TOM, UTO
B (popMUpPOBaHNUM Pa3HOCTHU MOTEHIIAJIOB B KOPHE-
0o0MTaeMoil cpelme YJIacTBYIOT OKHUCIUTEIbHO-BOC-
CTAaHOBUTEJIbHBIE  IIPOIIECCHI,  COITYTCTBYIOIIME
XKU3HEACITECIIbBHOCTU PACTCHUMA M OKPYXKAIOIIEH
UX MUKPOMDIIOPHI, BCISACTBUE KOTOPHIX BO3HMKAET
rpaaueHT KOHIeHTpanueii. B maHHOM citydae, B Ba-
puanTax AFI-5000 n AFI-4000 B o61acTtn BepxHe-
ro 2JIEKTpOda MPUCYTCTBYEeT OOJbllee KOJIMIECTBO
MOHOB BOIOPOIA IO CPaBHEHMIO C HIDKHMM, a IS
AFI-3000 paznmmuuit KOHIIEHTpalnii He HaOJIromaeT-
Cs, YTO MOXKET OBITh OMHOI 13 IIPUYMH (POPMUPOBA-
HUs1 00J1ee HU3KOM Pa3HOCTHU ITOTEHIIMAIOB.

B 1menoM, makcumanbHasi TeHepalus Hamps-
xeHnst 532 mMB HaGmiomanach B KOpHeOOMTaeMOid

K
2 Ja

;:

& 1

° Ja2a 3

g1 5

E | p2x Il 19 24 3a

& * :

e M
ChIRI SIPI  R800/20 PRI*20

HNHpekcel oTpaxkeHUs

Puc. 3. lHaekcel oTpakeHUsT TP BHIPAIITUBAHUY PEIH-
ca C WCTOJTh30BAaHMEM MCTOYHMKOB CBETA PA3IMYHOTO
cnekTpajiabHoro cocrana: I — AFI-3000, 2 — AFI-4000,
3 — AFI-5000. ChIRI — nnnmexc oTpaxeHus1 XJ10podu-
na; SIPI — oTHoleHWe cyMMbl KapOTUHOUIOB K CyM-
Me xiopodmiioB; R800/20 — nHIEKC MHTEHCUBHOCTH
paccestHUsI CBeTa, pa3feeHHbI Ha 20 OTH. efI. ISt Mac-
mraba; PRI*20 — nnmekc doToxuMmueckoit akTUBHO-
CcTU (HOTOCUHTETUYECKOTO allfapaTa, YMHOXEHHBIN Ha
20 oTH. ex. ny1st MaciuTaoba.
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cpele penuca, OCBELAeMOTo B IPOLecce POCTa CBe-
tubHuKaMu AFI-5000, g AFI-4000 sTa Beaudu-
Ha coctasmia 508 MB, a mia AFI-3000 — 439 mMB.
CpenHee 3HaYeHME B TeYEHUE BCETO BET€TALIMOHHO-
ro rieprona coctaBuio 384 + 58 MB mra AFI-5000,
385 = 47 mMB mia AFI-4000 u 314 £ 65 mMB nna
AFI-3000.

OBCYXIAEHHME

IIpoBeneHHBIE KOMIUIEKCHBIE MCCIEIOBAHUS
BBISIBUJI TOCTOBEPHOE YBEIMYECHME MACCHl U pa3-
MEPOB KOPHEIUIOAOB, COACPXKAHUSI CYyXOro Bellle-
cTBa M (DOTOCHHTETUYECKMX ITUTMEHTOB, YBEJIM-
YeHHEe COmepXKaHHUs MaKpo- U MHUKPOBJEMEHTOB B
JUCThsIX (Kanbuusi, pocdopa, LMHKA, MapraHia,
Meou) M KOopHeIuiomax (Kamms, kene3a, IIMHKa,
MapraHila), YMEHBIICHHE KOJIMYEeCTBA HUTPATOB,
MOBBIIIEHNE KO3(PPUIIMEeHTOB 3(PPeKTUBHOTO PHO-
TOXHMUYECKOTO BBIXOMa, (DOTOXMMUUIECKOIO U He-
(oToxmMmyeckoro TyiieHus GIyopecleHInd, a
TaKKe II0KA3ajJMd BBHICOKYIO TeHepallnio Pa3HOCTHU
MOTEeHIIMAJIOB B KOPHEOOMTAEMOI cpeme IS pac-
TEeHW peanca, OCBEIIaeMBIX B IIpOliecCe pocTa
ncrouynnkoM cBeta AFI-5000 co criekTpom, Omm3-
KHMM K COJTHEYHOMY CBETY B IIOJIIEHb, C COOTHOIIIE-
HUEM CHHETO : 3€JCHOro : KpaCHOro IHaIla30HOB
25% :38% :37% 110 cpaBHEHUIO C IPYTUMHU UCCIIEI0-
BaHHBIMM BapuaHTaMu. [J1s1 pacTeHuit penuca, BbI-
pallleHHBIX C MCITOJIb30BaHNEM CBETOMMOTHBIX CBE-
TITbHUKOB AFI-3000 co crekTpajlbHBIM COCTaBOM
B BUAMMOI1 00JIacTH, IIPUOIIKEHHBIM K €CTECTBEH-
HOMY CBETY, KOTIIa COJTHIIE HAXOOUTCS Y TOPU30HTA,
C OTHOIIIEHWEM OCHOBHBIX IMAIla30HOB CIIEKTpa
11%:35% :54%, oTMedeHO yBeJIn4eHHe KOJIMIECTBA
caxapoB, HO IIpA 3TOM HaOJII0IaJI0Ch TaKKe HAaKO-
IUIEHEe HUTPATOB M BHICOKAS JOJISI pacCesTHUS CBETa
muctoM. CBetomuonHble cBeTUIbHUKM AFI-4000 c
HauOoJjiee HEUTpaJbHBIM OCBEIICHHEM, IIpUOJIH-
>KEHHBIM K yTPEHHEMY 1 MIOCIC00eIeHHOMY CBETY, C
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BereTannoHHEI TTIEpHOM, CYT

Puc. 4. ®opMupoBaHne pa3HOCTH MTOTCHLIMAIOB B KOPHEOOMTaeMOi1 cpeie pearca B IIPOoIecce ero BhIpallluBaHUS C UC-
MOJb30BaHMEM HMCTOYHUKOB CBETa Pa3JIMYHOTO crieKTpasibHoro cocraBa: I — AFI-5000, 2 — AFI-4000, 3 — AFI-3000,

4 — KOHTpOJIb 0€3 pacTeHMUsI.
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coOoTHOILIEHMEM obacteii criektpa 19% :38% :43%
MoKa3aly HaWUXYAIIMKA pe3yJbTaT U3 MCCAemOBaH-
HBIX BapMAHTOB — ITOBBIIIIEHHBIE HEPETYIUpPyeMbIe
MOTepH DHEPTrUM BO3OYXKIEHUS M IIPOITyCKaHUE
CBETA JIMCTOBOI MOBEPXHOCTHIO.

Ha ocHoBe mony4eHHBIX JaHHBIX ObLIa COCTaB-
JIeHa CBOOHAs TaOJIMIla, B KOTOPOM IIpemcTaBiie-
Hbl BCE IOCTOBEPHO OTIMYABIIMECS ITOKA3aTeln
(taba. 5). UM Obum mmpucBoeHB 6amael — 1.0 msa
BaprMaHTa C MUHHUMAJbHBI MapaMeTpoM, K IBYM
JpyrumM Jo0aBieH TOT MPOLIEHT OT 0ajljila, Ha KOTO-
PBIA JAaHHBIA TOKA3aTeIb OTIINYAJICS OT BApMAHTA C
HaMMEHBIIIMM IToKazaTteneM. st comepXaHus HU-
TpaToB, KO3 UIIMEHTa HEePEeTYIUPYEeMBIX MOTEPh
SHEPIUY BO30OYXKIEHUs, MHIEKCA pacCesIHUs CBeTa
u Ko3¢hduLMeHTa NPONMyCKaHWS CBeTa pa3HUIIA B
3HAUYCHUSIX BeIYUTANACh U3 1.0, Tak KaK yBeIM4YeH-
Hble 3HAYEHMSI BTUX IapaMeTpPOB CBSI3aHBI C He-
TaTUBHBIM BO3ACHCTBHMEM BHEIIHUX (DAKTOPOB Ha
coctosiHue pacteHuil. [TonyyeHHasas cymMma OasjioB
IUIST ICCIIEAOBAHHBIX BApMAHTOB ObLJIa CICIYIOIICH:
AFI-3000 — 19.9, AFI-4000 — 18.2, AFI-5000 —
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22.1 6am, 4TO MOATBEPKAAeT HANOOJIbIIIEe TTOI0XKM -
TEJbHOE BIMSIHME Ha pacTeHUS pearca UCTOYHMKA
CcBeTa ¢ HauboJiee paBHOMEPHbBIM pacnpeacieHUeM
3HEepruu (POTOHOB IT0 JUAIla30HaM CIIEKTpa 1 00JIb-
IIei JOJIE CUHETO CBETAa MO OTHOLICHMIO K IPYTUM
MCIOJIb30BAHHBIM CBETUJIbHUKAM.

Hamm pesyabraThl COIACYIOTCSI C  JaHHBI-
MM, IIOJyYEHHBIMU IPYTMMHU MCCIENOBATEISIMMU.
Tak, cniekTp U3AydyeHMs], MPUOJMKEHHBIA K COJI-
HEYHOMY, MOJOXUTEIbHO BJIMSIET HAa pPaCTeHMS,
YBEIMYMUBAs MX IPOAYKTUBHOCTbD 3a CYEeT (pOpMUPO-
BaHUs OOJBIICH TTOMIAAN JIucTa U 3¢ (GHEeKTUBHOTO
YCBOEHUST HEPTUU cBeTa [24]. YBenmueHuwe DO
CMHETO CBETa B CIIEKTPE CIIOCOOCTBYET MU3MEHEHUIO
(poToCHHTETUUECKNX XapaKTepUCTHK ((POTOCHHTE-
THUYECKOI0 IIOTeHLMAIa, CKOPOCTU (hOTOCHUHTE3A,
YHCiIa ¥ pa3sMepOB YCTBUII) U CTUMYIUPYET (pU3U-
0JIOTMYECKME PEeaKIMM y cajaTa, B pe3yJbraTe Yero
HabJI0aaeTCsl YBEIMYEHUE CyXOi OMoMacchl, Yucia
JIUCThEB Y IUIOLIAAM JUCTOBOM MOBEepXHOCTU [46].
VYBenuueHue J0a1 3€JIE€HOTO U CHUXKEHUE JOJIU CU-
HEro CBETa B CIIEKTPE BbI3bIBACT BBHITSITMBAHUE pac-

Tabauna 5. CBomHbIE pe3yIbTaThl, CPABHUBAIOIIUE PA3INYYsI B TPOLIEHTHOM COOTHOIIIEHUY MEXIY UCCISIOBAHHBI-
MU (DOTOCHUHTETUYECKUMU, SJIEKTPO- U MOP(HOGDU3NOIOrMUEeCKIMU ITOKa3aTeISIMU PEarca, OCBEeIaeMOro B Ipoliec-
ce pOoCcTa UCTOYHHMKAMU CBETa C Pa3HbIM CIIEKTPAIbHBIM COCTABOM

bann
TMapametp Caeronuonubsiii | CBetoguonHeiit | CBeTOMMOTHBIN
CBETUJILHUK CBETUJIbHUK CBETUJIbHUK
AFI-3000 AFI1-4000 AFI-5000
MHnekc xo3sicTBeHHOM 3D (HEKTUBHOCTU 1.0 1.0 1.1
WHpexc aTTpakumn 1.0 1.0 1.3
JnrHa yepeinka 1.0 1.2 1.0
JAunaMeTp KOpHeIIona 1.1 1.0 1.2
Cyxoe BelleCTBO JIUCThEB 1.0 1.1 1.1
CymmMma xjtopouioB a u b 1.0 1.1 1.2
KapoTtuHouabt 1.0 1.0 1.1
Cyxoe BeIecTBO 1.2 1.0 1.3
Hurpatsr 0.6 0.7 1.0
CymMa caxapoB 1.5 1.0 1.3
DddexkTuBHbIi poroxummyeckuii Beixox @C IT'Y (IT) 1.7 1.0 1.9
Heperynupyemsie notepu aHepruu Bo3oyxaeHus Y (NO) 1.0 0.8 1.0
KoaddpuuueHT poToXMHUUECKOro TYLIEHUS
dayopecueHuuu Ha cBeTy qP 18 1.0 19
KoadpdpuuueHT HeOTOXMMUUECKOTO TYLIEHUS
nyopecuerin gN 1.3 1.0 1.3
Wnnexc nHTeHCUBHOCTU paccesHus cBeTa R800 0.8 0.9 1.0
Kosdduuumenr nporyckanus ceera K, 0.9 1.0 0.8
CpenHss pa3HOCTh MOTEHIMAJIOB B KOPHEOOUTAEMOI cpelie 1.0 1.2 1.2
MakcuMaibHasi pa3HOCTh ITOTEHIIUAIOB B 1.0 12 12
KOPHEOOUTAaeMOIi cperne
Hroro 19.9 18.2 22.1
®U3UOJI0IUs PACTEHUN ToM 71 Ne 2 2024
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TEHUI, a TAKXE MPUBOAUT K CHMKCHUIO UX ChIPOM
n cyxoit buomaccsl [47]. JlobGaBiieHne CMHETO CBETa
(ot 25 1o 50% B cnekTpe) JOCTOBEPHO IOBHIIIAET
ypoxail U comepaHhe MaKpo- U MUKPOIJIEMEH-
TOB y MUKpoO3ejieH! ceM. Brassicaceae — ropuuiibl
n Keitna [48]. CuHMIT CBET CTUMYJIUPYET POCT pac-
TEHWI pemuca, IIIMHATA W cajlaTa, CYIIECTBEHHO
MOBEIIIAsg OMOMAacCy pacTeHMIA, BKIIOYAsl KaK Haui-
3eMHYI0 9acTh, TaK 1 KOPHEILIOMN, a TaKXKe CII0CO0-
CTBYeT 3HAYMUTEJIbHOMY YBEIMYEHMIO CONEpKAHUS
ob1iero xaopoduiiia [49].

TakuMm o0pa3oM, HaIlM HCCICOOBAaHUS IIOKA-
3ajid, YTO IMIpUMEHEeHNE NCTOYHMKA CBETa CO CIIeK-
TPOM, HPUOIKEHHBIM K COJHEYHOMY CBETY B
noimeHb ¢ 1BeToBOI Temrepartypoii 5000 K, mo
CPaBHEHUIO CO CBETUJIBHMKOM C IIBETOBOI TeMIIe-
patypoit 3000 K, crrekTp KOTOpOro mpuOIImkeH K
€CTeCTBEHHOMY CBETY, KOIJa COJIHIIE HaXOOUTCS Y
TOPU30HTA, U ¢ 1IBeTOoBOM Temmeparypoii 4000 K ¢
HauOoJiee HeWTpaJbHBIM OCBElLICHUEM, MNpUOIU-
>KEHHBIM K YTPEHHEMY U MOCIe00eIeHHOMY CBETY,
CHoCOOCTBOBAJIO MOJYYEHUIO 060JIee BBICOKHUX MOKa-
3aTeNeil, XapaKTepu3yIUX aKTUBHOCTb U 3 PeK-
TUBHOCTh pPaboThl (DOTOCHMHTETUUECKOrO ammnapara
¥ MTHTEHCUBHOCTD (PM3UKO-XMMUIECKHUX IIPOLIECCOB
B KOpHEOOMTaeMoii cpele, 4To, B KOHEYHOM UTOTE,
00€eCIIeuryio MaKCUMAaIbHbBIN BBIXON PacTUTEIbLHOMN
nponykuun B j7anHoM BapraHTte 5000 K. BeposTHo,
3TOT ITOJIOXKUTEIbHBIN 3((HEKT CBSI3aH C HATMIUEM
B CIIeKTpe OOJIbIIIeil IO CMHETO CBETa, BIUSIOIIE-
TO Ha pa3BUTHE KOPHEBOI CHCTEMBI.

B 1iennom, cBeTOOMOMHBIE CBETYUIBHUKI, MMUATH -
pyIOILINE COJHEYHBII CBET, MOXHO pacCMaTpUBaTh
KaK TIepCIEeKTUBHBIII MCTOYHUK CBETa IJIsS yIIpaB-
JIIEMOTO 3KOJIOTMYHOIO CEJIbCKOI0 XO3SiiCTBa, B
TOM YHCJIEe IS NPUMEHEHHS B TEPPUTOPHUAIBHO
yIajJeHHbIX paitoHax. OmHaKo cjeayeT 3aMeTHUTb,
YTO pa3HbIe KyJIBTYPHI IO-Pa3HOMY pearupyloT Ha
CIIEKTPAIbHBIA COCTaB CBETOBOIl Cpembl, ITO3TO-
MYy paciimpeHue o0beMa MCCISOOBAHMI peaKInu
pacTeHMii Ha CIIEKTpaJIbHBIA COCTaB IIpMMEHSIE-
MBIX ICTOYHMKOB CBETa HEOOXOMMMO [IJIST YBEIIMIe-
HUSI 3G HEKTUBHOCTH IIPOU3BOICTBA PACTUTEIBHOI
MPOOYKIIMKA B KOHTPOJIMPYEMBIX YCIOBHSIX Cpenbl 1
TIOBBIIIICHNS €€ KauecTBa.

HccnemoBaHust BBITIOJHEHBI MPpU (GUHAHCOBOM
nonaepxkke Poccuiickoro HaygyHoro (poHma coriac-
Ho cornameHuo Ne 23-26-10050 ot 20.04.2023 T.
n Cankr-IleTepOyprckoro HaydHoro oHga B co-
oTBeTCTBUM ¢ commaimenueM Ne 23-26-10050 or
05.05.2023 r., rpa"T Ne 23-26-10050.

Hacroginas crtaTest He COAEPXKUT KaKUX-JIMOO
WUCCJIEOBAHMI C ydyacTueM JIIOAEei M XKUBOTHBIX B
KayecTBe OOBEKTOB. ABTOPHI 3asIBJISIIOT 00 OTCYT-
CTBUU KOH(JIMKTA UHTEPECOB.

Astopsl T.9. Kynemosa n H.I'. Cunsgsuna npu-
JyManu U npoBesiu akcnepumeHT, B.E. BepTeOHbIiA,
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10.B. XoMgKOB OCYIIECTBUIIN OMOXMMUUYECKIE
nccaenoBanusg, E.M. D3epmHa doTocmHTETHUE-
ckue m3mepennsa, H.I. Cunagsuna n A.A. KoueTtoB
MopdomeTprueckne m3Mmepenwnst, 1.D. KymemnroBa
n I1.B. XKenHaueBa sjeKTpUUYECKUE U3MEPEHUSI.
T.D. Kynmemona, I'I. IlanoBa, A.A. KoueToB u
H.T. CuugBuHA yyacTBOBaIM B 00pabOTKe M aHAJIN -
3¢ maHHbBIX. ABTOpHI T.9. Kynemona, E.M. B3epuHa
n H.I. CuHsBrHA yJacTBOBAIM B HAITMCAHUM TEK-
cra ctaTbd. Bce aBTOpHI yJacTBOBaIu B 0OCyXIe-
HUM pe3yIbTaTOB.
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