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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-NogoOHON 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
MaJbTo3y) " 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
Uroro: 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 MeX Iy coboit [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
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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
YaCTHOCTY KMHA3HBIM KaK HamboJee 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. 0. (puc. 2B). Takum oOpa3zom, 11T ISKTHHOBBIX
O€eJIKOB pacTeHUIl XapakKTEpHO MOIYJIbHOE CTpPO-
€HUE C pa3INYHbIMM KOMOWHALMSIMHU OTIAEIbHBIX
JTOMEHOB 1 pa3InYHOI UX JOKaIu3alueil B o0LIei
CTPYKTYP€ MOJIEKYJHI.

Ilpu aHanu3e reHOMOB BBISIBJIEHO, YTO KOM-
OMHALMK TOMEHOB MUMEIOT CBOIO CITeUM(PUKY pac-
npeneneHusd. Hampumep, OelKOBbIe CTPYKTYPHI,
BKmovatomue goMmeHbl GH u reBerHa wim puiu-
Ha, MOBCEMECTHO PACIIPOCTPAHEHbI Y 3€JIEHBIX pac-
teHuit (Viridiplantae), B To BpeMs KaK KOMOWHALISI
momeHa GH u nomena GNA unm LysM orpanu-
yeHa Moxoo0paszHbeiMU (Bryophyta). JIna komOu-
Hauuu nomeHoB GH m reBemHa creumduka mpu-
CYTCTBYET U B MOPSIAKE PACHOJOXEHUSI TOMEHOB,
W TUIIE DIMKO3UATUAPOIIA3HOTO JoMeHa (puc. 3B).
IlocnenoBarenbHOCTH TeBemH-GH cnenmduyuHb
s Beicimx pacteHuit (Embryophyta), a mocie-
noBaTenbHOCTs GH-reBeMmH BCTpedyaeTcsl TOJIBKO
y 3eneHbIXx Bogopocieit (Chlorophyta). IIpu sToM
TOJBKO y MOX000pa3HbIX BcrpedaeTcst GH momen
18 cemeiicTBa, B TO BpeMs KaK y OCTaJIbHbIX BBIC-
IIMX paCTeHUI C TOMEHOM TeBeMHa CKOMOWHUPO-
BaH GH nomeHn 19 cemeiicTpa [3]. Oba aTuxX 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
IecaTtkam cemeiictB [2, 15]. borartyro mumy mis
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
TIOIIOJHUTEIHHO MOIKPEIUISIETCS pa3HOOOpa3nueM 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
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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(OULUUPOBAHMWE, IOBBIIIACTCS
JKCIpeccust TeHOB KaKaJIuHOB [66]. DTo ceMeiicTBO
pa3essioT Ha ABE TPYIIILI IO YIIEBOXHOM CIEll-
NPUIHOCTA M CYyOKJIeTOYHOI Jokanm3auuu [13].
lamakT030CBSI3bIBAIONINE TIPEACTABUTEIN JIOKAIM -
30BaHBl B BaKYOJISIX, TOrda KaK MAaHHO30CBS3bIBA-
ole — B gape U uutoriasme [67]. st HEKOTO-
PBIX IIpeACcTaBUTeNei OblIa MOKa3aHa BO3BMOXHOCTh
HeKJIacCU4ecKoil cekpeuuu B anoract [68]. Ia-
JIAKTO30CBSI3BIBAIOIINE KAKAJIMHBI XapaKTEPHBI
JUISI PACTEHUIA CEMEMCTBA TyTOBBIE, TOIMA KaK MaH-
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HO30CBSI3bIBAIOIINE PACIIPOCTPAHEHHBI Y BCEX 3elIe-
HBIX pacteHui [13]. XKakaauH-momoOHBI OeoK
JAX1 A. thaliana MoxeT obecriednBaTh YCTONYM-
BOCTh pacTeHMsI K MOTEKC-BHpPyCaM 3a CUET CHHU-
KeHusd HakonieHus BupycHoit PHK [69]. JomeHbI
JXaKaJlnHa, CyIsl IO BCEMY, TaKXKe MOTYT CIYXHUTh
JIOBYIIKAMM JJIST  MOJIEKYI-3(p¢PeKTOpOB TaTore-
HOB, CIIOCOOCTBYSI YCTOMYMBOCTH PAaCTeHUS K MH-
¢drumposanmio [70]. Jaa Genka Orysata (Tipen-
CTaBUTEIb CEMEMCTBa XaKaJWHOB Yy puca) Obuia
IMoKa3aHa BBICOKAs MHCEKTHILMAHAS aKTUBHOCTD
[71]. Insg HeKOTOpbIX OEIKOB IOKa3aHa BO3MOX-
Has poJib B IIpOIieccax POCTa U pa3BUTUS pacTeHUI
[72]. ZKakanmmH-ponCcTBEHHBIE OEJIKU, 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 mostumep [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].
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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

®U3UOJI0IUs PACTEHUN
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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

®U3NO0JIOTUA PACTEHUM

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.
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