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0630p NOCBALLEH PAaCKPbITVIO COBPEMEHHON KOHLeNUMn GUTOMMMYHUTETa KaK MHOTOYPOBHEBOW CUCTEMbI 3alLu-
Tbl PaCTEHNA-X03AMHA, KOHTPONMPYEMOIN KOMOMHALMAMM MaXKOPHbIX 1 MUHOPHbIX FeHOB (TOKYCOB) YCTOMYMBOCTU.
Moapo6Ho pa3bupaetca Mofenb «3ur3ar» A ONMCaHNA MOJSIEKYNAPHBIX OCHOB GUTOUMMYHUTETA C KITIOUYeBbIMU
NOHATUAMMN: aCCOLMMPOBaHHble C MaToreHamy NNraHAbl, 3amnyckalolme BPOXAEHHbIN UMMYHUTET, AyanbHOCTb
3¢bPeKTOpOoB, CMOCO6HBIX BbI3blBaTb BOCAPUMMUYMBOCTb PACTEHUA, @ NPV B3aMMOAENCTBUM C NPOAYKTaMN reHOB
YCTOMUYMBOCTU BKIOYATb PeaKkLnio CBEPXUYBCTBUTENIbHOCTY UK aflbTEPHATUBHbIE MEXaHW3Mbl 3aLnTbl. BoigeneHo
TPW PasfMyYHbIX TUMA YCTONUMBOCTY Y 3MaKoB: 1) 6a3oBan yCToMuMBOCTb, obecneyriBaemas peLenTopHbiMU ben-
Kamui, NOKannM3oBaHHbIMU B Mia3maTyeckon membpaHe; 2) pacocneumnduryeckas ycTonumBocTb, obecneymBaemas
BHYTPUKNETOUYHbIMY R-peLienTopamy MMMYHHOrO OTBETa; 3) YacTUYHaA YCTOMYMBOCTb, KOHTPONMpPYyeMas JIOKyca-
MW KONMYECTBEHHbIX MPU3HakoB. CucTtema «maArkaa nwenuua (Triticum aestivum) — Bo36yamTenb 6ypon prkaBymHbI
(Puccinia triticina)» ABRAETCA MHTEPECHON MOAENbIO ANA HabMAEHNA BCEX NMePeYNCIEHHbIX MEXaHV3MOB YCTONUN-
BOCTW, TaK Kak CTpaTerua AaHHOro naToreHa Harnpae/ieHa Ha KOHCTUTYTUBHOE MCMOMb30BaHNe PecypcoB X03AnHa.
PaccMoTpeHbl N3BECTHbIE FeHbl MLUEHKLbl, OTBEYatOLLMEe 3a Pa3nnyHble MPOAB/EHNA YCTONUMBOCTY K BYpOit pKas-
ynHe: pacocneunduyeckme renbl (Lr1, Lr10, Lr19, Lr21); reHbl BO3PaCTHOWN YCTONYMBOCTY, 3anycKaloLme peakLumio
CBEpPXYyBCTBUTENbHOCTM (Lr12,Lr13,Lr22a,Lr22b,Lr35,Lr48, Lr49); N reHbl, peanunsytoLime anbTepHaTVBHbIE MEXaHMW3-
Mbl YaCTUYHOW yCTOMUMBOCTW (Lr34, Lr46, Lr67, Lr77). Kpome TOro, HejaBHO MOKa3aHO yyacTrie HEKOTOPbIX R-reHoB
MNLWeHNLbl B peann3aunm nperayctopranbHON YyCTONUNBOCTY K BO3byauTento Oypoii pxkaBumHbl: Lri, Lr3a, Lr9, LrB,
Lr19,Lr21,Lr38. Hannumne B reHOTMNE YKa3aHHbIX FeHOB MO3BOJIAET OCTaHaBAMBaTb PaHHUI NaToreHe3 NocpeACcTBOM
cnefyoLmx MEXaHU3MOB: 1e30PUEHTALNA 1 BETBIIEHME POCTKOBON rMdbl; GopMmpoBaHrie abeppaHTHbIX CTPYKTYP
NPOHUKHOBEHUA rpunba (annpeccopuii, NOAYCTbUYHAA BE3UKYNA); akKyMyNALMA Kanno3bl B KNETOUYHbIX CTEHKaX Me-
30¢unna. 2GPeKTUBHOCTb CENEKLMN Ha MMMYHUTET MOBBILLAETCA 3@ CYET HAKOMIEHUA JaHHbIX O Pa3HOOOPa3HbIX
MeXaHM3Max YCTOMYMBOCTU MLWEHULIbI K PXKaBYMHHbIM 3ab60neBaHnAM, KOTopble 0606LLeHbl B AaHHOM 0630pe.
KnioueBble cnoBa: MueHWLa; pXaBUvHHble MHOEKUMK; pacocneunduyeckas; yacTuyHas; nperayctopuanbHas
YCTOMUMBOCTb; FeHbl Lr; cenekuma Ha UMMyHUTET.

Ana yntuposaumaA: CkonotHea E.C,, CanvHa E.A. PasHoo6pa3re MexaH3MOB YCTONYMBOCTH, BOBJIEUEHHbIX B
MHOTOYPOBHEBbIN UIMMYHMTET MLUEHMNLbI K PXKaBUMHHbBIM 3a60/1€BaHNAM. BaBUOBCKIIA >KypHas FeHETUKN U CeNeKLN.
2019;23(5):542-550. DOI 10.18699/VJ19.523

Resistance mechanisms involved in complex immunity
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The review is devoted to the disclosure of the modern concept of plant immunity as a hierarchical system of plant
host protection, controlled by combinations of major and minor resistance genes (loci). The “zigzag” model is
described in detail for discussing the molecular bases of plant immunity with key concepts: pathogen-associated
molecular patterns triggering innate immunity, ambivalent effectors causing susceptibility, but when interacting
with resistance genes, a hypersensitive reaction or alternative defense mechanisms. There are three types of
resistance in cereals: (1) basal resistance provided by plasma membrane-localized receptors proteins; (2) race-
specific resistance provided by intracellular immune R-receptors; (3) partial resistance conferred by quantitative
gene loci. The system ‘wheat (Triticum aestivum) — the fungus causing leaf rust (Puccinia triticina)' is an interesting
model for observing all the resistance mechanisms listed above, since the strategy of this pathogen is aimed at
the constitutive use of host resources. The review focuses on known wheat genes responsible for various types of
resistance to leaf rust: race-specific genes Lr1,Lr10, Lr19, and Lr21; adult resistance genes which are hypersensitive
Lr12,Lr13, Lr22a, Lr22b, Lr35, Lr48, and Lr49; nonhypersensitive genes conferring partial resistance Lr34, Lr46, Lr67,
and Lr77. The involvement of some wheat R-genes in pre-haustorial resistance to leaf rust has been discovered
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recently: Lr1, Lr3a, Lr9, LB, Lr19, Lr21, Lr38. The presence of these genes in the genotype ensures the interruption
of early pathogenesis through the following mechanisms: disorientation and branching of the germ tube;
formation of aberrant fungal penetration structures (appressorium, substomatal vesicle); accumulation of callose
in mesophyll cell walls. Breeding for immunity is accelerated by implementation of data on various mechanisms of
wheat resistance to rust diseases, which are summarized in this review.
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BBepeHune

duTonaTtoreHHbIe OPraHU3Mbl CTIOCOOHBI OBICTPO AJANITHPO-
BaThCsl K 3aIIMTHOM cucreMe pacteHui-xo3seB. OcoOeHHO
WHTEHCHBHO SBOJIIOLMOHHBIC MPOIECCHI IPOUCXOAAT B TO-
MYJSIIASAX TTATOTEHHBIX TPUOOB, Mapa3UTUPYONINX HA CEJlb-
CKOXO3SICTBEHHBIX KYJIbTypax W MMEIONIUX BO3/YIIHBIH
crnioco6 pacripocrpanenus (Parlevliet, Zadoks, 1977). B niep-
BYIO O4Y€pe/b 3TO OTHOCUTCS K BO3OYANTEISIM PrKaBUMHHBIX
3a00JIeBaHN MIICHHUIBL. YCTOHYMBOCTD K Oypoi pKaBuuHE,
HaIpuMep, COXPaHsIEeTCs y paliOHUPOBAHHBIX COPTOB He Ooliee
5-6 net (T'opnenxko, 1968). OgHako ceneKIys Ha UMMYHHUTET
cunraercs Hanbonee F3pPEeKTUBHON N HKOJIOTMYHON cTpare-
rHeil 3aIUThl pacTeHHH OT O0JIe3HE, BbI3bIBaEMbIX (DUTOTIA-
TOreHHbIMH Tprbamu. [lo3ToMy HcciieioBaHIEe MEXaHU3MOB
YCTOHYMBOCTH MIIEHUIBI K BO3OYINUTENSIM pPIKaBUYMHBI Ha
IeHETHYECKOM, MOJICKYJISIPHOM U IIUTOJIOTMYECKOM YPOBHE HE
TOJIBKO MMeeT (pyHJaMEHTAIbHOE 3HAYCHHUE, HO W SIBIISIETCS
HEOOXOIMMBIM 3TAIOM CEJICKIIMH Ha UMMYHUTET.

Jlonroe BpeMsi rOCIO/ACTBOBaIa KOHLEHIMS TPUHIUIIH-
AJIBHO Pa3JINYHBIX TUIIOB YCTOWYMBOCTH PACTEHUH K (uTO-
MaTOreHHBIM OPTraHN3MaM: BEPTUKAJILHOHM U TOPU30HTAIBLHOM
(Bangeprutank, 1972). [Tpu aToM moapa3ymMmeBaioch, 4To Bep-
THKAJIBHYIO WM PACOCICNN(UUECKYIO YCTOHUMBOCTD OTIpe-
JICTISIIOT T€HBI C KaYeCTBEHHBIM IPOSIBJICHUEM B (DEHOTHTIC —
OoublIKe, WK [IIaBHBIE (Major genes), a TOPU30HTAIBLHYIO UITH
Hecnenn(UIecKyIo — Majble, M MUHOPHBIE, TeHBI (minor
genes) co ci1aObIM KOJMYECTBEHHBIM BhIpaxkeHueM. [lapai-
JICNIBHO BBICKA3BIBANIOCH MPEATONOKEHHE, YTO pa3/ielicHHue
Ha JIB€ HE3aBUCHMBIE CHUCTEMBbI (BEPTUKAIbHYIO U TOPU30H-
TaJIbHYI0) HEKOPPEKTHO, TOCKOJIBKY B OTIPE/ICIICHNH KaK pa-
cocrnennprUecKoi, Tak ¥ Hecrieu(UIecKoil yCTONYNBOCTH
Y4YacTBYIOT OJTHH U T€ K€ TpyIIisl reHoB. Torna crabmibHOe
W JUTUTEIBHOE COXPAaHEHHE YCTOMYMBOCTH 3aBHCUT HE OT
KOJIMYECTBA F€HOB, HO OT XapaKTepa B3auMOACHCTBUN MEXY
TeHaMH BHPYJICHTHOCTH I1apa3nuTa U T'€éHaMH YCTOWYHMBOCTH
XO35IMHA B ONpEJIeNICHHBIX ycinoBusx cpensl (Parlevliet, Za-
doks, 1977; Jonson, 1981; Onunnosa, Illenomosa, 1983;
JbsixoB, 2005; Muxaiinosa, 2005).

Ha ceropusimamii neHs ycriexu B 00J1acTi U3ydeHus Gpu-
TOUMMYHHTETA MO3BOJISIFOT BBIJCIUTh TPU PA3IMYHBIX THIIA
YCTOMYUBOCTH y 3€PHOBBIX pacTeHuil: 1) 6a3oBas ycToWdm-
BOCTB, o0ecrieunBaeMasi pelenTOPHEIMU OelTkaMy, JIOKaJIn-
30BaHHBIMH B IJIa3MaTHYECKOI MeMOpane; 2) pacocrenudu-
YyecKask yCTOHYMBOCTh, OOecreunBaeMas BHYTPHUKICTOUHBI-
MU perenTopaMu IMMYHHOTO OTBETa; 3) Hecreruduieckas
YCTOHYMBOCTB, KOHTPOJIUPYEMast IOKYCaMH KOJTMYECTBEHHBIX
npu3HaKoB. CructemMa «msirkast meHuna (77iticum aestivum) —
BO30yMTENb Oypoii pxkaBuuHbl (Puccinia triticina)» sBsieTcst
MHTEPECHON MOJIEIBIO JIJIsl HAOMIOEHHS BCEX MEPEUUCICHHBIX
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MEXaHU3MOB YCTOWYMBOCTH, TaK KaK CTpaTEerusi JaHHOTO
IMaToréHa HalipaBjicHa Ha KOHCTUTYTUBHOC HCIIOJIb30BaAHUE
pecypcoB xo3suHa. B otmiaune ot Bo30OyauTeneii ctebieBoii n
JKEITOM prkaBUMHBI (P. graminis n P. striiformis), KOTOpble MO-
I'yT IPUBECTH HEUMMYHHOE pacTeHue K ru0eltu, BO3AeHCTBUE
P, triticina MOYXXHO 0OXapaKTepH30BaTh KaK OTHOCUTEILHO MST-
koe. [Topaskenue Oypoii pKaBUMHOH JIOKAJIM3YeTCs Ha JINCTHIX
MNIICHUIIBI 1 MOXCT 3HAYUTCIIbBHO CHUXXATh S(b(l)eKTI/IBHOCT]:
ACCUMMJISIIINK, OJJHAKO TPH COATAHCHPOBAaHHOM B3aMMOICH-
CTBHH IaTOT€Ha M XO35IMHA IOPAaXKEHHOE PACTEHHE CIIOCOOHO
Ppa3BUBATbHCA, IPOXO/Jd CTaJUN BbIKOJIAIIMBAHU A, IBETCHUA U
CO3pEBAHMSL.

Cy1ecTByromIye MpeICTaBISHHs 0 MOJIEKYIISIPHBIX OCHOBAaX
(l)l/ITOl/IMMyHl/ITeTa, a TaK)KC MHOT'OYHCJICHHBIC TCHCTHYCCKUC
HCCIIEI0BAaHMS [TO3BOJISIIOT PACCMOTPETH Pa3HOOOpa3He Mexa-
HHU3MOB IIPOSIBIICHHS MaYKOPHBIX (IJIaBHBIX) 1 MUHOPHBIX Te-
HOB yCTOfl'-IPIBOCTPI MIIEHUIBI K pKaBYMHHBIM 3360ﬂeBaHl/IﬂM,
W B YaCTHOCTH K Tmatoreny P. friticina. B Hactostiem o630pe
000011IeHBI TaHHBIC O Pa3JINYHBIX MEXaHN3MaX yCTOHYMBOCTH
MIIECHUIIBI K p’)KaBYNHHBIM SaGOHCBaHI/IHM, MO3BOJIAOIIUX I10-
BBICUTD 3()(hEeKTUBHOCTH €€ CENEKINN HA UMMYHHUTET.

MoneKynsapHbie 0CHOBbl pUTOMMMYHUTETa
PacteHus, B OIMYKME OT KUBOTHBIX OPTaHU3MOB, BBICTpaHU-
BAalOT B3aUMOJCHCTBHS ¢ OMOTHYCCKMMH (DaKTOpaMH MPEH-
MYHIICCTBEHHO C NMOMOIIBIO BPOXJIACHHOI'O UMMYHHUTETA, HaA
YTO yKa3bIBaJI B cBomMX Tpyaax emie H.M. Baswos (1935).
Hawubonee pacnpocTpaHeHHBIM WK 0a30BBIM MEXaHH3MOM
SIBJISIETCSI IPOLIECC y3HABaHMUs OSITKOBBIMH PELIETITOPAMH XO-
3sMHa Pa3HOOOPa3HBIX MIPOM3BOIHBIX NatoreHa. [locnennue
JIBaJLATh JIET UMMYHHbIC PELENITOPbI PACTCHUH cTanu 00b-
€KTOM MHTEHCUBHBIX UCCIIEJOBAHUH, Oaroaps 4emy cpeu
HHX OBUIM BBIIEIICHBI JIBE PAa3HbIE KATETOPUH O JIOKaIH3aUH
OTHOCHTEJIBHO KIIETKH: PELeNTOPbI I1a3MaTH4eCcKoi MeMOpa-
HBbI C OKCTPAKJICTOYHBIMU JIMT'aH/I-CBA3BIBAIOIIIUMU JOMECHaAMH
¥ BHYTPHKJIETOYHBIC UIMMYHHBIE perentopsl (Jones, Dangl,
2006; Dodds, Rathjen, 2010; Thomma et al., 2011; Cook et
al., 2015).

BonpIIMHCTBO MOBEPXHOCTHO JIOKAJIM30BAHHBIX PELIETITO-
POB pearupyroT Ha IMOIABIIME B aroIUIACT CTPYKTYpPHI Ma-
TOr¢Ha WJIW NPOAYKTHI IMaTOICHHBLIX OPraHU3MOB, CBOMCT-
BEHHBIX IHPOKOMY KpyTy maToreHoB. iMu MoryT OBbITbH, Ha-
HpUMep, KOMIIOHEHTBI TPHOHON KJIETOYHOW CTCHKH (XUTHH,
XHMTO3aH, B-TIIIOKAHbI) WJIH TUAPOIUTHYECKUE (HEPMEHTHI.
Jst TaKuX MOJIEKYJSAPHBIX CTPYKTYP, CHTHAIU3HPYIOLIHNX O
(hakTe MPOHUKHOBEHHS KAKOrO-THOO0 MaTOreHa, 3aKpenuiach
abopesuatypa PAMPs (pathogen-associated molecular pat-
terns — MOJISKYJISIPHBIE CTPYKTYPBI, aCCOLMMPOBAaHHBIE C TIa-
TOre€HaMM), KOTopast Hctionb3yercst 0e3 nepeosa (Niirnberger,
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Kemmerling, 2009). Cpeau moBepXHOCTHO JOKATH30BaHHBIX
UMMYHHBIX PEIETITOPOB Pa3IN4at0T PEIeNTOPEL, TUTaHAAMHI
KOTOPBIX CITyXaT COSANHEHNS, crieuduieckne 0aJHOMY HITH
HECKOJIbKMM OJIM3KOPOICTBEHHBIM BaM naroreHoB (Thom-
ma et al., 2011; Cook et al., 2015), a Tak)ke perenTopsbI, CBsI-
3BIBAIOIINECS C METa0OIUTaM1 CAMOTO PacTeHNsI, IIPOTyKTa-
MU MH(PEKIIMOHHOTO Ipoliecca (MOHOMEpBI KyTHHA, [eIUTI0-
JI03bl, TIEKTHHA). B 3aBHCHMOCTH OT CTPYKTYpBI BBIACIAIOT
penenrop-nogo0HbIe 6enku (receptor-like proteins — RLP) u
peuenrtop-nogoOHble KuHa3k! (receptor-like kinases — RLK)
(van Ooijen et al., 2008). O6s3aTeTFHBIMH ATEMEHTaAMH TaKUX
PELEnTOPOB SBISIIOTCS] BHEKJICTOYHBIA M TPAHCMEMOpaHHBIH
noMensl. [Iepenada curnana penenropoM tuna RLK ocymect-
BISIETCS ITyTeM aBTO(GOCOPHUIMPOBAHUS KHHAZHOTO JOME-
Ha, TOT/Ia KaK aKTHBUPOBaHHbIE perienTopsl Thrna RLP B3an-
MOJICHCTBYIOT C aJ[alITePHBIMU MOJIEKYJIaMHU.

B pesynbrare y3HaBaHUsI MEMOPaHHBIM PELENITOPOM CO-
OTBETCTBYIOILIETO JIMTaH/a 3aITyCKAIOTCs MEXaHU3MBbl BPOXK-
nennoro ummynutera (PTI, PAMPs-triggered immuninty —
MMMYHHUTET, 3aITycKkaemblil murangamMu PAMP) wmu 6a3zoBoit
ycroiunBoctH (basal resistance), HarpumMep OHOCHHTE3 3a-
IIUTHBIX MOJIEKYT (3TUJIEHA, KaCMOHOBON KHMCIOTHI). Jls
P’KaBUMHHBIX TPUOOB, TaK K€ KaK JUI BO30YIUTEISI MydHHUC-
TOHN POCHI M HEKOTOPBIX APYTUX I'PHOOB U3 KJIACCa OOMUIIETHI,
KIIIOUEBBIM JTallOM IaToreHesa sBisercs (GopMupoBaHue
rayCTOpHs, CIIEUATN3UPOBAHHON CTPYKTYPBI, 4epPE3 KOTOPYIO
yCTaHaBJIMBAETCS KOHTAKT C KJIETKOH x03stnHa. [ToaTomy npu-
MEHHUTEIBHO K ATOMH IPyIIIE IATOIeHOB B JIUTEPATYPe BMECTO
TepMHUHA «0a30Bast yCTOHYMBOCTHY» YaCTO UCTIONB3YIOT TEPMUH
«rperaycropuaibHas ycroiunBocts» (Niks, 1983).

PoctkoBble TpyOKku P. triticina Ha pacTEHHUSX-XO0351€BaxX
OPHEHTHUPOBAHBI CTPOTO MEPHIEHANKYIISIPHO JUTMHHOIN CTOPOHE
SMHEPMATBHBIX KJIICTOK U PACTYT MO HAIPABJICHHUIO K YCThH-
1[aM, MPaKTHYECKH He 00pa3ysi pa3BETBIICHUH, B TO BpeMs
KaK Ha PacTEHUSAX-HEX035€BaX OHM 00Pa3yrOT yTOJIEHHS
W OTBETBJICHHS, YTO PACXOJyeT IHEPIreTHUCCKUH MOTCHIHAT
HUIYLIEH CTPYKTypshl naroreHa. Ha ycTbunax puca ormeua-
eTcs pa3pacTaHue anmpeccopueB Bo30yaurTeneil credneBoit
PYKaBYHMHBI IIEHUIEI P, graminis v sameHs P. hordei. Takue
abeppaHTHBIC ANMPECOPUH HE CIIOCOOHBI aCCOIMUPOBATH
C yCThHIIAMHU pacTeHHusi-Hexo3smHa (Ayliffe et al., 2011).
ba3oBoll unu nperaycTopuanbHON yCTOMUMBOCTBIO K BO3-
OyauTesnsiM Oypoil U cTeOJIeBOM PrKaBUMHBI MIIEHHIIBI 00J1a-
JIaeT AIMEHb, Y KOTOPOTO B OTBET HA IIPOHUKHOBEHHE 3THX
MIaTOreHOB HAOIIOIAETCS JIOKATBHOE YIPOYHEHNE KIICTOYHBIX
CTEHOK 3a CYET BTOPUYHOTO 00pa30BaHuUs YTOJIILEHUH U BbI-
POCTOB, YTO TPEMSATCTBYET MPOABIKEHUIO MH()EKIIMOHHBIX
rud no anorutacty (Atienza et al., 2004; Niks, Marcel, 2009).
Pa3Butue B TkaHsax puca mrammoB P. graminis f. sp. tritici,
MIIEHUIHON (HOPMBI cTeOIEBOM PAKABINHBI, TPUBOIUT K OT-
JIO)KCHUIO KaJUIO3bI M CHHTE3Y MEPEKHCH BOJOPOJa B MECTE
kosonu3aru mutenus (Ayliffe et al., 2008).

Crienanu3npOBaHHBIA TTATOTEH CIIOCOOCH MPEOI0IeBaTh
6apbep BpoxaenHoro PTI-ummynurera. Hanpumep, mexa-
HU3MBI [IPErayCTOPUAJIbHON yCTOHYUBOCTH STUMEHS YCIIELITHO
MIPEOJI0NIEBAIOTCS CIIENUATH3UPOBAHHBIME PKABUNHHBIMU
rpubdamu P. hordei n P. persistens. OnucaHo MIMPOKOE paz-
HOOOpasue (GpakTOpPOB BUPYJICHTHOCTH OCIIKOBOW MPHPOIBI
i 3PPEKTOPOB, C MOMOIIBI0 KOTOPBIX Mepeaada CUTHaa
yepe3 MeMOpaHHbIE PEeNTOPhl XO35UHA MOXKET KOHTPOJIH-
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POBaTbCA NAaTOI€HOM BIUIOTH 10 IMOJIHOTO MOJAaBJICHU A 3alllUT-
HOTO OTBETa, HAIPHMED, IyTeM M3MEHEHHs CTPYKTYpHI pe-
nentupyemoro auranaa (Schulze-Lefert, Panstruga, 2011).
[Tpu sToM HabnroAaeTcs peakuusi BOCIPUUMYHUBOCTH, 00y-
cnoieHHas >¢pdexropom (ETS — effector-triggered suscep-
tibility). Ognako y OONBIIMHCTBA PACTEHUI CYLIECTBYET
BTOpAasi IMHUS 3aIUTHI, YBOIIOIMOHHO Oosee mo3auss ETI-
cuctema (effector-triggered immunity — 3amyckaemsrii 3¢-
(exropom nmmynuret). Cexperupyembie (GhakTopsl BUPY-
JICHTHOCTH NaTOreHOB, 3((PEKTOPbI, B TAKUX CHCTEMax Oy-
JIyT CUTHAJIBbHBIMH MOJIEKYJIAaMH, a 3B€HOM, MEpEIaroIuM
CHUTHAJI B AP0, — IMMYHHbIE BHYTPHUKJIETOUHBIE PELIETITOPHI
U3 ceMeicTBa KOHCCPBATUBHBIX HYKJICOTUA-CBA3BIBAOIIUX
neinuH-60orateix 0enkoB (NLR —nucleotide-binding leucine-
rich repeat receptor, wmu R-6enkn) (Dodds, Rathjen, 2010).

BaxxHO OTMETUTB, 4TO TeHeTHKa (HAKTOPOB BUPYJIEHTHO-
CTH JI0 KOHIIA HE M3y4YeHA, OJHAKO MOHOTEHHBIH KOHTPOIIb
(TeHbI aBUPYJICHTHOCTH, WIN AVr) YCTaHOBJICH IUISl TEX W3
HUX, KOTOPBIM cooTBeTcTBYeT R-0enok pacrenus (Flor, 1971;
Hogenhout et al., 2009). B3anmoneiicTBre mpoaykToB Avr-R
TEHOB 3aITyCKaeT CJIOXHBIN KackaJ| pU3NOIOTNIECKUX U ONo-
XUMHUYCCKUX peaKuHi&, HaIllpaBJICHHBLIX Ha MPCAOTBPALICHUE
pa3BuTHs TpHOa, ¢ HanboJee pacIIPOCTPAHEHHON peaKIen
cBepxuyBcTBUTENEHOCTH (CBY) Kak opMbl anonTosa KIeTok
X03sMHa, KOHTAKTUPYIOIIHUX C IMaTOI'CHOM. K HacCToAICMY
BpPEMEHH OOHApy)XKEHO 3HAYMTEIHHOE pa3HOOOpasme mexa-
HHU3MOB yCTOHYMBOTO 0TBeTa. Kpome Kiraccnieckoii peakunu
CBEPXUYBCTBUTECJIHLHOCTU 3a CUYET 3aKHCJICHHS LUTOILIa3MbI
nonamu Ca?" COBMECTHO C HAKOIICHHEM AKTHBHBIX (HOPM
kuciopona (ADK), pesynsratom penentmu Avr-adexropa
MOXXET ObITh M3MEHEHHE OKHCIIUTEIIbHO-BOCCTAHOBUTEILHOTO
(REDOX) moTtenmuana Ha MeMOpaHax, 3aIyck OMOCHHTE3a
CAJIMITMIIOBOM KHCIIOTHI, QyKCHHA U PA3IMIHBIX aHTHUMUKPOO-
Hbix PR-0enkoB (pathogen-related proteins), cpean KOTOphIX
XHUTaHA3bI, J-III0KaHa3bl, HHTHOUTOPEI TPUOHBIX TPOTEHHA3
U JIOTIOJTHUTEIBHBIC TIPOTENHA3bl CAMOT0 PACTEHUSI, TIEPOK-
cunassl, LTP-0eiku, TpaHCIIOPTUPYIOLIUE MK/, 1 HU3-
KOMOJIEKYIIApHBIE OCTKN Ae(eH3MHBI, OOTaThle IIHCTEHNHOM
(dpsioB, 2017).

[Ipu uccnen0BaHUU MHOTOYPOBHEBOTO (PUTOMMMYHHUTETA
00HAPYKEHO, YTO KOIBOJFOLHS ITPUBENIA K PA3BUTHIO Y TTaTOTe-
Ha criocoOHoCTH npeonoseBarh ETI-uMMyHHTET pasmmaHbIMU
cnocobamu. Hanbosee pactipocTpaHeHHBIH ClIOCO0 — MyTa-
UM TEHOB AVr, KOT/a PEIeNIHs MPOAYKTOB T€HOB BUPYJICHT-
HOCTH (aVvr) CTaHOBUTCSI HEBO3MOXKHOH. Kpome Toro, MoryT
MOSIBUTHCS] HOBBIE d((QEKTOPBI, [T0Ka HE UMEIOLIHNE COOTBET-
ctByromiero R-penenrropa (puc. 1) (Jones, Dungl, 2006). Takoe
pas3BUTHE COOBITHI BOBMOXKHO Oyarogapst criocoOHOCTH He-
KOTOPLIX IAaTOI'CHOB, BKJIKOYas pKaBYUHHBIC FpI/l6])I, YXOOUTDH
u3 30HHBI AeiicTBus peaknnd CBY ¢ moMomsio criennaiis3m-
POBaHHBIX HEBETBSIIMXCS MOMCKOBBIX Tu( (runner hypha),
KOTOPBIE PACTYT B CTOPOHY OT IOJABEPTIINXCS alIONITHYECKOMY
Kotancy Kinetok pactenus (Moldenhauer et al., 2006). Takum
o0pazom, HaOMIoIaeMast PeakIyst BOCIPUUMYUBOCTH MOXKET
00ycoBiMBarkCst APPEKTOPOM MaTroreHa Mpu OTCYTCTBUH Y
pacTeHus COOTBETCTBYIOMUX reHoB ycroitunsocth (ETS), a
MOXKET OBITh PE3YyJIBTaTOM MYTAIlMH I'€HOB aBUPYJICHTHOCTH
(npeononenue ETI). B mocnennem ciaydae roBopst o morepe
3¢ peKTHBHOCTH I'eHa yCTOWINBOCTH, JUIsl KOTOPOTO MPOIYKT
Avr-reHa ObUI CUTHAJIBHON MOJICKYJIOH.
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Puc. 1. MHOroypoBHeBblI GUTOMMMYHUTET, NPeLCTaBEHHbIV C MOMOLLbIO Mofeny «3ur3ar», no (Jones, Dungl, 2006).

PAMPs — monekynapHble CTPYKTypbl, aCCOLIMMPOBaHHble ¢ natoreHamu (pathogen-associated molecular patterns); PTI — BpoxaeHHbIN
MUMMYHUTET, 3anyckaemblii nuraHgamm PAMP (PAMPs-triggered immunity); ETS - 3anyckaemas a¢pdektopom BocnpummumnsocTs (effector-
triggered susceptibility); ETI —3anyckaembliii 3pdekTopom nmmyHuTeT nocpeacTsom R-peuenuum (effector-triggered immunity); NB-LRR -
BHYTPVK/IETOYHbIE peLienTopbl U3 CeMeNCTBa HyKNeoTHA-CBA3bIBAOLWUX NefLVH-60raTbix 6enkos, nnu R-6enku (NLR - nucleotide-binding

leucine-rich repeat receptor).

Jlist onricaHust MHOTOypOBHEBOTO (PUTOMMMYHHTETA ObLIA
MPe/UIOKEHA MOJIeIIb «3UI3ar», KoTopas OTpa)kaeT 3aBHCH-
MOCTB 3KCIIPECCHHU 3aLIUTHON PEaKIMK OT CTEICHH CIIeIHa-
mu3anun naroreHa (Jones, Dungl, 2006) (cm. puc. 1). Ona
HaIISHO IMOHCTPUPYET, Y4TO IMOJIUT€HHBIN KOHTPOJIb YCTOMN-
YHMBOT'O OTBETA Ha 3apaKCHHUE SBIIIETCS HAMBBICILIIM YPOBHEM
B3aUMOOTHOIICHNI PACTEHUsI C MaTOr€HOM, KOT/Ja «HOBBIE)
3¢ deKTophl MaroreHa akTUBUPYIOT «HOBBIE» R-penenTtopsl
pactenus. Tak, ONMCaHbI TMHUH IIICHUILIBI ¢ IPOMEXKY TOYHBIM
TUIIOM YCTOMYMBOCTH K BO30YAMTEIIO JKEJITON PIKaBUMHBI,
KOTOpBIE OTPaHUUYMBAIOT PA3BUTHE ITATOTeHA C IIOMOIIBIO 3a-
IyCcKa BTOPOH (ha3bl peakiiu CBEpXIyBCTBUTEILHOCTH (Boz-
kurt et al., 2010). BrIsiBiIeHBI 30HBI IEPBUYHOTO U BTOPUYHO-
r0 HeKpo3a Me30(1JIa, TOsIBJICHUE KOTOPBIX, I10 JAHHBIM aHa-
mm3a TparckpunTo JIHK, o6ycioBieHo paboToii pa3miaHbIX
T'CHOB, BOBJICUCHHBIX B KACKaJ| PEAKLHN CBEPXYyBCTBUTEIIb-
HocTH. OJTHaKO Ba)KHO OTMETUTh, YTO TEPMHUHUPYIOLIas (a3a
B3aMMOJICHCTBHS X0O35IMHA U ITaTOT'€HAa B PEaKIUsIX HECOBMEC-
THUMOCTH MOXXET 00y CIIOBITBATHCS aTbTEPHATHBHBIMH 3AIIIUT-
HBIMH MEXaHM3MaMH, HE 3aITyCKAIOIIUMHU KIETOYHYIO CMEPTh,
a peaH3yONMHUCS, HapHMep, Yepe3 HaKOIIIeHHE (eHOIIb-
HBIX COCIMHEHUH B Me30(uIIe, YTO IMOKAa3aHO Ha JIMHUSX OBCA
C IPOMEXKYTOYHBIM THIIOM YCTOHUMBOCTH K P. coronata f. sp.
avenae (Graichen et al., 2011).

B mocnennee BpeMs BO3poc MHTEpEC K MEXaHM3MaM 3a-
INTHI, AITEPHATUBHBIM PEAKLUH TUIIEPYyBCTBUTEIBHOCTH,
KOTOpBIE CIOCOOHBI obecreunBaTh Oojiee IUTEIBHYIO yC-
TOWYMBOCTH XO35MHA K MATOTeHY, JIETKO IPEO/I0ICBAIONIEMY
JieiicTBre pacocrnenu(uueckux reHoB yCTOHUMBOCTH O1aro-
J1apsi BEICOKOMY ITOTEHIHAITY NOIYIISIIOHHON H3MEHYHBOCTH.
[omynsuny p>kaBInHHBIX I'PHOOB, B TOM YHCIIC BO30OyAUTEIEH
Oypoii pKaBUMHBI 3J1AKOB, TIPESCTABIIIOT COO0I HAOOP (PH3HO-
JIOTHYECKHX Pac, Pa3HBIX 110 HAOOPY I'eHOB aBUPYJIEHTHOCTH.
[To oTHOMLIEHHUIO K BEICOKOCIICIIMAIN3UPOBAHHBIM ITaTOTCHAM
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CO CJIOXHOW BHYTPUBHUJIOBOH CTPYKTYPOH ITPHUHSITO TOBOPUTH
0 pacocnennpuyueckoii 1modo o Hecrenuduueckoit ycronuu-
BocTH. [lepBast sBIIsIETCS YaCTHBIM CIy4aeM YCTOWIMBOCTH,
peanusyeMbIM [0 cXeMe B3auMojeiicTus Avr-R renos. He-
crienuduyeckas WM yacTUuHas ycToWunBoCTh (partial resis-
tance) UMeeT He KaueCTBEHHYIO, a KonndecTBeHHYI0 (QR —
quantitive resistance) TeHETHUECKYIO0 OCHOBY M OOBETUHSCT
3alMTHBIE MEXaHU3MbI PACTCHHMsI, HAllpaBJICHHbIC HE Ha
OCTaHOBKY Pa3BUTHsI NH(EKINH, & HA CHIKCHHE €€ NHTCHCHB-
HOCTH. Y Tako# ycToiunBoCTH AuTenbHbIN 2 dexr (durable
resistance), Tak Kak OHa MPUBOAUT K CTaOMIM3AL[IH YBOJIIO-
IIMOHHBIX MPOLECCOB B IMOMYJIALUH MaTOTEHA: B YCIOBUAX
JMMUTHPOBAHHOTO pOCTa OTOOpP HArpaBieH IPOTHB arpec-
CHBHBIX KJIOHOB, B TIOIY/ISILIUH YBEJTMYMBAETCSI COOTHOILLICHUE
TEHOB aBUPYIEHTHOCTH (AVr) K TeHaM BHPYJIEHTHOCTH (aVvr)
Y CHI)KAEeTCsl BEPOSTHOCTD BOSHUKHOBEHHS PEIIKMX My TallUi
BupyneHtHocTH ([IpsxoB, 1998; Lagudah, 2011; Ellis et al.,
2014; Niks et al., 2015; Krattinger, Keller, 2016). Konnue-
CTBCHHAs WM YaCTHYHAs YCTOWYMBOCTH K OOJE3HSIM J10-
CTHUI'aeTCsl COBMECTHBIM JICHCTBUEM HECKOJIBKMX MUHOPHBIX
TEeHOB WJIM KOJMYECTBEHHBIX JOKycoB (QTL — quantitative
traits locus), mo3ToMy MX (PEHOTUIHMYECKOE MPOSBICHNAE HE
[IOJJAETCsl KAYECTBEHHOU OLICHKE, IPUMEHUMOMH IIpU U3yue-
HUM R-TeHOB, W omuchBaeTcs kak slow rusting (Caldwell,
1968): HECMOTps Ha BOCTIPUUMYUBBIH THIT pEaKIUK, O0JIC3Hb
pa3BHBAETCS MEAJICHHO.

Ma>kopHblie (R-) reHbl yCTOMYNBOCTU MLLUEHMLbI

K Bypoli p>kaBunHe

IIponyKTbl R-reHOB pacTeHUI HaXOIATCs IPEUMYLLECTBEHHO
B OUTOILIa3MEC, Kyaa 3(1)(1)CKTOPBI ImarorcHa nomagarT C I10-
MOILLbIO SHJIOCOM UEPE3 radyCTOPUU. BOJIBIIIMHCTBO U3YYEHHBIX
y MNIIEHULBl R-T€HOB U I€HHBIX JIOKYCOB YCTOMYHMBOCTH K
P?KaBUNHHBIM 00JIe3HIM KOAUPYHOT BHYTPUKIICTOYHBIC PC-
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nentopsl cemeiictBa NLR (R-perientopsr), KOTOpble HMEIOT
00IIy10 JOMEHHYIO OpraHu3anuio. EANHCTBEHHBIM H3BECT-
HBIM HCKJTIOYEHHEM SIBJISIETCS TPOTEHH-KUHA3a, KOAUPyeMast
JIOKyCOM Rpgl, ONMCAaHHBIM y SIUMEHS M ONPEACIISIOINM
YCTOMYMBOCTH K CTEOIEBOM PrkaBUMHE MPH HHTPOTPECCHU B
reHoM rmeHuns! (Brueggeman et al., 2002).

Pa3Ho00Opasue reHoB creruduyecKoil yecToORInBOCTH 00ec-
MEYNBACT CTPYKTYPHOE pa3iMyHue JIOMEHOB, 00pa3yroImunx
R-penenrropsr. LRR-06macts (leucine rich repeat — oboramien-
Hasl JICHIIMHOM O0JIACTh), SIBIISISCH LICHTPOM y3HaBaHUS (-
(hexTopa maTorena, 061agaeT HANOOIBIITNM ITOTMMOP(U3MOM,
YTO BEIPAXKAETCS B BAPHHUPYIOIIEM KOJIMYECTBE 000TAIIEHHBIX
JICUIITHOM MIOBTOPOB, OT 14 10 37, 1 HAOOpEe AMUHOKHCIIOT, J10-
MOJTHSIOIINX JICHIINH B KOHCEHCYCHOM ITOCIIEI0BATEIbHOCTH
(Dangle, Jones, 2001). NBS-nomen (nucleotide binding site)
NIPE/ICTAaBJICH CaliTaMM CBSI3bIBaHMSI HyKiIeoTUIOB (P-metsis
WM KrHAa3a la, knHasa 2, knuHaza 3a) U 00ecreunBaeT crie-
U(PHUIECKYI0 TPAHCIYKIHIO CHUTHAJIA 10 KHHA3HOMY IYTH
¢ rugponuzom AT®. 3nech e HejaBHO OOHAPYKEH MOTHB
NB-ARC, cxonublii ¢ (pakTOpOM aKTHBAIIMU arloNTO3a >KHU-
BOTHBIX Apaf-1 (apoptotic protease-activating factor 1), ato
yKa3bpIBaeT Ha yyactue NBS-noMeHa B HHAYKIMM peakiuu
CBUY xak ¢opmsl anonto3a y pacternil. B ciydae, xorna
R-penerirop cBsizaH ¢ TpaHCKpUNIIMOHHBIM (pakTopoM WRKY
S1pa, BO3MOXKHA PEryJISILUsI IKCIIPECCHH T'eHOB 0e3 mpome-
KyTouHbIX KuHa3 (Wu et al., 2008). Hammpumep, y MIreHUIIB!
OITMCaHa MOJIOKUTENbHAS PETYISIIHS IPOMOTOPOB PR4 reHOB,
Koupyomux GpyHruuIHbe OesIKy, py nepegadye Curuaia
ot R-perneriropa Ha TpaHCKpHIIIHOHHEIH hakTop TaWRKY 78
(Proietti et al., 2010). Kpome obmacteii cBsi3piBanus 3pdek-
topa (LRR-) u tpancaykuuu curnana (NBS-), monekymna
R-peunenTtopa ogHOLO0IBHBIX PACTEHUI MOXET COJEpXKaTh
HECKOJIBKO KOTIHH CYNEepCKPYUYEHHOTO (CYNepCInpaIn30BaH-
Horo) nomeHa (CC-, coiled-coil domain) uinu yyacTtox, romo-
JIOTHYHBIN TOJUT-IOOOHOMY pernenTopy nutoknauHa NJI-1
mirekorrraromuXx (TIR-, toll-interleukin 1 receptor), pyHKIHN
KOTOPBIX cBsA3aHbl ¢ nHAYKnueit CBY u B3anmozeiicTBueM ¢
0eKaM¥ CUTHAJIBHOTO My TH.

B karasnore NIeHNYHBIX TEHOB YCTOWYNBOCTH K PKaBUMH-
HBIM 3a0051eBaHusAM puBoauTCs Oosiee 100 reHOB 1 JIOKYCOB
ycToitunBocTH K Oypoii pxapanae (Mclntosh et al., 2014), u3
KOTOPBIX 76 MMEIOT (hopMasbHBIC HAa3BaHWS C HyMeparuei
renoB Lr (leaf rust — Oypas prkaBunHa). OJHAKO CTPYKTypa
n (QYHKINU KOAMPYEMBIX R-IPOAYyKTOB XOPOIIO M3y4YECHBI
TOJIBKO Y HEKOTOPBIX KJIOHMPOBaHHBIX TeHOB: Lr2/ (Huang
et al., 2003), Lr10 (Feuillet et al., 2003), LrI (Cloutier et al.,
2007), a Taxoke 1ByX Kanaunaros rera Lr19: CIN14 (Zhang et
al.,2011)u Lr19-Agl5 (Gennaro et al., 2009). ITpu ¢punorene-
THUYECKOM aHaJI3e aMHHOKHCIIOTHBIX [10CIIE0BATEILHOCTEH
00HapyKUBAETCSI 3HAYUTEIBHOE CXOJCTBO MEXIy OelKamu,
xogupyembimu reHamu Lrl, CINI14 n Lr19-Agl5, HecMoTps
Ha TO 4TO TeH Lr]9 npoucxoaut ot neipest Thinopyrum elon-
gatum (Zhang et al., 2011). Bce onmcanHble K HACTOAIIEMY
MOMEHTY PEILEIITOPHI MIICHNIBI, CBA3BIBAIOIINE I PEKTOPHI
BO30ynuTelst Oypoii pxkaBunHsl, siBisitoress CC-NBS-LRR
6enmxamu. Ongaaxo y rera Lr/ () kmonupoBas ¢parmMeHT Lrkl0
pasmepoM 770 I1. H., KOAUPYIOIINI YETBEPTHIM PEAKUil KIacce
penenToponoao0HbIX KuHa3. B cBoem cocraBe Lrkl () nmeer
crier(puuecKuii IUTOINIa3MaTHIECKUI JOMEH 1 HEOOIBIIIYTO
TpaHCMEMOpaHHYIO NocienoBareabHOCTh 0e3 CC-1omMeHa B
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C-tepmunainbaoM yuactke (Feuillet et al., 1997). HauGoss-
M OTIHYHEeM 007amaeT OeNKOBBIM MponyKT reHa Lr2l,
MOJTYAIIUE aJUIeIN KOTOPOTO IMPE/ICTAaBICHBI B MIICHUYHOM
reHOME MSITKO# MieHUbL. J{jist pyHKIMOHAIBHOTO auiess JIo-
Kyca Lr2 1, ”HTpOTpeCCHPOBAaHHOTO B TEHOM CHHTETHYECKON
IIICHUIIBI OT JaJIbHET0 copoanya Aegilops tauschii, ycTaHoB-
JICHO XMMEPHOE MTPOUCXOK/ICHUE B PE3YJIbTATe MEKBHUIOBON
PEKOMOMHAIMY TIPH YYaCTUU MIIEHUYHBIX TAIUIOTHIIOB C
Mormganmu Jiokycamu Lr2 [ tuma Fielder (H1) m Wichita (H2)
(Huang et al., 2009). ITogoOHast cuTyarusi OMUCHIBACTCS
kak death—recycle momens sBomronnu renoma (Michelmore,
Meyers, 1998), T.e. nosiBIIeHNE HOBBIX TEHOB YCTOWYNBOCTH
IIYTEM BO3Bpalll€CHUS aKTUBHOCTU PCUECCCUBHBIM aJlJIC/IAM B
TEHOME TIIIIEHUYHBIX COPOANYEH, U yKa3bIBaET HA LIEHHOCTh
MCXOJTHOTO MaTepHaa, MPeCTABICHHOTO B IEHTPAX MIPOHC-
XOXKJEHUS KYJIBTYPHBIX PAaCTE€HUH, ONIMCAaHHBIX BaBUIOBBIM.

MuIHOpPHbIEe reHbl 1 KonnyecTBeHHbIe NoKycbl (QTL-)
YCTOMYMBOCTY MLIEHULbI K Oypoil pXKaBUnHe
[Tpenmomnaraercs, 4To GOIBIINHCTBO N3BECTHBIX MUHOPHBIX
TEHOB ¥ KOJIMYECTBEHHBIX JIOKYCOB KOAAUPYIOT OCJIKH, HE SIBIIS-
IOIIMECs] IMMYHHBIMHU PELIEIITOPAMH, HO BBITTOJIHSIOLHE HHBIE
samutHbIe QyHknnH (Krattinger et al., 2009; Gou et al., 2015;
Moore et al., 2015). CreneHb NpOSBICHUS KOMIUIEKCA 3a-
IIMTHBIX MEP, KOHTPOJIUPYEMbIX MUHOPHBIMU F'€HAMH, 4aCTO
3aBHCHT OT CTaJINH Pa3BUTHUSI PACTEHUS, UTO C(HOPMUPOBATIO
KOHIIETIIIMIO BO3PACTHOH ycToitunBocTr (4PR — adult plant
resistance), UMEIOIIEH 3HAUYCHHUE VISl CEJNIEKLUU Ha UMMY-
HUTET K BO3OYIUTENAM PKaBUMHHBIX 3a001€BaHMI 3J1aKOB.
BospacTHast ycTOHYMBOCTh XapaKTepU3yeTCsl BOCTIPHUMYH-
BbIMU MH(EKIIMOHHBIMH THIIAMH PEAKLUI Ha 3apaKeHUE y
MIPOPOCTKOB M PE3KO BO3pacTaromieil A3(pPeKTUBHOCTHIO Ha
CIIEAYIOINX 33 IOBEHWJIBHOW CTaIUsIX Pa3BUTHUS PACTCHUS
(Park, MclIntosh, 1994).

Paznuuaror nBe kareropuu A PR-reHOB: 3alyCKaloIIue pe-
akuro CBY (hypersensitive genes) 1 peaqu3yrommue aabrep-
HATHUBHBIC MEXaHU3MbI ycToiumBocTH (nonhypersensitive
genes). eHOTHITHYECKOE TTPOSBICHUE IEHCTBHUS TCHOB BO3-
pacTHOH ycTOHUMBOCTH K Oypoii pxxasuwnne Lrl2, Lri3, Lr22a,
Lr22b, Lr35, Lr48 v Lr49, OTHOCSIIMXCS K TICPBOM KaTErOpUH,
OITUCBIBAETCS KAK HEKPOTUYECKHE IISITHA Ha JIUCTBSIX HUITH KPO-
IICYHBIC TTYCTYIIbI, 3aMETHBIC YK€ Y TPOPOCTKOB MIICHHUIIBI.
ITpu 3apaxkeHnn pacteHui ¢ A PR-reHamu, He 3aIyCKaroluMU
CBUY, Ha TUCTHSIX MOABISAIOTCS HH(EKIIMOHHBIE TUIIHI O€3 He-
KPO30B, OT BOCIIPUUMHYHBBIX JIO CPETHEBOCTIPUUMYHBBIX, IPH
9TOM XapaKTepHbI CHU)KEHHAs 4aCTOTa MH(EKIIMOHHBIX 04aroB
1 OTCPOYEHHBIE CTaINH pa3BUTHs natoreHa. [1o oTHomIeHUIO
K Oypo¥i pkaBUMHE TI0Ka HACHTU(UIUPOBAHO HEMHOTO TAKHX
T€HOB WJIM KOJIMYECTBEHHBIX JIOKYCOB yCTOHuuBOCTU: L34,
Lr46, Lr67, Lr77 (Dyck, 1987; Singh et al., 1998; Herrera-
Foessel et al., 2014; Kolmer et al., 2018), He KomupyrOIIIX
penentopsl cemerictBa NLR (R-penentopsr). MexaHU3MBbI
uX AeicTBus u3ydaior ¢ npusieueHueM QTL-anammsa, n
y’K€ M3BECTHBI HEKOTOpBIC MPOAYKThl (JR-reHoB. ['eH wimn
reHHbli okyc Lr34 xomupyer AT®-3aBucHMBIN OEIKOBBII
TpaHCIOPTEP, OTBEUAIOUIUI 3a YaCTUYHYIO YCTOWUYMBOCTD
K HECKONIbKMM BHJaM prkaBumHbI (Krattinger et al., 2009).
Annens Lr67, o0ecrieunBaloNni YaCTHUHYIO YCTOWYHBOCTh
K Oypoii prkaBuuHe (Lr67 resistant, Lr67res), OTBEIaeT 3a pe-
KpallleHHe TPAHCIIOPTA FeKCO3 U3 KIICTKM XO35MHA B alOTIIACT,
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Puic. 2. MexaHn3Mbl NperaycTopranbHOM YCTONYMBOCTY MIEHULbI K PXKaBUYMHHBIM 3ab6oneBaHuam. CocTaBneHo no AaHHbIM (Hu,
Rijkenberg, 1998; Leonard, Szabo, 2005; NnotHrKkoBa, 2009; Wang et al., 2013; Moxepykosa u gp., 2015).

a - 3KTOOVTHAsA (OpaHKEeBbIE CTPYKTYPbI) U PaHHAS dHAOGUTHAsA (ronybble CTPYKTYpbl) CTafun natoreHesa: yp — ypeamH1ocnopa, pr —
pocTkoBas Tpy6Ka, an — annpeccopuii, NB — NOAYCTbUYHAA BE3NKYNA, NI — MHPEKLMOHHAA rnda, MKM — MaTp1UHas KneTKa rayctopus,
I — raycTopwi, 3 — KNeTKU SMUAEPMICa, 3Ky — 3aMblKaoLe KNETKY YCTbULL, KM — KNETK Me30buina; 6-0 — 0CTaHOBKa pa3BUTUA UHOEKLMN
Ha pa3HbIX 3Tanax natoreHe3a: 4e30PUEHTaLMA 1 BETBIIEHVIE POCTKOBOW rndbl (6); abeppaHTHbIN annpeccopuit Ha ycTbuuax (8); Aedopmu-
pOBaHHas WM KOMMancypoBaHHas MogyCTbuUHasA BE3UKya (2); akKyMyNIsILUA Kasslo3bl B KNETOUYHbIX CTEHKaxX Me3odunna (9).

Toraa Kak amnens LR67sus (susceptible — BoCTIpHUMYHBEIiT)
sBisieTcst H+/rekco3HbIM TpaHCTIOpTEpOoM U 00J1a/1aeT BBICO-
KHUM CPOJICTBOM K Iiroko3e (Moore et al., 2015).

MperayctopuanbHasa yCTONUMBOCTb MLWEHULbI

K BO36yguTento 6ypoii p>kaBunHbl

BonbmMHCTBO MACHTH(PHUINPOBAHHBIX K HACTOSIEMY MO-
MEHTY Te€HOB L7 SIBIISIFOTCS pacocrelii(puIecKuMu R-reHaMu
1 KonupytoT BHyTpukierounsie NLR-perienropsl. OHu o6e-
CIEYHMBAIOT TUIIEPIYBCTBUTENBHYIO peakuuto pactenus (CBY
W aJbTepHATHBHBIC MEXAHU3MBl YCTOHUMBOCTH) B OTBET Ha
MOpayKeHHUE pacaMy NMaToreHa, HeCyIMMH COOTBETCTBYIOIINE
TeHBI aBUpylIeHTHOCTHU. [lomgdepkHeM, 4TO B3aMMOJCHCTBHE
MPOIYKTOB T€HOB Avr M R TIPOUCXOIUT yXKE B IUTOILIA3ME
KJIETKH, rocie opmupoBanust raycropus. [Toatomy cnenn-
(hIecKyro YCTOMIMBOCTG C THITEPIYBCTBUTEIFHOM peakIien
B MHOCTPAHHOW JIMTEpaType YacTO HA3bIBAIOT rayCTOpHaIIb-
HOM WJIM Pa3BUBAIOLICHCS N1OCIIE IPOHUKHOBEHUS yCTOMYU-
BOCTHIO (post-penetration resistance) (Heath, 2002; Niks, Mar-
cel, 2009). OHako B rocietHee BpeMst HAKOTIICHBI JaHHbIE 00
Y4aCTUH HEKOTOPBIX R-T€HOB MIIECHUIIBI B Pean3alii Mexa-
HU3MOB IIPErayCTOPHAIbHON YCTOMYMBOCTH, OCTAHABIUBAIO-
KX Pa3BUTHE P>)KaBUMHHBIX I'PHOOB HA paHHEH 3HIOPHUTHOH
1 ke 9KToGuTHOMN crasuu. DyHKIIMOHAIBHBIMU MUIICHSIMH
MEXaHU3MOB IIPETayCTOPUAIbHON yCTOWYNBOCTH SBISIOTCS
pocTkoBas TpyOka u anmpeccopuii (3kTouTHas (asza maro-
reHesa), a Takke MOJYCTbUYHAs Be3UKy/1a U MH(PEKIIMOHHAS
ruda (pasHsAs SHAOPUTHAS (aza MmaToreHe3a PrKaBUMHHBIX
rpudoB) (puc. 2).

OrmnuncaH OKUCIUTENBHBIN B3PBIB IIPHU KOHTAKTE BO30OYIUTEIS
Oypoil p>kaBUMHBI C yCTHUIIAMH HA JIMHUSIX C pacocnenuduye-
CKUM reHoM Lr38 (0T A. intermedium), CXOTHBIHA 110 BpeMEHH!
U XapakTepy C peakiueil BuaoB-Hexo3seB. [Ipu 3apaxenuun
HabopoM pac P, triticina Ha yCTBHULIAX W30TCHHOW JIMHUH TIIIIC-
HUIBI ¢ TeHOM Lr38 1 Ha pacTeHnu-Hexo3sune 1. timopheevii
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yepe3 24 49 mocie MHOKYIAINH OBUTH OTMEUEHBI HEKPOTH-
3MpOBAaHHBIC MaJICHHKHE aIIPECCOPUH Tprba pa3MepoM JI0
20 MKM, TOT/Ia KaK Ha yCThUIIaX KOHTPOJIBHOW TMHUK THTuep
(hopMupOBaIICh HOPMaIbHBIE KPYITHBIE AlIIIPECCOPHUH pa3Me-
pom okoio 50 mxm (ITnorauxosa, 2009; IToxkepykoBa u ap.,
2015). V snunuii ¢ renamu Lr19 v Lr21 co cnenuduyeckoit
YCTOMYMBOCTBIO K BO30yAHUTENIO Oypol prkaBUWHBI OTHICA-
HBI JIONOJHUTEIbHBIE K PEAKIUU CBEPXUYBCTBUTCIHLHOCTH
MCXaHU3MBbI 6J'IOKI/IpOBaHI/I$I pa3BUTHA IMaTOrCHA. Ha TMEPBBIX
CTaaus Pa3BUTHA YHIOPHUTHON (ha3bl maToreHa 9acTo Halmro-
Janach JeopManus Win KOJUIACHPOBAaHNE MOYCThHIHOMN
BE3HKYJIbl, YTO CHMXaJO 3()(HEKTUBHOCTh KOJOHU3AIMH B
tkanu pacterus (Hu, Rijkenberg, 1998). boum oTmedeHs
AKKyMYJISIHS KaJUTO3bI ¥ OTJIO’KEHHE JINTHUHA TIPU 3apaxke-
HHUU U30T€HHBIX TUHUHA MIICHUIbI, HECYIINUX I'CHbI cneun(bn—
yeckoit ycrounBoctu Lrl, Lr3a, Lr9, LrB, HaOopoM BUPY-
JeHTHBIX pac P, triticina (Wang et al., 2013).

Takum 00pa3om, COBpeMEHHbIE ITOIXO/IbI K UCCIIEJOBAHUIO
MEXaHM3MOB YCTOHUMBOCTH M3BECTHBIX M HOBBIX R-T€HOB
JIOJDKHBI OTpakaTh 0003HAYEHHYIO BEPOSITHOCTh aKTHBALIUHI
OUTOILIa3MaTUYCCKUX R—peuenTopOB Ha NEPBLIX CTaAuAX
[aToreHe3a, Koraa BEICBOOOK Iar0TCs TOIBKO JTuTraH sl PAMP.
TpaHcayKuus curHasia, BEposSiTHO, MOXKET OBITH OIIOCPEIOBaHa
B036y)KIleHI/IeM MEXaHO-9YBCTBUTCJIbHBIX MOHHBIX KaHaJIOB
(MSC — mechanosensitive-ion channel), onrcanHbIX B Kite-
TOYHOM CTEHKE AMUAEPMHCA pacTCHUH KaK HeOOJbIINE TPAHC-
MeMOpaHHbIe OEJIKOBbIE PELENTOPbI, aKTHBALUS KOTOPBIX
MPUBOUT K U3MEHEHHIO OKHCIUTEILHO-BOCTAHOBUTEILHOTO
norennuana kietku (Hamilton et al., 2015).

3aKJ/loueHne

HaKOHJ’IGHI/Ie JAaHHBIX O paBHOO6paBHBIX MEXaHu3Max YCTOfI—
YUBOCTHU IIICHUIIBI K p)KaB'{I/IHHI)IM 33,60J'I€BaHI/ISIM co3aact
BO3MOXHOCTB OIITUMAJIBHO UCIIOJIBE30BATh TCHETUYCCKHUEC pe—
CYPCBhI IPU CCJICKIIMU HA UMMYHUTCT. CDI/ITOI/IMMYHI/ITCT npea-
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CTaBJsIeT CO00i1 MHOTOYPOBHEBYIO CHCTEMY 3alllUThI pacTe-
HHS-X035IMHA, KOHTPOIIPYEMYI0 KOMOHHALIMSMU MaXKOPHBIX 1
MHHOPHBIX TCHOB (JIOKYCOB) YCTOHYMBOCTH, TAK HA3bIBAEMBI-
MU HOJIMTeHHBIMU ceMeiicTBamu (multigene families) (Maro-
ne et al., 2013), cmrocoOHBIMHU BIUATH HA Pa3IHYHBIE CTAIHH
narorenesa. IHTepecHo, 4To KONMMYEeCTBEHHBIE JIOKYChI yCTOM-
YUBOCTH K 'PHOHBIM 3200J1€BaHUSIM B TEHOME PAaCTEHHUH 4acTo
JIOKaJIM30BaHbI PAIOM ¢ R-T€HaMH, pacrojarasich Bo (aH-
Kupyromiei obnactu B npenenax 2 Mb, nosromy ¢ 00ib10i
BEpOSITHOCTB Kocerperupytot (Shang et al., 2009; Kang et al.,
2012). N3y4enune kiaactepa MaKOPHBIX R-T€HOB MOKAa3alo,
YTO OHH SIBIISIOTCS HanOojee JUHAMHYHOW IPYyTIION I'eHOB,
crocoOHbIX K ObicTpoii aBosronnn (Krattinger, Keller, 2016).
[Ipu 5TOM B PUPOIHBIX II€HO3aX MonuMopdu3M R-6emkoB
CO3/IAETCSI MEXKY WHIUBHIYIbHBIMA OpraHM3MaMH Ha T0-
MYJISUUOHHOM YPOBHE, YTO OTINYaeT (QPUTOMMMYHHUTET OT
’KHBOTHOHN CHCTEMBI 3alIUTHI C OTPOMHBIM ITOIUMOP(HH3IMOM
penenTopoB BHYTPH MHANBUYaIbHBIX OPraHU3MOB. YIITyO-
JICHHOE U3y4YeHHE MHOTOYPOBHEBOTO (DUTOMMMYHUTETA IIPH-
BEJIO K IEPEOCMBICIICHUIO arpOHOMHYECKOI CTPATETHH: CeIeK-
MO YUCTBIX JIMHUH C STMHUYHBIMU Ma)KOPHBIMH R-TeHaMH,
JloNroe BpeMsi OBIBIIYIO TPaAUIOHHONW B PACTEHUEBOJICTBE,
3aMEHWIH IPOTPaMMBI CO3/IaHMS MYJIBTHIIMHEHHBIX COPTOB-
TOMYJISIAN, PA3IMYAIONINXCSl TeHAMU WM aJUIeNISIMHA TEHOB
ycroituuBoctu (/Ipsikos, 2017).

JpyriuM BakKHBIM ITOXOJOM, HHTEHCHBHO HCIIOIb3yEeMbIM
B ITOCIIC/THEE BpEMsI TIPH CO3/1aHHH HOBBIX COPTOB U CEJICK-
LIMOHHBIX JINHUH, SIBJISIETCS] TUPAMUIMPOBAaHIE IEHOB YCTOM-
YHBOCTH B OTHOM I'€HOTHIIE ITyTeM OJIM3KOPOJCTBEHHON U OT-
JanenHoi ruopuausaniy. Co3taHbl copTa MATKOHN IIIEHHIIB,
YCTOWYHMBBIE K PYKABYMHHBIM 3200JICBAHUSIM 32 CUET TUPAMHU-
b1 M3 HECKOJIBKUX R-T€HOB, a TAKKe KOMOMHAIIMI MayKOPHBIX
Y MHUHOPHBIX T€HOB YCTOWYNBOCTH, YTO MO3BOJIHIIO JTOOUTHCS
s pexTa JoNroCpOoYHOI 3aIUThI OT TatoreHoB. Haunbonbliee
3HA4YEHHE B CEJICKLMH IIICHUIBI HA MMMYHHTET K PXKaBUMH-
HBIM 3200J1€BaHHUAM UMEIOT MMUPAMH/IBI TEHOB, COJEpIKaINe
nokyc ycroiunBoctu Lr34 (Lr34 complex) (Singh, Rajaram,
1991) m MuHOpHEIHA TeH ycToiunBocTH Sr2 (Sr2 complex)
(Singh et al., 2000).

3amadei, cTosiel nepes; COBPEMEHHOM CeNeKIneH, SBIsi-
eTcs pa3paboTka 3(p(heKTHBHBIX METOIOB TPAHCTEHHOTO TIepe-
HOCa TOJIMTCHHBIX CEMEICTB pacTeHn, KOTOPOMY JIOJKHBI
MPE/IILIECTBOBATH TOUHBIH aHAJIN3 BHISIBICHHBIX TeHHBIX TPYIII
YCTOIYMBOCTH Ha MOJIEKYJISIPHOM YPOBHE. DTO MO3BOJIUT HE
TOJIBKO COKPATUTh BIMSHIE HEXKEJIATEIEHOTO TCHETHYECKOTO
Marepuaia, IpruodpeTaeMoro B npouecce 00bIYHON ruOpu-
JM3aLMH, HO ¥ BBECTH B PELUIIMEHTHBIN COPT LEIEBBIC TCHBI
13 HEPOJCTBEHHBIX OPTaHU3MOB, B TOM YHCJIC ITOJIUTCHHBIC
ceMmeicTBa Ma)KOPHBIX 1 MUHOPHBIX F'€HOB (JIOKYCOB) YCTOI-
yuBOCTH. Tak, y>ke co3IaHbl TPAHCTEHHbIE THHUH IICHHIB,
YCTOWYMBOCTH KOTOPBIX K CTEOJIIEBON prkaBUMHE 0OecIedn-
Baercsi reHoM Rpgl u3 sumens (Collinge et al., 2010). [Ipen-
JIO’KEeHBI OaKTepUaIbHBIC CHCTEMBI IEPEeHOCa FEHOB, COBMEC-
TUMBIE ¢ nmenunei (Pseudomonas, Xanthomonas spp.),
Julsl QyHKIMOHAJILHOTO aHain3a 3()(GEeKTOpOB PIKaBUMHHBIX
rpu6oB (Yin, Hulbert, 2011; Upadhyaya et al., 2014). ITep-
CTIIEKTHBHBI PA0OTHI ¢ CAMUM ITaTOTCHOM T10 CO3/IaHMIO0 TPaHC-
T€HHBIX IITAMMOB C Avr-reHaMU JJIsl UCCIIEIOBAHMS 3aIIUTHBIX
MEXaHH3MOB PACTEHH, Y4TO YK€ CIeNaHo, HaupuMep, s
p>kaBunHBI TbHA Melampsora lini (Lawrence et al., 2010).
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