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MOAEKYAAPHBIE MEXAHV3MbI B3AMMOAEfICTBPIH PACTEHUN
N OUTOITATOI'EHOB: BPOXXAEHHBIVI UMMYHUTET

J. ®. KABAIIIHHKOBA"

YUncmumym 6uogpuszuxu u xnemounoti unocenepuu Hayuonanvroii axademuu nayk Berapycu,
yi. Akademuueckas, 27, 220072, Munck, berapyce

W31n0’keHbl COBpEMEHHBIE TIPEICTABICHHS O MOJICKY/ISIPHBIX MEXaHN3MaxX BPOXKIEHHOTO UMMYHHTETa pacTeHni. Oxa-
paKTepru30BaHbl MEMOpPaHHBIE MATTEPH-PACIIO3HAIONINE PELETITOPHI, KOTOPHIE SBISIOTCS TPUTTEPOM MPH Hecrennupuye-
CKOM MMMYHHOM OTBETE M NPUBOJST B ACHCTBUE BCE MOCIEAYIONINE OTBETHBIC PEAKINH, a TAKXKE [IUTOIUIA3MATHIECKHE
cneuuduyeckue perenTtopsl — Oenku ycroiunBoct (R-Oenkamn), 3amyckaroniye crnenuupuieckuii UMMYHHBIA OTBET.
PaccMoTpeHBl OCHOBHBIE ITyTH TPAaHCIYKIUH PEIENTOPHBIX CUTHAJIOB, 00ECIIEUHBAOIINX PEATN3aIMI0 HIMMYHHOTO OT-
BETa B PAaCTUTEIBHOW KIIETKE C y4acTHeM (PUTOTOPMOHOB, MHTOT€H-aKTHBHPYEMBIX mpoTenHknHa3 (MAPKSs), TpaHc-
KpunuoHHEIX (pakTopos (TF), 9To B HTOTEe IPUBOAMT K BRIPAOOTKE CBA3aHHBIX C PE3UCTCHTHOCTHIO MeTabomnToB (RRM)
u 6enxoB (RRP), KoTopbie HEOCPEICTBEHHO TIOAABIISIIOT PA3BUTHE TATOTCHOB.

Kniouessle cnosa: puronaroreHsl; yCTOHYMBOCTh PACTEHUI; BPOXKICHHBIN IMMYHHTET; METa00IMUECKUI Iy Th; perer-
TOPBL; 3 PEKTOPBI; NATTEPH-aKTHBUPOBAHHBIH KIMMYHHTET; 9 ()eKTOp-aKTHUBUPOBAHHBI UMMYHHTET.

MOLECULAR MECHANISMS OF PLANTS AND PHYTOPATHOGENS
INTERACTION: INNATE IMMUNITY

L. F KABASHNIKAVA®

*‘Institute of Biophysics and Cell Engineering of National Academy of Sciences of Belarus,
Akademicheskaya street, 27, 220072, Minsk, Belarus

The article presents modern ideas about the molecular mechanisms of innate plant immunity. Membrane pattern-
recognition receptors that are triggered in a nonspecific immune response are characterized and all subsequent responses
are triggered, as well as cytoplasmic specific receptors — resistance proteins (R-proteins) triggering the specific immune
response. The main pathways of receptor signals transduction providing realization of immune response in a plant cell with
the participation of phytohormones, mitogen-activated protein kinases (MAPKSs), transcription factors (TF) eventually
leading to the development of resistance-related metabolites (RRM) and proteins (RRP), which directly suppress the
development of pathogens, are presented.

Key words: phytopathogens; plant resistance; innate immunity; metabolic pathway; receptors; effectors; pattern-
triggered immunity; effector-triggered immunity.
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Taxum 00pa3zoM, IMMYHUTET (zam. immunitas — «0OCBOOOKAECHHE OT YEro-In00») — 3TO CIIOCOOHOCTD KHBOTO
OpraHM3Ma TPEeTsITCTBOBATh BMEMIATEIhCTBY B €T0 KU3HB reTepoTpO(HOTO OpraHu3Ma, 1 B MEPBYIO OUepeh
MUKpoOpranu3ma. B HacTosimmee BpemMs o IMMYHHUTETOM IOHUMAIOT HEBOCITPUAMYHBOCTD (YCTOMYHUBOCTD)
opranmn3Ma K WH(EKIIMOHHOI 00JIe3HN NIPU KOHTAKTE C €€ BO30YAUTEIeM U HATMYUH YCIOBHUH, CITOCOOCTBYIO-
IIUX 3apaKeHUIO.

Pacrenus, B oTiMune OT TO3BOHOYHBIX JKUBOTHBIX, JIMIIIEHBI aHTUTEN U CIIOCOOHOCTH K (paromnuTosy, He
AMEIOT KPOBEHOCHOH CHCTEMBI M TYMOPAIbHBIX (haKTOPOB MMMYHHTETA. B3aMeH 3Toro KaXkaast pacTUTENbHAS
KJIeTKa oOnagaeT cOpMHPOBAHHOM 3apaHee W/WIIH HHIYIUPYEMOH 3alUTON OT MIUPOKOTO Kpyra pUTOnaro-
TeHOB. Y pacTeHWH, KaK M y KHBOTHBIX, PAa3IMYAIOT JBAa THUIA UIMMYHHUTETa: BPOXKICHHBIN (€CTECTBEHHBIH)
1 TIPUOOpeTeHHBIN (MM WHAYIUPOBaHHBIN). B HacTosmeM nccieoBaHuN U3JI0KEHBI COBPEMEHHBIE TIPe/-
CTaBIJICHUS O MOJIEKYIISIPHBIX MEXaHU3MaX BPOXKIACHHOTO MMMYHHTETAa PACTEHUN.

OO0mume npeacTaBJeHUsI 0 MOJIEKYJISIPHBIX MEXaHU3MAaX BPO/KIEHHOT0 HUMMYHUTETAa pacTeHu i

Bpooicoennwiil unu ecmecmeennolii ummyHumen — 310 CBOMCTBO PaCTEHUH HE MOpaKaThbes (HE MOBPEKIATh-
Cs1) TOW WM MHOM OoJe3Hbo (BpemuTeneMm). OH mepenaeTcs Mo HACISICTBY M3 TTOKOJICHHUS B TIOKOJICHHe. B mpe-
Jienax BPOXKACHHOTO Pa3invaloT MACCHBHBIM W aKTUBHBIA HMMYyHHTET. OTHAKO pe3ylbTaThl MHOTOYMCIIEHHBIX
WICCIIEIOBaHUI IPUBOST K BEIBOLY, UTO JIeNIeHNE MMMYHUTETa pAaCTEHH Ha aKTUBHBIN 1 TACCHBHBINA BEChMa yC-
JIOBHO. [laccuéibiti AIMMYHUTET TIPEACTABIISICT COOON CBOMCTBO pacTeHHUH MPETATCTBOBATH BHEAPEHHIO ITaTOTeHa
1 Pa3BUTHIO €TO B TKAHSAX pacTeHHs-xo3suHa. OH CyIIeCTBYEeT HE3aBUCUMO OT HAJIMYHS MapasuTa. AKmueHbiM
AMMYHHUTETOM Ha3bIBalOT CBOMCTBO PAacTCHUI aKTHUBHO pearnpoBaTh Ha BHEAPEHHE B Hero mapasura [ 1, ¢. 16].

3a mocneHue 1BA ECATHIIETHS MTPOTPEcC B MOJIEKYISIPHOM aHAlIN3€ MMMYHHON CHCTEMBI PACTEHHUU BBI-
SIBHJT KITIOUEBBIE JIEMEHTHI CIIOKHOW 1M OTBETHBIX PEaKINi PacTUTENBHOTO OpraHu3Ma MpH MaToreHese
[2, c. 720]. CoBpeMeHHBIC TIPEACTABICHUS O HEM XapaKTePU3YIOT B3aNMOICHCTBHIE MOJIEKYII, CEKPETHPYEMBIX
MaTOreHaMH, C MOJIEKYJIaMU PACTCHUN-X0351€B, YTO MPUBOIUT K aKTHBAI[MN MHOYKECTBEHHBIX CUTHAJIBHBIX ITy-
TeH, JeKaluX B OCHOBE MIMMYHHOTO OTBeTa. B mocienHue rofbl yaeHble pacCMaTpuBarOT CHCTEMHYIO Ono-
JIOTHIO KaK MEePCTIEKTUBHBIN OAXOM JJIs1 BBISABICHHS MOJIEKYISIPHBIX MEXaHU3MOB B3aMO/ICHCTBUH B CUCTEME
«pacTeHHe—TIaTOTeH» U MPEICKa3yeMOCTh UX pe3ynbTaroB. [1o Mepe n3ydenuns naHHON MPOOIEMbI CTAHOBUTCS
OYEeBHUIHBIM, YTO pa3paboTKa CIOKHBIX MOJIENIeH IMaToreHe3a pacTeHHH, BKITFOYAIOIINX PACTUTENbHBIE, ITaTo-
TeHHbIE ¥ KIIMMAaTHYECKUE XapaKTePUCTHKH, IPEACTABISAET COOOM TIIABHYIO HAYYHYIO MMPOOIEMY, CBSI3aHHYIO
¢ hopMHUPOBAHUEM arpOTEXHOIOTHH OyIyIIETO.

Hecmotpst Ha TO, 4TO pacTeHHs HE WMEIOT 3al[UTHBIX IHUPKYIUPYIOMUX CIEIHATH3UPOBAHHBIX KIETOK
(JTeKOIIMTOB), IMMYHOTJIOOYJIITHOB | JIp., KaK )XKHBOTHBIE OPTaHNU3MBI, TEM HE MEHEee Y PACTeHHUI €CTh B HaJIN-
YUH TaK Ha3bIBAEMBI BPOXKACHHBIM MMMYHHUTET, KOTOPHIM 00TalaeT KaXKaas pacTUTENbHAs KiIeTka. PacTenns
TaK)Ke Peau3yloT MEXaHW3MbI (POPMHUPOBAHUSA UMMYHHOW MaMSTH, KOTOpPbIe, HalIpuUMep, ObUTH MPOIEMOH-
CTPHUPOBAHBI Ha Tabake PH 3apaKEHUN BUPYCOM TabadHo# Mo3auku [3, ¢. 90].

NMMyHHTET pacTeHH MTpeICTaBIAeT COO0H CIOKHYI0 MHOTOYPOBHEBYIO CUCTEMY C HECKOIBKIMH JTMHHS-
MU 321U THL. YTOOBI TOTYYHTH TOCTYH K TUTATEIbHBIM BEIIECTBAM PACTEHHUA-XO35MHA H 3aBEPIIUTH CBOM JKM3-
HEHHBIN IUKII, TTATOTeH JOJDKEH MPONTH CHavdaa TacCHBHBIE 3all[UTHBIE MEXaHU3MbI. K HIM OTHOCSITCS Takne
CTPYKTYpHBIE Oaphephl, KaK KyTHKYJIa, KJIETOUYHAs CTeHKA 1 KOHCTHTYTHBHO MTPOIYIIHPYEMbIe aHTUMHUKPOOHBIE
coenuaenus [4, c. 2-3]. B momonHeHNE K 3TUM MMACCHBHBIM MEXaHW3MaM PacTCHHS 00JaaroT IByXypOBHE-
BOH aKTUBHO WHIYIHPYEMOH IMMYHHON CHCTEMOM, KOTOpas BKIIOYaeT HeCTICITU(DUISCKIHN 1 CTICT(PUICCKAN
BPOXICHHBI UMMYHUTET. Hecneyuguyeckuti ummyHumem — 3T0 TIEPBBIA YPOBEHh UMMYHHOTO OTBETa WIIN
MaTTEPH-aKTUBUPOBAHHBIN NMMYHHUTET (pattern-triggered immunity, PTI), koTopsIif acconnupoBaH ¢ MUKPOO-
HBIMH MOJICKYJSIPHBIMU CTpYKTypamH (pathogen-associated molecular patterns, PAMP). PAMP npencrasistor
c000if Takue MUPOKO KOHCEPBATHBHBIE MUKPOOHBIE MOJIEKYIbI, KaK JIMITOTIONHCAXapUAbI, TENTHIOTINKAHBI,
OaKkTepuaNbHBIA (IIareJUInH WM TPUOKOBBIA XWUTHH, KOTOPBIE BOCTIPUHUMAIOTCS TTOBEPXHOCTHBIMHU PeIIeTl-
TOpaMH PAaCTUTENHHBIX KIETOK, Ha3bIBAEMBIMHU MATTEPH-PACTIOZHAIONINMH perenTopaMu (pattern-recognition
receptor, PRRs). Xopormmo 1okyMeHTHPOBaHHEIM TIPHUMEPOM SIBIISIETCS paciio3HaBanue nentuaa fig22 u3 6ak-
TepuanbHOro (hraremummHa perenrropoM FLS2 pactenmii apadumornicuca [2, ¢. 720]. Bo MHOTHX ciydasx »Tod
muauY 3amuTsl (PTI) mocTarodno 11t 60pbHObI ¢ aTakoi TATOTEHOB U MOAIEPIKAHUS 3T0POBES pacTeHui. MTak,
Onmaronapst BOJFOINH, ITAaTOT€HbBI HAYYMJIHCHh OOXOANTH CHCTEMY 3alllThI PACTEHUI Ha YPOBHE PacIiO3HABaHUS
PRRSs u npoHUKaTh B KJIETKH.

Cneyughuueckuii ummyHument — 3TO BTOPOH ypOBEHb 3aIIUTHI pacTeHUH Win d(H(HEKTOP-aKTHBUPOBAHHEII
nvmmyHuTeT (effector-triggered immunity, ETI). On onocpeayercs OenkaMu BHYTPHKICTOUHON PE3UCTESHTHO-
ctu (R-0ekamm), KOTOpBIE PacIIO3HAOT MOJICKYITBI — 2P GEKTOPHI, BBOIUMBIC TTATOTCHAMH B KJIICTKH PaCTCHUI
[5, c. 2]. B omimame ot PTI, KoTOpEIH IpUAaeT pacCTCHUSAM YCTOHYMBOCTD K IIIUPOKOH TPYTITIE MEKPOOPTaHU3-
moB, ETI crienududen mjis w3019TOB MUKPOOPTAaHU3MOB, MPOAYIUPYIOMHNX TaHHEIH 3((EKTOp, U TPUBOIUT
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K MOJTHOMY COTPOTHBIICHHIO, YaCTO COIPOBOXKIaEMOMY OBICTPOH 3armporpaMMUPOBAHHOW KIJIETOYHOH cMmep-
ThIO, Ha3bIBAEMOM TUTIEPUYBCTBUTENBHOM peaknueii (hypersensitive response, HR) [6, c. 1249].

Cne,uyeT OTMECTUTDH, YTO THICAYHN TI'CHOB paCTeHI/Iﬁ 1 MMaTOIrCHOB IMO-pa3sHOMY SKCIIPECCUPYIOTCA BO BPEMs
natoreHesa [7, ¢. 3058], oqHako 10 cux mop (GyHKITHS MHOTHUX U3 3TUX TEHHBIX MPOTYKTOB OCTACTCSI HEU3BECT-
Hoi. Kpome Toro, B €CTECTBEHHOU cpejie pacTeHUs MOABEPTratoTCs BO3ICUCTBUIO MOCTOSHHO M3MEHSIOMINX-
cA YCHOBI/Iﬁ BHCUIHUX (I)aKTOpOB, HaXoAATCA B OKPYXKCHHU MATOICHHBIX WU HEIMMATOT'€HHBIX MUKPOOPraHN3MOB
(MHKpPOOHOTBHI), pETYIUPYIOT CBOH (PU3UOJIOTHIESCKHIE MPOIIECCHl B U3MEHSIONINXCS YCIOBHSIX TIPOU3PACTAHUS
(abuotmueckutii crpecc) [8, c. 211]. Co cTOpOHBI MUKPOOPTAaHU3MOB AaKTUBHOCTH KJIETOK JIOJDKHA OBITH ajar-
TUPOBAaHAa HE TOJIBKO IJIA MPEOJOJICHUSA MEXAHU3MOB 3allIUThI paCTeHHﬁ, HO 1 IJId TOIO, 9TOOBI B036YI[I/ITCJIB
MOT' ITUTaTbCA peCypcaMi, NPCAOCTABIACMBIMU PACTCHUEM-XO35IMHOM, KOHKYPUPOBATh C IPYIr'UMHU MUKPOOP-
raHW3MaMH, a TaKXKe aJanTHPOBaThCs K U3MEHEHUSIM B OKpYXKAroIel cpenie. ITo, B YaCTHOCTH, TOJ[pasyMe-
BacT MaHUITYJIMPOBAHUC q)YHKHI/IHMI/I KIICTKN-X0341MHa — MMPEBPAIICHUC MOJICKYJI-X035CB B JICTKO YCBAUBACMBIC
COCIUHEHHUS U UX TpaHcnopt [9, ¢. 528]. CnenoBareibHO, META0OJIM3M PACTEHUH U MTaTOI'CHOB B3aUMOCBSI3aH
1 JIOJDKEH pacCMaTpHUBaThCs KakK eJMHOE LEJI0e.

ITaTTepH-pacno3HaoLue pelenTopbl pACTEeHHUI

Hecneunduuecknit mmmynuter pacrenuit (PTI) xoHTponupyercss HaOOpOM ONpeneeHHbIX TpaHCMEM-
OpaHHBIX PEIENTOPOB — marTepH-pacno3Haronux perentopos (PRRs) [2, ¢. 720]. Urak, pacno3HaBaHue
KOHCEPBAaTHBHBIX MUKPOOHBIX JOMEHOB (TaK)kK€ Ha3bIBAEMBIX ITaTOI'€H-aCCOLMUPOBAHHBIMU MOJIEKYISIPHBIMU
ctpykrypamu, PAMP) ¢ nmomormipio PRRs mHHIIMKpYEeT akTUBALMI0O MUTOT€H-aKTUBUPYEMBIX NMPOTEMHKHUHA3
(MAPKS), reaepanuio akTuBHBIX Gopm kucnopona (ADK), Beaenenne nosos Ca’’, TpaHCKPHIIIIHOHHOE Tie-
penporpaMMHpOBaHKe, OMOCHHTE3 TOPMOHOB U OTIIOKEHHE KaJIO3bI B KIIeTo4HOH cTenke [10, c.1]

B oTnmume OT )KMBOTHBIX, KOTOPBIE MMEIOT pPELENTOpHbIE THPO3MHKHHA3B! (receptor tyrosine kinases,
RTK), 7 tpancMemOpaHHbIX perientopoB, coxepxkammx G-0enok (G protein- coupled receptors, GPCRs)
u Toll-momoOHBIE pelenTopsl Ha TUIa3MaTH4eckold MeMOpaHe JUisi BOCIPHSTHS TOPMOHOB POCTa, CUTHAJIOB
OKpY’KaloIIel cpe/ibl M CUTHAIOB OMACHOCTH, BOSHUKAIOIIUX MPH aTake MMaTOoreHoB, pAaCTeHHUS UMEIOT perier-
Top-nofnoOHbIe kKuHa3skl (receptor like kinase, RLK) (~ 410 B Arabidopsis) n peuentop-noao0Hbie Oenku (re-
ceptor like protein, RLP) (~ 170 B Arabidopsis) 1uis BBINOIHEHMSI 3TUX pa3HOOOpa3HbIX QyHKIwmii [11, c. 618].

Pacturensubie RLK sBnsitorest ananoramu RTK sxuBoTHBIX 1 comepikar akrofomeH (ectodomain, ECD),
MIPEJCTABIISIONIUI COO0H OHOMMITYJIBCHBIH TPAaHCMEMOpPAHHBINM JOMEH, M IUTOIIa3MAaTHYCCKUI KUHA3ZHBIN
nomeH. RLP pacrenuii, o cymiecty, siBinsietcss RLK, koTopsle numiens nuromiazmarndeckoro fomena. ECDs,
RLK u RLP cuibHO BapbHpyIOT, 00ecrieurBasi BO3MOKHOCTh Pacrio3HaBaHUs HIMPOKOTO CIIEKTPa JIMTaHIOB,
BKJIIOYAs CTEPOMIbI, MENTHU/IbI, TIONUCAXAPUABI U JHUINoNoIrcaxapuabl. ClieayeT OTMETUTh, YTO Y PacCTeHUH,
Hapsay ¢ RLK u RLP, kotopble NeHCTBYIOT Kak HaTTepH-pacrno3Harouie perentopsl PRR, BocnpuHumas
CUTHAJBl OMACHOCTH, UMEIOTCS IPyTHe aHAJIOTMYHBIE PELEeNTOPhl, KOTOPhIE PETYIUPYIOT POCT M Pa3BUTHE,
pa3sMHOXEHUE, CHMOMO3 U TOJIEPAHTHOCTh K a0MOTHYECKUM cTpeccam [12, ¢. 2-5].

Penenirop XA21 puca (Oryza sativa) siBnsiercs nepsbiM o0HapykeHHbIM PRR, koTOpEIii yuacTByeT B hop-
MHUPOBAaHUHM YCTOMYMBOCTH MPOTHUB OakTepuanbHol mHpekuuu Xanthomonas oryzae pv.oryzae [uut. mo 13,
c. 33]. Jluranmom [t perientopa sBisieTcst Cylb(harupoBaHHbIl nentua Oenka Ax21, KOTOPBIH TpencTaBlieH
BO BCeX BHIAX Oaktepuil poma Xanthomonas. Y Arabidopsis ObUIA XOPOIIO U3yYEHHI /1B JOMOIHUTEIBHBIX
PRR pacrennii: wyBcTBuTenbHbIN K Qnaremnuny 2 (FLS2) n pakrop snonranuu (EF)-Tu (EFR), kotopsie pac-
no3HatoT flg22-nentua u3 KrytukoBeix Oakrepuit u EF-Tu-nientup elf18 coorBercTBenHo [uuT. mo 13, ¢. 33].

Ha puc. 1 nmpencrasnena cTpykTypa narTepH-pacno3Haromux perentopoB PRR, kotopsie cocTosT u3 BHE-
KJIESTOYHOTO JIoMeHa, Ooraroro JeiuaoM (leucine-rich repeats domain, LRR domain), TpancMeMOpaHHOTrO
nomeHa (transmembrane domain, TM), npuneraromero k MemOpane pomeHa (juxtamembrane domain, JM)
Y BHYTPHUKJIETOYHOTO He-apTMHUH-ACIIapTaTHOTO KMHA3HOTO JIoMeHa (non-arginine—aspartate kinase, non-RD)
[14,c. 1].

Bce peuenTopHble KHHA3bI PACTEHHM, OXapaKTepHU30BaHHbBIE IO HACTOSILEr0 BPEMEHH M HECYIIHe MOTHUB
non-RD-K1Ha3bI, y4acTBYIOT B paclio3HaBaHHH KOHCEPBATHBHBIX MHKPOOHBIX CTPYKTyp [HHMT. o 14, c. 2].
Non-RD-kuna3e1 00bruH0 coneprkar ructent (C) ninu ruiud (G) nepej 0CTaTkoM KaTaTuTHYeCKOro aciapTa-
ta (D). Hanporus (puc. 1), 6onee odommpHast rpynmna RD-kuna3 nmeer aprunus (R), HermocpencTBEHHO Tpe-
HIECTBYIOIINI KOHCEPBAaTUBHOMY KaTanuTudeckoMy acnaprary (D). M3BectHo, uro RD-KnHa3bI BBIMOIHAIOT
Oosee pa3HooOpa3Hbie ()YHKIIMU U YaCTO CBSA3AHBI C MPOIECCAMU pa3BUTHs pacTeHui. RD-kuHa3bl Takxke sB-
NSI0TCA naptHepamu non-RD-kuHa3 B cetn Tpancaykiuu uMmyHHoro otBeta. BAK1-kunaza y Arabidopsis,
spistromnasicss RD-xuHa30i#, mepBoHayanbHO Oblla WACHTH(UIIMpOBaHA KaK TOJOKHUTEIBHBIN PEryJsTop
OpaccHHOCTEPOHIHBIX OTBETOB MyTEM OOpa30BaHUS i1 Vivo JIMTaHA-3aBUCHMOTO KOMIUIEKCA C PEIerTOPOM
BRI [uut. o 14, c. 2]. HanpHeiimume uccnenoBaHus cBUAETENbCTBYIOT, uTo BAK1 Taxxke yuactByeT B PRR-
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OTIOCPE/IOBAHHON Tepejiavye CUTHAJIOB, (hu3nvecku B3aumojeiicTByst ¢ non-RD-kunazamu FLS2 u EFR. My-
TaHThl, TumenHsie BAK1, 1eMOHCTpUPYIOT peakinnu Ha Jpyriue KOHCEPBaTHBHbIE MUKPOOHBIC CTPYKTYPHI,
BKJtouas HrpZ (runepdyBCTBUTENBHBIN OTBET U MAaTOT€HHOCTH Z), TUTONOMUCAXapH Ikl U MENTHIOTITUKAHBI.
[peamonaratot Takxke, yto XA21-acconnupoBannas kurasza 1 puca (XAK1) — opronor BAK1, Heobxonnma
U onocpenoBaHHOro XA21 nMMyHHTeTa. DTH pe3ylbTaThl CBHAETENbCTBYIOT, yTo PRR Brutowaror core-
perynupyemMble ToMeHbl, Hecymue RD-KnHa3bl, B Ka9ecTBe CUTHAJIBHBIX MapTHEPOB JIJIS TPAHCAYKIUU UM-
MYHHOTO OTBETa.

JM domain Kinase domain

XA21 678 KRT-KK————-—~— GAEI]'MKG——HPLV'YSQLVKjDGFAPTNLLGSGSE‘GSVYKGKLNIQDH VAE&LKLENPKA745

FLS2 832 KKKEKKIENSSESSLPDLDSALKL--KRFEPKELEQ. DSFNSANIIC'SSLSTWKGQLEDGTV IA LNLKEF SA907
EFR 675 KRK- KK——NNASDGNPSDSTTLGME‘HEKVSYEELHSATSRE‘SSTNLIGSGNFGNVFKGLLGPENKLVA LNLLKHGA750
* ** R

=

LRR domain C-terminus

G —

XA21 837 PWEIKSSNVLLDSDMVAHVGDFGLARIL——VDGTSLIQQST SSMGFIGTIGYAAPEYGVGLIASTHGDIYSYGILVLEIVTGKRP 922

XA21
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Puc. 1. Xapaxrepuctuka Ser /Thr ocTaTkoB maTTepH-PACIO3HAONINX PEIENITOPOB pacTeHuii [ 14, c. 2].

Bgepxy: naeHTUGUIMPOBAHHBIC U TIpeAoiaraeMble caiiTel aBropochopunupoBanus XA21 puca (Oryza sativa) u FLS2 u EFR
Arabidopsis (xpacHsI 11BeT). KoHCepBaTHBHEIN JIN3HH, KOTOPBIH HE0OX0ANM I ayTohochoprimpoBaHus (3eNeHsli nser). JM,
KHMHa3a U KaTaIUTHYECKUE JOMEHBI (YepHBII UBET). B yenmpe: NOMeHHas cTpykTypa puca XA21. Buuzy: ConocTaBieHb
karanutuueckue qomensl XA21, FLS2 u EFR. Llucreun, xotopslii 3amenseT R B aTux non-RD-kunazax (cunuii 1ser).
[pennonaraemsle caiiTel aBToochoprmmposannst FLS2 (kpacHBIi 11BeT). AMHHOKHCIIOTEI, KOTOphIe coBrnafaroT y XA21, FLS2
u EFR, ormeuens! «*y». SP, curHanpnbli nentua; LRR — nomen, 23 nefima-0orateix moBropa; TM — TpaHcMeMOpaHHBIN TOMEH;
JM — npunerarommuii kK MemOpane qoMeH; non-RD-knHa3a — HeapruHuH-acnapTar-kuHasa; XA21 puca, Xanthomonas resistance — 21,
FLS2 — Arabidopsis, dnarennmuu-ayBcTBuTenbHbIil — 2; EFR, daxrop snonramum apabunoncuca — Tu-penentop

Fig. 1. Characterized Ser/Thr residues of pattern recognition receptors in plants [14, c. 2].

Top: 1dentified and proposed autophosphorylation sites on rice XA21 and Arabidopsis FLS2 and EFR are highlighted in red.
The conserved lysine that is essential for autophosphorylation is highlighted in green. The JM, kinase, and catalytic domains are
indicated by black brackets. Center: The domain structure of rice XA21. Bottom: Alignment of the catalytic domains of XA21, FLS2,
and EFR. The cysteine that replaces the R in these non-RD kinases is highlighted in blue. Putative autophosphorylation sites of FLS2
are highlighted in red. Amino acids that are conserved between XA21, FLS2, and EFR are marked as «*». SP, signal peptide; LRR
domain, 23 leucine-rich repeats domain; TM — transmembrane domain; JM — juxtamembrane domain; non-RD kinase —
non-arginine—aspartate kinase; XA21, rice Xanthomonasresistance — 21; FLS2 — Arabidopsis flagellin sensitive — 2; EFR,
Arabidopsis elongation factor —Tu-receptor

B nociieqHuX Hay4yHBIX HCCIEN0BAHUSAX PACKPBITO MHOKECTBO HOBbIX PRR, nX cooTBeTcTBYrOIIME JIUTaH-
IIbI 1 MEXaHU3MBI, JIeKamune B ocHoBe akTtuBaiind PRR u BHyTpuKeTouno#t curHanm3anuu. B tabm. 1 mpen-
craBieHbl U3BeCcTHbIE PRRS, KOTOpBIE OTHOCSTCS K TEHETUYECKH MTOATBEPKACHHBIM PELENTOPaM, Ybe CBA3bI-
BaHHE C MUKPOOHBIMHU CTPYKTYpaMH ObIJIO OMOXMMHUYECKH TpoJieMOHCTprpoBano [11, c. 620].

[Ipenmonaraemeie PRRs oTHOCATCS K penienTop-mogoOHBIM CTPYKTypaM C TEHETHYECKH MTOATBEPIKACHHBI-
MU (QYHKIUSIMU B pacrio3HaBaHUM MHUKPOOHBIX d((PEKTOPOB, Ui KOTOPHIX €lle He MOKa3aHO MPSMOEe CBS-
3piBaHMe. Kak BUHO 13 MpUBENEHHON Tabm. 1, pacTeHus pa3BepThiBaroT Oonbinoe konmndecTBo RLK n RLP
B KauecTBE MaTTEePH-PACIIO3HAIOIUX penentopoB PRR, xotopeie 00HApYyKHUBAIOT MHUKPOOHBIE CTPYKTYpHI
¥ aCCOIMUPOBAHHBIE C HUMH MOJIEKYIBI PACTEHUA-XO35IMHA, 00pa3ys NepBbIi ypOBEHb aKTUBHOW 3aIINUTHI pac-
TeHu# mipu arake matoreHamu (PTI).
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Tabnuma 1
Hspectnbie u npeanoaaraembie PRRs, BoBiiedeHHbIC B HMMYHHTET PACTeHHiT*
Table 1
Known and probable PRRs involved in plant immunity*
Hammenosarme | CemeiicTBO Jlurann Pacrenue JluTeparypHble HCTOUHUKH
Name Family Ligand Plant References
FLS2 LRR-RK fig22 Arabidopsis Gomez-Gomez and Boller (2000); Bauer, et al. (2001)
FLS3 LRR-RK figll-28 Tomato Hind, et al. (2016)
EFR LRR-RK elf18 Arabidopsis Kunze et al. (2004); Zipfel, et al. (2006)
PEPR1/2 LRR-RK Peps Arabidopsis Yamaguchi, et al. (2006); Huffaker, et al.
(2006); Huftaker, and Ryan (2007); Krol, et al.
(2010); Yamaguchi, et al. (2010)
XA21 LRR-RK RaxX21-sY | Rice Pruitt, et al. (2015)
DORNI1 Lectin-RK Eatp Arabidopsis Choi, et al. (2014)
LORE Lectin-RK LPS Arabidopsis Ranf, et al. (2015)
WAK1 EGF-Like-RLK | OGs Arabidopsis Decreux and Messiaen (2005); Brutus, et al. (2010)
XPS1 LRR-RK xup25 Arabidopsis Mott, et al. (2016)
OsCERK1 LysM-RLK Chitin Rice Shimizu, et al. (2010)
CEBiP LysM-RP Chitin Rice Kaku, et al. (2006)
LYM1/3 LysM-RP PGNs Arabidopsis Willmann, et al. (2011)
LYP4/6 LysM-RLP PGNss/chitin | Rice B. Liu, et al. (2012)
RLP23 LRR-RP nlp20 Arabidopsis Bi, et al. (2014); Albert, et al. (2015)
NbCSPR LRR-RP csp22 N. benthamiana | Saur, et al. (2016)
LeEix1 LRR RP Eix Tomato Bar, et al. (2010)
LeEix2 LRR-RP Eix Tomato Ron and Avni (2004)
ReMax/RLP1 LRR-RLP eMax Arabidopsis Jehle, et al. (2013)
Vel LRR-RLP Avel Tomato de Jonge, et al. (2012)
Cf-2 LRR-RLP Avr2 Tomato Dixon, et al. (1996); Luderer, et al. (2002)
Cf-4 LRR-RLP Avr4 Tomato Joosten, et al. (1997); Thomas, et al. (1997)
Cf-4E LRR-RLP Avr4E Tomato Takken, et al. (1999); Westerink, et al. (2004)
Ct-9 LRR-RLP Avr9 Tomato Van den Ackerveken, et al. (1992); Jones, et al. (1994)
Ct-5 LRR-RLP Unknown Tomato Dixon, et al. (1998)
RLP30 LRR-RLP SCFEI Arabidopsis Wang, et al. (2008); Zhang, et al. (2013)
ELR LRR-RLP Elicitin Potato Du, et al. (2015)

Ilpumeuanue. 1o [11, c. 620].

¢ dexTop-pacno3Haue peuenTopbl pacTeHui

DBOJIONHMS TaTOTCHOB MO3BOIMIA UM ITPHOOpecTH crocoOHOCTh 00xona 3amuThl PTI: craHOBUTBCS OO
HEPaCIo3HABAEMbIMU JJIsI PELENTOPOB PACTCHHUM MyTeM MyTalUW B TeHaX, KOAUPYIOUIUX SIIUTONBI, WU AIIU-
MUHAIMH PaCIiO3HABAEMBIX YYaCTKOB, IN0O HHI'MOUPOBATh aKTUBHOCTH MOCIIECIHIX. BeencTBrue Ko3Boonun
¢ 0OJIC3HETBOPHBIMU MUKPOOPIaHU3MaMU, PACTEHUS IIPUOOPEITH CIIOCOOHOCTh CHHTE3UPOBATh CIieU()UIHBIC
OeJIKK YCTOMYMBOCTHU K ONPEACIICHHBIM 3(PPEeKTOpaM MPOHUKIIMX B KJICTKH ITATOTCHOB, B UEM U MPOSIBIISETCS
cnenu(uuecKkuii UMMYHHBIA OTBET.

Crieruaiu3upOBaHHBIC MATOTCHHBIC MUKPOOPTaHU3MbI ITPOAYIIUPYIOT CIICU(UISCKIE BHY TPHKICTOYHBIC
anucutopsl [ 10, ¢. 39] —addexropsl, Konupyemsie cenrpruaeckuMu reHamMu aBupysieHTHocTH (AVR). Xapak-
TEPHBIC CBOIMCTBA IMCUTOPOB: B3aMMOJICHCTBUE C A(D(HEKTOP-aKTUBHPYEMBIMU PEUEHTOPAMU PACTHTEIBHBIX
KJICTOK U 3aITyCK CUTHAJIOB «TpeBoru». [Iponynentamu cnernuduueckux 3hGEeKTOPOB SBISIFOTCS OHOTPOQHI,
XOT$SI HEKOTOPBIE HEKPOTPO(dBI TakkKe NPOAYLIHPYIOT () (HEKTOPEI.

D¢ dekTopbl, B 3aBUCHMOCTH OT MX JOMEHOB, PACHO3HAIOTCS CIEHU(PUUYECKUMU PELENTOpaMu pacTeHUH
(R-6enmkamu), komupyeMbiMu reHamu R [15, ¢. 19249]. SIBisisick Bropoii TMHKEH 3alIUTHOTO 0TBETA, 3(h(HheKTOphI
«3aITyCKaloT» COOTBECTBYIOIINE TEHBI, YTO IPUBOJUT K CIEHUPUUECKOMY TUIIEPIyBCTBUTESILHOMY OTBETY, YTO-
OBl OCTAaHOBUTH MATOI'CH, KOTOPBIH OOBIYHO Ha3bIBaIOT 3(h(hekTop-akTuBUpoBaHHbIM UMMyHHTETOM (ETI), Kave-
CTBCHHOH YCTOMYMBOCTBHIO WJIM BEPTUKAIBHON YCTOMYMBOCTHIO. Takas yCTOMYMBOCTD CUATACTCSI MOHOTCHHOM
Y pacCMaTpHUBACTCsl HA OCHOBE TUIIOTE3bI B3aUMOJICHCTBUS «reH-Ha-TeH» [ 16, c. 275]. OmHako »1tu 3ddexTop-ak-
THUBUPOBAHHBIC PELEHTOPHBIC TEHBI SIBIISIIOTCS TOIBKO T€HAMU CIEKEHHUS, 8 HACTOSIIUE TeHbl YCTOMYMBOCTH, KOTO-
PBIE BBI3BIBAIOT TUTIEPYYBCTBUTEIIBHBIN OTBET, MpeAcTaBisitoT co0oit NADPH-okcuiasy, kajuio30-cuHTasy U T. 1.
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R-0Oenku coctosiT U3 2-X OCHOBHBIX KOMIOHEHTOB — LRRs m mykieotun-ces3piBatomiero nomena (NB).
OHU pOJCTBEHHBI TAKUM XUBOTHBIM OenikaM, kak NOD/NLR/STAND ATPases [uuT. mo 13, ¢. 34]. NB-LRRs
[UTOIJIA3MaTHYECKUE PEIENITOPHI MOTYT HETIOCPEACTBEHHO B3aMOJICHCTBOBATH € A PeKTopamu J1O0 Oroc-
peoBaHHO uepe3 OENKH, Ha KOTOpPbIE BO3ACUCTBYIOT 3(pdekTopsl. B cBsi3H ¢ TeM, 4TO Y pacTeHUI HET COMATH-
YEeCKOW MepecTPONKH TeHOB UMMYHHBIX PEIETITOPOB, aHAIOTHYHON TOH, KOTOpasi MPOUCXOIUT B JINMQPOIUTAX
JKUBOTHBIX, UHUCJIO TEHOB, KOTUPYIOMINX PEHENTOPhI BPOXKICHHOIO IMMYHHUTETa, B TEHOMaxX pacTeHHUN 3HAYH-
TEJIbHO BBILIE, 4eM 4UCIo TeHOB PRRS B reHOMax MIIEKOIIUTAIOIIUX.

R-6enkn noapazaensiorcs Ha CC-NB-LRRs (conepxarine Ha N-KoHIIE JOMEH THIIA «CyTepCIupaiby U Ha
TIR-NB-LRRs (conepxamue va N-konue TIR-nmomen, romonoruunsiii Toll u perienitopy IL-1 y )KHBOTHBIX )
(puc. 2). NB yuacTByeT B CBSI3bIBAaHUHU U THApOin3e aaeHo3uaTpudocdara (ATD), uto npuBoauT K KoHDOP-
MAaI[MOHHBIM M3MEHEHHUSIM B MOJIEKYJIe PelenTopa M MOCIeayomel akTHBallud CUTHAJIBHOTO Kackaaa. NB-
JnoMmeH BxoauT B coctaB NB-ARC-1oMena, KoTopelii 0OHapyKHMBaeTcsl B TAKUX MolieKkynax, kak Apaf-1, CED-4,
R-6enkax. Jlomenst NACHT, NOD noxoxu o cBoeit ctpykrype Ha NB-ARC, npucyTcTByIoT B 6enKax Iu-
TOIJIa3Mbl JKUBOTHBIX. HecMoTpst Ha To, uTo Oeyiku, umeroiue B cBoeMm coctaBe NB-ARC/NACHT/NOD-
JIOMEHBI, CTPYKTYPHO CXOKH MEXKIY COOOM, CUNTAETCsI, YTO OHU BO3HUKIIM HE3aBUCUMO [1UT. o 13, ¢. 35].

LRRs, xak u B cimyuae RPPs, ygactByer B HemocpeacTBeHHOM cBsa3biBaHNM ¢ PAMPs. CC-nomen, Hapsay
¢ TIR-nmomenom, romonorudabiM Toll u perienitopy IL y )KHBOTHBIX, MOTYT y4acTBOBaTh B HEMPSIMOM Paciios-
HaBaHWM TaTOreHa, Onaroapsi B3auMOJCHCTBHIO ¢ MOAM(MUIIMPOBAHHBIMH B Pe3yJIbTare JCHCTBHsI TaToreHa,
COOCTBEHHBIMH PACTUTENbHBIMU OesikaMu, Takxke TIR-1oMeH yqacTByeT B rOMOTHITHYECKOI OJTUTrOMEepHU3aIIHH.
SD-noMeHbI, XapakTepHbIe IS cemelicTBa Solanaceae, oTHOCATCS K onHOMY U3 cemeiict JIHK-cBs3pIBarommx
JIOMEHOB TPAHCKPHUITIIMOHHBIX (hakTopoB [1uT. 1o 13, c. 35].

PacmipocTpaHeHHOCTH Kak B 3KHBOTHOM, TaK U B PaCTUTEILHOM I[apCTBE OEIKOBBIX CTPYKTYP, B COCTaB KO-
Topbix BXoaAT LRR 1 NB-1oMeHbl, T0-BHIUMOMY, YKa3bIBaeT Ha (PU3HKO-XUMHUECKYIO «IIPUTOJTHOCTHY TAKOH
CTPYKTYPBI IJIs1 OCYIIECTBICHHUS JIByX COMpPSDKEHHBIX MPOIECCOB: y3HABAHUS JIMTaHAa M JajbHeHIel nepe-
nmaun curHaia [17, c. 267]. ®@akrtops! Tpanckpunimun WRKY sSBISOTCS OAHMM M3 KPYMHEHIINX CEeMEWCTB
PETYJIATOPOB TPAHCKPUIIINK, OOHAPYKEHHBIX HCKIIOYUTENLHO B pacTeHUsX. OHU MMEIOT pa3HOOOpa3HbIe
ouosnornueckue QYHKIUH: YIaCTBYIOT B PETYISIUN OMOTHYECKHX M aOMOTHYECKHX CTPECCOBBIX PEaKIni,
MIPOIIECCOB CTApPEHHsI, Pa3BUTUS CeMSH U TpuxoM, smOpuorenesa. WRKY moryt ¢(yHKIIMOHUpOBaThH Kak
TPAHCKPHUIITHOHHBIE aKTUBATOPHI WM PEMPECCOPHI B PA3IIUYHBIX TOMO- M Te€TePOANMEPHBIX KOMOMHAIIHAX.

i cc NB ARCI ARC2  LRR
DOOOOODOOO( e
SD cC NB  ARCI ARC2 LRR

CC-NB-LRRs < .-Q—--—-COCOCO)COCO—

cc BED NB  ARCI ARC2 LRR

DOOCOCODOO e

¢ TIR NB ARC1I ARC2 LRR WRKY

— i) i —

TIR-NB-LRRs ¢ TIR NB  ARCI ARC2 LRR

— e (OO0 OO O

Puc. 2. Cxemarnueckoe n3o0dpaxenne R-6enxoB pacrenuii (mosicuenns B Texkcre) [13, c. 35]

Fig. 2. Schematic representation of plant R-proteins (detailed description in the text) [13, p. 35]

3a mocneaaue 15 met 6omee S0 pacTUTETHHBIX TCHOMOB OBLIM CEKBCHHPOBAHBI U cOOpaHkI [15, ¢. 19249].
Hecmotpst Ha 3TOT G0IBIION pecype, TOIBKO OTHOCHTEIFHO HEOONIBIIIOe KOTHYECTBO R-reHOB OBLITIO KIIOHHPO-
BaHO M MOJHOCTBIO 0XapaKTEPH30BAHO, YTO 0OECIIEUMIIO HE TOIBKO HHPOPMAITUIO 00 UX CTPYKTYype, QYHKINU
1 5BOJIFOIUH, HO U O CO3JJaHWHU ITOJIC3HBIX TCHECTUYCCKUX PECYPCOB JIJId BBIBCICHU S HOBBIX YCTOﬁQHBBIX COpPTOB.
Jtst cpaBHEHMS, THICSIH aHAJIOTOB TeHOB pe3ucTeHTHOCTH (Resistance Gene Analogs, RGAs) 6puti uaentudu-
IIUPOBAHBI BO MHOTHX PACTUTEIHHBIX reHoMax. MHdopmanys o KIIOHHPOBaHHBIX R-reHax amns apadumorncuca,
SIPOBOTO STYMEHSI, TOMATOB, MIICHUIIBI, KapTOdels, canara, YepHoro nepiia, puca, KyKypy3bl, JbHA, caxapHOH
CBEKJIBI M Tabaka mpenacTabieHa B o63ope [15, ¢. 19251], B kotopoMm Takke copeprxkarcs cBeaeHust 0 RGAs
B F€HOMAaX pacTeHUM.
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Mo.nelcy.lmpm)le MEXaHU3MbI HUMMYHHOI'0 OTBE€TA B paCTI/ITe.]'ll)HOi/i KJICTKE

B Hacrosiniee Bpemst yxe pacuirdpoBaHbl OCHOBHBIC MOJICKYIISIPHBIC MEXaHU3MbI Peaji3aliid HMMYHHOTO
OTBETAa B paCTUTEILHOM KileTKe. B 9TOM 11aHe, pexie BCero, CleyeT 0XapaKTepru30BaTh COBPEMEHHBIC MPE/I-
CTaBJICHHUS O MOJICKYJISIPHBIX MEXaHU3MaX B3aUMOJICHCTBHUS MEXKTy PACTUTEIbHBIMH PelienTopamMu U (urorna-
ToreHaMu. XOpoIIO JOKYMEHTHPOBAHHBIM IPHUMEPOM pPear3allii Heclenu(pHIecKoro MIMMYyHHOTO OTBETa
(PTI) sBsteTcs pacmo3naBanue rentuaa flg22 u3 6akrepuanpaoro (aremwmaa perentopom FLS2 pactenmit
apabujorncuca. OTOT MEXaHU3M MOYKHO MPE/ICTABUTh KaK MMPOCTEHIITYIO CUTHAIBHYIO CUCTEMY, COJIEPIKAIIYIO
IBa KOMITOHEHTa — MoJtekyibl fig22 m FLS2, cBsa3annbie Mexay coOoit murangamu (puc. 3a). [2, ¢. 720].
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Puc. 3. I3BecTHbIE TUIIBI BOCIIPUATHUS CUTHAJIOB B CHCTEME «PAacTeHUEe—TIaTOreHn» Mo [2, ¢. 721], mosCHEHUs B TEKCTe.
MorekyIbl TaTOreHOB 0003HAYEHB! KOPHIHEBBIMH, & MOJIEKYIIBI PACTEHUH — 3€JICHBIMH KPYTaMH
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Fig. 3. Known types of signal perception in the «plant—pathogen system» [2, p. 721] (detailed description in the text).
Pathogen molecules are shown as brown circles and plant molecules as green circles

B cBoeit npocreitmeii popme crnermdraecknii uMmyHHBIH 0TBeT (ETI) MoXkeT OBITH pe3yssTaToM B3auMoIe-
cTBUA Takoro 3(dexropa nmaroreHa, kak PopP2 y Ralstonia solanacearum, ¢ R-6enxom pacrenns, kak RRS1-R
y Arabidopsis thaliana (puc. 3b). TO B3aUMOJIEHCTBHE ABISAETCS MPOCTOH IBYXKOMIIOHEHTHON CHTHAIBHOM Ce-
ThI0. Ha maHHOM KOHKpETHOM IpuMmepe mokaszaHo, 4to PopP2 momudurmpyer RRS1-R myTtem anerunmupoBanus
[18, c. 1075]. lannas MmomuduKaIys He SBISETCS 0OPaTHMOM M B3aMMOJICHCTBIE CTPOTO OPHEHTHPOBAHO.

OnHako MCCIeIOBaHUs MOCICIHUX JSCSATWICTUH CBUACTENLCTBYIOT, YTO NPSIMOE B3aUMOICHCTBHE MEKILY
adpexropoM u R-0enKoM SBISIETCS CKOpee MCKIIOYSHHEM, YeM HOPMOM, 4TO O0yCIIOBIHMBAET OOJIee CIOKHBIC
MOJIETIN ¥ CUTHAJIbHBIE ITyTH. Tak, 00HapykeHue 3 PeKTOPHBIX OSITKOB 0OBITHO 3aBUCHUT OT OOHAPYKEHHUS UX aK-
TUBHOCTHU BHYTPHU PacTUTEJILHOM Ki1eTKH. [[yis 3Toro R-6e1ku pacTeHnii KOHTPOIUPYIOT COCTOSIHUE APYTUX pac-
TUTENBHBIX OEJIKOB (HA3bIBAEMBIX «CTpPa’kaMm»), KOTOPBIE SIBISIFOTCS IPSIMBIMU MHUILEHAMH A7151 3()(HEKTOPHBIX
OenkoB Bo30yauTens. [laHHas MoAeb Ha3bIBACTCS TUIIOTE301 «cTpaxay. THIHYHAs 3aIUTHAS CHCTEMa COCTOUT
n3 ¢ dexropa AvrB marorenHoi 6akrepun Pseudomonas syringae, KOTOPBIA HETIOCPEIACTBEHHO B3aWMOJICH-
CTBYeT ¢ pacTuTesbHBIM OenkoM RIN4 (cTpakem) /uist ero MoguduKanuy. 3ateM MOAU(UITMPOBAHHBINA OEITOK
RIN4 pacnosznaercst pacturensHbiM R-0emkom RPMI (puc. 3c¢). B orcyrerBue mogudunmpoBanHoro Oenka
RIN4, RPM1 He cniocoben o6HapyxuTh dhdhexrop AvrB u uamynmposars ETI. Dtot npumep mimroctpupyer
BO3HMKAIOLINE CBOWCTBA CETH, KOTOPbIE MOSIBISIIOTCS MIPU B3aUMOACHCTBUH MEXY HECKOJIBKUMH €€ JIEMEH-
tamu. Eme Oornee cIoXHBIN MpUMep WILTIOCTPUPYET cUTyaruio, koraa RIN4 moxeT ObITh MOTUHUITPOBaH
HECKOJIbKUMU OakTepualbHbIMU A dexTopamu AvrB, AviRmpl n AvrRps2 n 3amumen aBymst R-Oenkxamu,
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RPMI u RPS2 (puc. 3c). B atom crygae RIN4 obpasyeT cailT CBA3BIBaHUS ¢ OONBIINM KOJIMIECTBOM COCIIH-
HEHHH, KOTOPBIN 4acTo 0003HAYAIOT KaK eHTpasibHbIH y3ei (hub).

B HekoTOpbIX cUTyanusax MoauuKaius oeska-crpaxa 3QpPpexTopaMu Bo30YIUTEIIs MOKET HAHECTH yIepO
pactenusM. B aTom ciydae paboTaet MOAETh «IPUMaHKN, B KOTOPOI y4acTBYeT ApyTas OeiIKoBas MOJIeKyJa,
KOTOpast IMUTHPYET PacTUTEIbHBIH OeJI0K, MOIU(PHUIIMPOBAHHBIN (P PEKTOpaMH BO3OYAUTEIS IS TOBBIICHHSI
BocnpuumunBoctu. Harpumep, adpdexropusiii 6estok AvrAC ot Xanthomonas campestris nauenen Ha BIK1,
[EHTPATBHBI KOMIOHEHT Tepenadn curHaioB PTI y A. thaliana nis moBwIieHUsT BOCIPUAMYUBOCTH. Ho
BMECTO TOTO, YTOOBI HemocpeacTBeHHo 3amumarh BIK 1, pactenue umeeT cBs3aHHbIA ¢ HUM Oenok PBL2,
KOTOPBIA «OHIMO0YHO» Tarke Momuduiupyercs AvrAC, HO IpH 3TOM 3alIMIIEH MPEABAPUTEILHO chop-
mupoBaHHbIM KomriekcoM RKS1 u R-6enxom ZAR1 (puc. 3d). 3necy pynkmus «npumankm» PBL2 moxer
OBITh peanm3oBaHa TobKO B ¢Bsi3u ¢ ¢pyHkuusamu BIK1, RKS1 n ZARI, 9ro sBrsieTcs emie oAHUM IPUMEpPOM
BO3HUKHOBEHHS HOBBIX CBOWCTB B CE€TH MMMYHHOTO OTBeTa pacTeHHil. HenaBHO mOKa3aHO, YTO HEKOTOPHIE
R-0enku copepikaT MHTErPUPOBAHHBIN IOMEH «IIPUMAHKW», O0BETUHSIONMNA (YHKIIUH 3alIUThl 1 BOCTIPHHM-
quBocTH [19, c. §; 20, c. 624].

B KoHTEKcTE MOJEKYISIPHO-PELENTOPHBIX B3aUMOACHCTBUI MEXIy PACTEHHEM M MAaTOT€HOM pa3INyaroT
emie oaHy (popMy IMMYHHOTO OTBETA PACTUTEIHFHOTO OPraHN3Ma, KOTOPYIO OOBIYHO HA3BIBAIOT KOJINYECTBEH-
HOW Oone3HeycToHunBoCThIO (quantitative disease resistance, QDR) [21, c. 427]. Dta ¢popmMa HUMMYyHHOTO
OTBETa, NIMPOKO HaOoaemMasi B KyJbTYPHBIX U €CTECTBEHHBIX PACTHTEILHBIX MOMYJISIUAX, MTPEACTaBICHA
HETPEPBIBHON MIKAJION MIEPEX0I0B MEXKTY YCTOHUUBBIMU M BOCHPUUMYUBBIMHU PACTEHUSIMH 0€3 YeTKOH Iud-
(bepeHnManu MexAy HUMH. Ee MOXKHO paccMaTpuBaTh Kak pe3yJabTar B3auMOJICHCTBUSI MKy HECKOJIbKUMH
MOJICKYJISIPHBIMH COOBITHSIMHU, BKITFOUAIOIIIMME aKTHBHOCTh MHOYKECTBEHHBIX MTATOreHHBIX 3()(HEKTOPOB U TOK-
CHHOB Ha PACTHUTEIbHBIX MHIICHSIX W aKTHBAI[MI0 MHOXXECTBEHHBIX IyTEW 3aIIMTHOTO OTBETA B PACTCHHAX
(puc. 3e). OgHaKo K HACTOSIIEMY BPEMEHH IMOTydYeHa BechMa OTpaHUICHHAS] HH(OPMAIIAS O MOJEKYISIPHBIX
MexaHu3Max, jJexamux B ocHoBe QDR. QDR-rens! 0bu11 HIeHTHQUIMPOBAHBI TOJIFKO B HEMHOTHX CITydasx
¥ KOJUPYIOT pPa3HOOOpa3HbIe MOJIEKYIISIPHBIE CTPYKTYPBI, JIEXKAIIKe B OCHOBE JIOJITOBPEMEHHON YCTOHYMBOCTH
pacTeHuil K IMUPOKOMY CIIEKTPY (hUTOmaToreHoB. IHTEpeCcHO OTMETHUTh, YTO OXHHUM U3 HUX sBisieTcss RKSI,
HETUITMYHAs KWHA3a, KOTopasi urpaet kitoueByto pois B ETI, B3aumoneiictBys ¢ R-6enkom ZAR1 [22, c. 286].

B nocnennne rogpl B CBsI3U ¢ pacnpoOBKOM MOJEKYISIPHBIX MEXaHHU3MOB OTBETHBIX PEAKINN pacTeHUN
Ha aTaKy KOHKPETHBIX BUJOB MATOTEHHBIX MHUKPOOPTAaHMU3MOB, TEPMUHOJOTHS W KiaccH(pHKaus MOJEKy-
JSIPHBIX CTPYKTYP, YYaCTBYIOUINX B (DOPMUPOBAHUHM UMMYHHTETA B PACTUTEIHHOW KIIETKE, MpeTepresia He-
KOTOpBIE N3MEHEHUS M YTOUYHEHH, KOTOphIe ObITH U3JI0KeHbl B 0030pe [10, c. 39]. Ha puc. 4 npeacraBieHbl
OCHOBHBIE MOJIEKYJIAPHBIE CTPYKTYpHI, BOBJICUCHHBIE BO B3aUMOACHCTBHE MEXKIY PACTEHHEM M MaTOTeHAMH,
UCXO0Jlsl U3 CHOPMUPOBAHHBIX B HACTOSIIEE BPEMsI MPEJICTABICHUN O MEXaHU3MaX BOCIIPHUSTHS, TPAHCAYKIIUH
U pealin3allid UMMYHHOTO OTBeTa. Tak, B mporecce KU3HEeNeATEIbHOCTH PACTEeHHUSI TOCTOSHHO CTAJIKMBA-
IOTCsI ¢ TPOOJIeMaMy, BBI3BAHHBIMU aTakoi maroreHoB (6norpodoB, TeMHOHOTPOPOB M HEKPOTPODOB) U HX
pacnpocTpaHeHHEeM B aloIIacTaxX PacTUTENbHBIX TKaHEH. DTH MaTOreHbl OOBIYHO MPOU3BOAST DIHUCHTOPHI
(npexxnee Hazpanne — PAMP/MAMP), 3a uckiltoueHreM CrelMalu3upOBaHHbIX TATOTEHOB, KOTOPHIE TPOLY-
UPYIOT Takxke 3 dexTophl. PacTeHus pacrno3HaroT 3TH SMUCUTOPBI/A()(HEKTOPBI M BEICTPANBAIOT WMMYHHBIH
OTBET, OIIOCPEIOBAHHBINA HepapXUIECKO CUCTEMON R-reHoB: anucutop-pacrno3Haronmx penenroposa (elici-
tor recognition receptor, ELRR), appexrop-pacnosnaromniux perenropos (effector recognition receptor, ERR),
¢duroropmonoB (phytohormone, PHR), MuToreH-akTuBMpyeMbIX MpOTeMHKWHA3 (mitogen-activated protein
kinase, MAPKSs), TpanckpuninoHHbIX (haktopoB (transcription factor, TF), 4To B KOHEYHOM HUTOTE, IPHBOIUT
K BBIpAOOTKE CBSI3aHHBIX C PE3UCTEHTHOCTHIO MeTabonuToB (resistance-related metabolites, RRM) u Genkos
(resistance-related proteins, RRP), koTopbie HemOCPeACTBEHHO MOAABISIOT Pa3BUTHE MTATOICHOB. DIIMCUTOPHI
pacrno3HaoTCs JTOKAJIM30BaHHBIMU HAa MeMOpaHaxX pacTHTEIbHOHN kieTku perientopamu ELRR (mpexxHee Ha-
3Baane — PRR), Torga xak addexropsr pacrosnarorcst ERR (mpexnee nazBanme — PRR, mpomynmpyemsbie
R-renamn). Hampumep, addexropsl, npomynupyemsie ouorpodamu, 4acto pacrno3Harorcsi Oenkamu NBS-
LRR, 9TO NIpUBOAUT K THIIEPIYBCTBUTEIEHOMY OTBETY uepe3 myTh MAPK / SA / NPR1.

C npyroii CTOPOHBI, TAKHE dIUCUTOPHI (pHC. 4), KaK XUTHHBI, TPOLYIIHPYEMBIE TIIABHBIM 00pa3oM reMruOHo-
TpodaMu ¥ HeKpOTpOohaMu, BOCIPUHUMAIOTCS PELICITOP-110100HbIMH KuHa3aMu (receptor-like kinases, RLK)
u LysM-JIoOMEHOM XUTHH-3JIMCUTOP PelenTopHol KuHa3o0it (chitin elicitor receptor kinase, CERK1) cooter-
CTBEHHO, 4TO akTUBUpyeT MAP-knuHa3HbIN curHanbHbIN Kackan uepe3 MAPK-kuna3y kunazst (MAPKKK).

Hekpotpods! (puc. 4) npou3BOIAT TaKHUE SIIMCUTOPHI, KaK (PEPMEHTHI U TOKCHHBI, KOTOPbIC MOBPEXKIa-
10T 00OJIOYKH PaCTUTEIbHBIX KIIETOK, B PE3yJbTaTe Yero HaKarIMBaloTCs (pparMeHThl KIETOYHBIX CTEHOK
U UX COJIEP’KUMOTO (PacTUTEIbHbIE AIMCUTOPHI, CUTHAJIBHBIE MOJIEKYJIbl pACTEHHH, TPEeKHEe Ha3BaHue — dam-
age-associated molecular patterns (DAMP), koTopbie aKTUBUPYIOT 3aIIUTHBIC OTBETHI PACTECHUI Yepe3 CBsI3aH-
HBIE C KJICTOYHON CTEHKOM perenTopHblie KnuHa3el (wall-associated receptor kinases, WAKSs).
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Puc. 4. KittoueBble MONEKYISIPHBIE CTPYKTYPBI, BOBICUCHHBIE BO B3aUMOJICHCTBIE «pacTeHHe—TIaToren» (MmosicHeHus B Tekcte) [ 10,
c. 44]. Muroren-aktuBupyemas nporeHkuHaza (MAPK), Tpanckpunuuonssiil paxrop (7F), penentop nogoonas kunasa (RLK),
LysM nomen xutun-amucurop penentopHoit kuHaszel (CERK 1), MAPK-knna3a kunassl (MAPKKK), kiHa3a, acconuupoBaHHas

¢ knerouHoit crenkoit (WAKS), aktuBabie hopmsl kuciopona (ROS), ropmons! pactenuii (3tunen, Ethylene, canuiuiosas kucnora,
SA, »xacMoHOBas kucioTa, JA), Tparckpuniuonnsie ¢pakropsl (WRKY, MYB, NAC and ERF), RR-reHb1, MeTaboIUTHI,
ACCOLIMHPOBAHHbIC C pe3UCTCHTHOCTBIO (RRMS), OenkH, accoUMnpOBaHHBIC ¢ Pe3UCTEHTHOCTBIO (RRPS)

Fig. 4. Key molecular players involved in the «plant-pathogen» interaction (detailed description in the text) [10, p. 44].
Mitogen-activated protein kinase (MAPK), transcription factor (7F), LysM domain chitin elicitor receptor kinase (CERK1), MAPK
kinase kinase (MAPKKK), wall-associated receptor kinases (WAKSs), reactive oxygen species (ROS), plant hormones (Ethylene, SA,
and JA), transcription factors (WRKY, MYB, NAC and ERF), RR-genes, resistance-related metabolites (RRMs),
resistance-related proteins (RRPs)

OMHOBPEMEHHO C 3TUM B Pe3yJIbTaTe OMOTHYECKOTO CTpecca aKTHBUPYIOTCS BTOPUYIHBIE TAKHE MECCEHIKe-
PBI, KaK MOHBI KaJIbIHs, aKTHBHBIE (hopMbl kuciopona (ROS) u onmocpenoBaHHbIe pacTUTEIHPHBIMA TOPMOHA-
MH (3THJICH, CAINIIUIIOBON 1 skacMoHOBoM kucioramu (Ethylene, SA u JA) 3ammuTHBIE MEXaHU3MBI, KOTOPHIS
TaKKe BBI3BIBAIOT AaKTUBAIIHIO COOTBETCTBYIOIINX T€HOB, TPUBOASIIYIO K THIIEPYYBCTBUTEIHHON PEaKIIui WITH
MTOHIKEHHON BOCTIPUMMYHBOCTH. M Tak, CUTHAJ, BOCTIPUHIMAEMBIH PEIENTOPHBIME KHHAa3aMH, 3QPEeKTHBHO
nepesaeTcs uepes 1UTo30JIbHbIe MPOTeMHKUHA3bI, Takue kKak MAPKKK -kackas, 11 akTUBAILIMU 11€JI0T0 psija
(haxropoB Tpauckpumiuu pacrennii (WRKY, MYB, NAC u ERF), xoTopbie perynmpyroT HeCKoIpko R-reHoB
s nponyuupoBanusi RRP u RRM.

buocunre3 6enkoB (RRP) n MmerabomutoB (RRM) pactenmii, CBI3aHHBIX C PE3UCTEHTHOCTHIO, KOHTPOJIH-
pyercsa reHamMu pe3sucTeHTHOCTU (Ryrp Rpry) [10, c. 45]. RRP u RRM sBnstorcst 100 KOHCTUTYTHBHBIMU
Merabonutamu (RRC), mprucyTCTBYIOMNMH B paCTUTEILHOM KJIETKE TIepe]] MHBAa3HeH maToreHa, JIn00 NHAYIIN-
poBaunabiME (RRI) B pe3ynprare maBa3znn Bo30yauTest. KomndaecTBo mpoayupyeMbIX OEIKOB U METaOO0IUTOB
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3aBUCUT HE TOJBKO OT aKTUBHOCTU I'eHOB Rypp U Rypy, HO TAKOKE OT UEPApXUM PETYNATOPHBIX R-reHoB, KOH-
TPOJHMPYIOMIUX UX (PYHKIITMOHUPOBAHHE.

benku RRP mpencrapmnsiror coboii cBs3aHHble ¢ matoreHe3oMm (pathogen-related, PR) Genku, kotopsie mo-
JABIISIOT MATOTEeHBI, IETOKCH(PULIMPYIOT TOKCUHBI WM (haKTOPBI BUPYJIIEHTHOCTH, MPOAYLIMPYEMbIE TaTOT€HAMH,
¥ TIPEIOTBPAIAlOT PaclpoCTpaHeHNe aTOTeHOB IyTeM YKPEIUIEHHsI KIIETOUHBIX CTEHOK. B HacTosmiee Bpems
yiKe HACHTU(UIMPOBAHO OKOJIO 17 ceMelcTB Takux OenkoB. PR-Genkw, B-1-3-snonmokanaser (PR-2) u aH-
noxutuHasbl (PR-3, 4, 8 u 11) paspymator crenku kierok matoreHos [10, c. 46]. CemeiictBa PR-0enkoB ¢ Mo-
nekyisapHoi Maccoii meHee 10 k/la BkirowaroT crienmguyeckne HHruouTopsl nporenHas (PR-6), nedeHsnHbl
(PR-12), Tuonunst (PR-13) u 6enku-nepenocuuku nunuaos (PR-14), koropsle XapakTepu3yIoTCs IMPOKON aH-
THOAKTEPUAITLHOM 1 TPOTUBOTPUOKOBOM akTHBHOCTHIO. [IpencraBurenu cemeiicta PR-1 n TaymariH-1og00Hb1e
Oenku cemeiictBa PR-5 obecnieunBaroT yCTOWYNBOCTH PACTECHUH K MUIICIHAIBHBIM MUKPOOPTaHU3MaM TPYIIITEI
Oomycetes. PR-7 npencraBnstor co0oi 3HAONPOTEMHA3BI TOMATOB, pa3pylIAIONINe MUKPOOHBIE KIETOYHBIC
crenku. benku cemeiictBa PR-9 sBistroTcst mepokcugazamu, cemeiicta PR-15 — okcanmarokcugazamu, a ce-
MmerictBa PR-16 — okcanmatokcugasa-momoousiMu coequaeHusmu [23, ¢. 1043]. CemeiictBo PR-10 mpenacras-
JICHO prOOHYKIIea3a-MOJOOHBIMH OCJIKaMH, YIaCTBYIOIIUMH B MHAKTUBAIINH PUOOCOM.

Metabonutel RRM npenctaBisitor co00ii aHTUMUKPOOHBIC COCTUHCHHS — (DUTOAHTHIIUITUHBI (COCTUHE-
HUSI, TIOCTOSTHHO MPHCYTCTBYIOIINE B PACTUTEIBHOM KJIETKE) U (PUTOATEKCUHBI (COCAMHEHHS, CHHTE3 KOTOPBIX
B PACTUTENILHON KJIETKE MHIyIIUPYETCS aTOTeHOM de novo), NN UX KOHBIOTHPOBAHHBIE TTPOAYKTHI, KOTOPHIE
OC@XJAIOTCS ISl YKPETUICHUS! BTOPUYHON KJIETOYHOW CTEHKH, YTO MPEMATCTBYET JalTbHEHIIIEMY pacipocTpa-
HEHHIO TTaTOTeHa M0 pacTUTEIbHBIM TKaHsM [10, c. 45]. DUTOaHTUIIMITMHBI OOBIYHO BHIPAOATHIBAIOTCS PACTY-
IIMMH PACTEeHHUSIMH U 3arlacaloTcsl B TPHUXOMax (BBIPOCTaX KJIIETOK SIHJEPMBI), MACIISIHBIX jKele3axX M B IH-
JIEpMalIbHOM CJIO€ KJIETOK B ()OpME HETOKCHYHBIX TIIMKO3WJIOB, & UX CBOOOJHBIC TOKCHYHBIE (DOPMBI MOTYT
BBICBOOOXKIATHCS ITyTEM MPOCTOTO THIPOSN3a. PacTeHus MpOU3BOIAT ThICSYN (PUTOAHTHIIMITMHOB: (DEHOJIOB,
(hI1aBOHOMIOB, TEPIICHOB, KUPHBIX KUCIOT U AJIKaJIOUIOB, KOTOPBIE 00J1aJaf0T TPOTHBOMUKPOOHON aKTHBHO-
cThI0. BrocuHTe3 (QUTOANEKCHHOB B pACTEHHSIX WHIYIIMPYETCsl aTaKoi MaroreHa W KOHTPOJIMPYETCsl TeHAMH
Ryry B PA3IMUHBIX CIICHU(UUSCKUX MeTabomnueckux myTsax. K ¢puroanekcuHaM OTHOCAT genunnponanoudul
u ¢hnasonoudvt (M30(GIaBOHOU B, N30(IABOHBI, ITEPOKAPIIAHBI, H30(JIaBaHbl, KyMECTaHbI, apuideH30(ypa-
HBI U CTHIILOCHBI); mepnensl (MOHOTEPIIEHbI, CECKBUTEPIIEHBI, KapOOKCHIIFHBIE CECKBUTEPIICHBI M CeMeNcTBa
TUTEPIICHOB); undoa (kamanekcus) [10, c. 46].

TakuMm 006pa3oM, yCTOWYMBOCTD pAaCTeHUH K pUTOmaToreHaM GopMupyercs Onarofaps KyMyIsITUBHBIM 3(¢-
¢dexram RRP 1 RRM, cunre3upyembiM reHamu Ryyp B Ry, COOTBETCTBEHHO, HAa KOTOPBIE B CBOIO OY€pE/b
BIIUSIIOT PETYNIATOPHbIE R-IeHBbl, CIIOCOOHBIE PEryINPOBAaTh HECKOIBKO F€HOB Rypp U Rypyy DTH 3aUTHBIE CO-
€IMHEHNUST OOBIYHO JIOCTABIISIOTCS] K MECTY 3apaskeHHs B (hopMe BE3UKYJI TAKUMH TpaHcroprepamu, kak ABC
u Arabidopsis PEN3-Tpancnioptepst (R-reHbr).

3akaroueHne

Takum 00pa3oM, paciIMpeHne MeXIyHapOAHON TOPTOBIIH, MACCOBBIE MEPEABMKEHUS JTIOACH U TII00abHbIE
M3MEHEHHs KJIMMaTa CBSI3aHbl C YBEJIIMUEHHEM YHCIIa BCIBIIIEK HOBBIX 3a00eBaHni pacTeHuil. B aToil cBsizn
1yOOKHE 3HaHHS O TOM, KaK BO3OYAUTEIH 1 UX X0351€Ba B3aUMOJICHCTBYIOT MEX 1y cOOOM M MpHUCIOCabIBaroT-
Csl K OKpY Karollel cpefie, sSBISIOTCS NPEeANOChUIKON Ul Pa3BUTHUS HOBBIX CTpaTeruii naeHTudukanuu ¢uro-
[IaTOT€HOB, 3aLIUThl PACTCHUH U SNMIHAA30pa. TeM He MeHee, IPOrHO3UpOoBaHue 00Ie3HEelH pacTeHU ocTaeTcst
CIIOKHOM 3a/1aueid M3-3a OTCYTCTBHS 3HaHUI 00 M3MEHEHUH NAaTOreHHOCTH BO30ynuTesel 0one3Heil U ycToinuu-
BOCTHU PacTEHHH-X035€B B PA3HBIX KIMMATHYECKUX yCI0BHUsIX. CHCTeMHass OMOJIOTUsl MOXKET CIYKUTh OCHOBOH
JUISL 3aTI0JTHEHUS! 3TOTr0 Mpo0eta, IpecKa3biBast MaTOreHHOCTh MUKPOOPTaHU3MOB M yCTOWYMBOCTD PACTECHHM-
X0351€B, X JBOJIOLUIO C YUETOM MOJIEKYJIPHBIX 3HAHUH, OITY4YEHHBIX B MTOCIEIHUE ECATUICTHS.
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