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0630p NOCBALLEH PAaCKPbITVIO COBPEMEHHON KOHLeNUMn GUTOMMMYHUTETA KaK MHOTOYPOBHEBOW CUCTEMbI 3alLu-
Tbl PaCTEHNA-X03AMHA, KOHTPONMPYEMOIN KOMOMHALMAMM MaXKOPHbIX 1 MUHOPHbIX FeHOB (TOKYCOB) YCTOMYMBOCTH.
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 PasfNyYHbIX TUMA YCTONUMBOCTY Y 3MaKoB: 1) 6a3oBan yCToMuMBOCTb, obecneyriBaemas peLenTopHbiMU ben-
Kamui, NOKannM3oBaHHbIMU B M1a3maTyeckon membpaHe; 2) pacocneumnduryeckas ycTonumBocTb, obecneymBaemas
BHYTPUKNETOUYHbIMY R-peLienTopamv MMMYHHOrO OTBETa; 3) YacTUYHaA YCTOMYMBOCTb, KOHTPONMpPYeMas JIOKyca-
MW KONMYECTBEHHbIX MPU3HakoB. Cuctema «maArkaa nwenuua (Triticum aestivum) — Bo36yamTenb 6ypon prkaBymHbI
(Puccinia triticina)» ABRAeTCA NHTEPECHON MOAENbIO ANA HabMoAEHNA BCEX NepPeUnC/IEHHbIX MEXaHV3MOB YCTONYN-
BOCTW, TaK Kak CTpaTerua AaHHOro natoreHa Harnpae/ieHa Ha KOHCTUTYTUBHOE MCMOMb30BaHNe PecypcoB X03AnHa.
PaccMoTpeHbl N3BECTHbIE FeHbl MLUEHKL b, OTBEYatoLLMe 3a Pa3nnyHble MPOABIIEHNA YCTONUMBOCTY K 6YpOit pXKas-
ynHe: pacocneunduyeckme renbl (Lr1, Lr10, Lr19, Lr21); reHbl BO3PaCTHOWN YCTONYMBOCTY, 3anycKaloLiye peakLumio
CBEpPXYyBCTBUTENbHOCTM (Lr12,Lr13,Lr22a,Lr22b,Lr35,Lr48, Lr49); n reHbl, peanunsytoLime anbTepHaTVBHbIE MEXaHW3-
Mbl YaCTUYHOW yCTOMUMBOCTW (Lr34, Lr46, Lr67, Lr77). Kpome TOro, HejaBHO MOKa3aHO yyacTrie HEKOTOPbIX R-reHoB
MNLWeHNLbl B peann3aunm nperayctopranbHON YyCTONUNBOCTM K BO3OyauTento bypoii 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 UMMYHUTET MOBBILLAETCA 33 CYET HAKOMIEHUA JaHHbIX O Pa3HOOOPa3HbIX
MeXaHM3Max YCTOMYMBOCTU MLWEHULIbI K PXKaBYMHHbIM 3ab60neBaHnAM, KOTopble 0606LLeHbl B AaHHOM 0630pe.
KnioueBble cnoBa: MWeHWLa; pPXaBUvHHble MHOEKUUK; pacocneunduyeckas; yacTuyHas; nperayctopuanbHas
YCTOMUMBOCTb; FeHbl Lr; cenekuma Ha UMMyHUTET.
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Resistance mechanisms involved in complex immunity
of wheat against rust diseases

E.S. Skolotneva®, E.A. Salina

Institute of Cytology and Genetics, SB RAS, Novosibirsk, Russia
& e-mail: sk-ska@yandex.ru

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-
MYJSIIASX TTATOTEHHBIX TPUOOB, Mapa3UTUPYONINX HA Cellb-
CKOXO3SICTBEHHBIX KYJIbTypax W MMEIONIUX BO3/YIIHBIH
cniocob pacripoctpanenus (Parlevliet, Zadoks, 1977). B niep-
BYIO O4Y€pe/b 3TO OTHOCUTCS K BO3OYANTEISIM PrKaBUMHHBIX
3a00JIeBaHU MIICHHUIBL. YCTOHYMBOCTD K Oypoi pKaBuuHE,
HarpuMep, COXpaHsieTcs y palOHUPOBAaHHBIX COPTOB He Oosee
5-6 net (T'opnenxko, 1968). OgHako ceneKIys Ha UMMYHHUTET
cunraercs Hanbonee H3pPEeKTHBHON N HKOJIOTMYHON cTpare-
rueil 3alUThl pacTeHUH OT O0JIe3HEl, BbI3bIBAEMbIX (DUTOTIA-
TOreHHbIMH Tprbamu. [loaToMy HcciienoBaHEe MEXaHU3MOB
YCTOHYMBOCTH MIIEHUIBI K BO3OYINUTENSIM pIKaBUYMHBI Ha
IEHETHYECKOM, MOJICKYJISIPHOM U IIUTOJIOTMYECKOM YPOBHE HE
TOJIBKO MMeEeT (pyHJaMEHTAIbHOE 3HAYECHHUE, HO W SIBIISIECTCS
HEOOXOIMMBIM 3TAIOM CEJICKIIMH Ha UMMYHUTET.

Jlonroe BpeMsi rOCIO/CTBOBaIa KOHLEHIMS PUHIUITH-
AJIBHO Pa3JINYHBIX TUIIOB YCTOWYMBOCTH PACTEHUH K (uTO-
MaTOreHHBIM OPTraHN3MaM: BEPTUKAJILHOHN U TOPU30HTAIEHOM
(Bangeprutank, 1972). I[Tpu aToM moapa3ymeBaioch, 4To Bep-
THKAJIBHYIO WM PACOCICNIU(UUECKYIO YCTOHUMBOCTD OTIpe-
JICTISIIOT T€HBI C KaYeCTBEHHBIM IPOSIBJICHUEM B (DEHOTHTIC —
OoublIKe, WK [IIaBHBIE (IMajor genes), a TOPU30HTAIBHYIO UITH
Hecnenn(UIecKyIo — Majble, M MUHOPHBIE, TeHBI (minor
genes) co ci1aObIM KOJMYECTBEHHBIM BhIpaxkeHHeM. [lapai-
JICIIBHO BBICKA3BIBANIOCH MPEANONIOKEHUE, YTO pa3ieiicHHe
Ha JIB€ HE3aBUCHMBbIE CHCTEMBbI (BEPTHKAJIBHYIO U TOPU30H-
TaJIbHYI0) HEKOPPEKTHO, TOCKOJIBKY B OTIPE/ICIICHNH KaK pa-
cocrnennprUUuecKoi, Tak ¥ Hecreu(UIecKoil yCTONYNBOCTH
Y4YacTBYIOT OJTHH U T€ K€ TpyIIsl reHoB. Torna crabmibHOe
U JUTUTEIBHOE COXPAaHEHHE YCTOMYMBOCTH 3aBHCUT HE OT
KOJIM4ECTBA F€HOB, HO OT XapaKTepa B3auMOACHCTBUN MEXKY
TeHAaMH BHUPYJICHTHOCTH T1apa3nuTa U T'€éHaMH YCTOWYHMBOCTH
XO35IMHA B ONpeJeNIeHHBIX ycnoBusx cpensl (Parlevliet, Za-
doks, 1977; Jonson, 1981; Onunnosa, Illeaomosa, 1983;
JwsxoB, 2005; Muxaiinosa, 2005).

Ha ceropusimauii neHs ycriexu B 00J1acTu u3ydeHus Gpu-
TOUMMYHHTETA MO3BOJISIFOT BBIJCIUTh TPU PA3IMYHBIX THIIA
YCTOMYUBOCTH y 3€PHOBBIX pacTeHuil: 1) 6a3oBas ycToWdm-
BOCTB, o0ecrieunBaeMasl pelenTOPHBEIMU OelTkaMH, JIOKaJIn-
30BaHHBIMH B IJIa3MaTH4ECKOil MeMOpane; 2) pacocrenudu-
YyecKask yCTOHYMBOCTh, oOecrieunBaeMasi BHYy TPUKIIETOUHBI-
MU penenTopamMu MMMYHHOTO OTBETa; 3) Hecreruduieckas
YCTOHYMBOCTB, KOHTPOJIUPYEMast IOKYCaMH KOJTMYECTBEHHBIX
npu3HaKoB. Cructema «wmsirkast meHunna (7riticum aestivum) —
B030yMTENb Oypoii pxkaBuuHEI (Puccinia triticina)» sBIsieTCS
WHTEPECHON MOJIEIIBIO JIJIs1 HAOMIONEHHSI BCEX MEPEUNCICHHBIX
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MEXaHU3MOB YCTOWYMBOCTH, TaK KaK CTpaTerusi JaHHOTO
IMaToréHa HalpaBjicHa Ha KOHCTUTYTUBHOC HCIIOJIb30BaHUE
pecypcoB xo3smHa. B otiane ot Bo30OyauTeneii ctebieBoii n
JKENTOH p>kaBUuHbI (P. graminis u P. striiformis), KOTOpBIE MO-
I'yT IPUBECTH HEMMMYHHOE pacTeHHE K 'HOeu, BO3AeHCTBHE
P, triticina MOYKHO 0OXapaKTepU30BaTh KaK OTHOCUTEIBHO MST-
koe. [Topaskenue Oypoii pKaBUMHOH JIOKAJTM3YETCsl Ha JINCTHIX
MNIICHUIIBI 1 MOXCT 3HAYUTCIIbBHO CHUXKATh 3(1)(1)CKTI/IBHOCT])
ACCUMMJISIIINK, OJJHAKO TPH COATAHCHPOBAaHHOM B3aMMOJICH-
CTBHH NAaTOT€Ha M XO35IMHA OPa)KEHHOE PACTEHHUE CIIOCOOHO
Ppa3BUBATHCA, IPOXO/Jd CTaJUN BbIKOJIAIIMBAHU A, IBETCHUA U
CO3pEBAHMSL.

Cy1ecTByroIIHe PEICTaBICHHS O MOJIEKYIISIPHBIX OCHOBAaX
(bMTOPIMMyHl/ITeTa, a TAKKC MHOT'OYHCJICHHBIC TCHCTHYCCKUC
HCCIIEN0BAHMS [TO3BOJISIIOT PACCMOTPETH Pa3HOOOpa3He Mexa-
HHU3MOB IIPOSIBIICHHSI MaYKOPHBIX (IJIaBHBIX) 1 MUHOPHBIX Te-
HOB yCTOﬂ‘II/IBOCTH MIIEHUIBI K pKaBYMHHBIM 3a60ﬂeBaHl/IﬂM,
U B YaCTHOCTH K maroreny P. friticina. B nactosiem o630pe
000011IeHBI TAaHHBIC O Pa3JINYHBIX MEXaHN3MaX yCTOHYMBOCTH
MIICHUIIBI K p’)KaBYNHHBIM 3a6OJ'leBaHI/l}IM, IMO3BOJIAOIINX I10-
BBICUTD 3(P(hEeKTUBHOCTH €€ CENEKIINN 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. Baswmios (1935).
Hawubonee pacnpocTpaHeHHBIM WK 0a30BBIM MEXaHH3MOM
SIBJISIETCSI IPOLIECC y3HABaHMUsI OSITKOBBIMH PELIETITOPAMH XO-
3sMHa Pa3HOOOPa3HBIX MPOM3BOIHBIX NatoreHa. [locnenaue
JIBaJLATh JIET UMMYHHbIE PELENITOPbl PACTCHUI cTamu 00b-
€KTOM MHTEHCUBHBIX MCCIIEJOBAaHUH, Oaroapsi 4eMy cpeu
HHX OBUIH BBIIEIICHBI JIBE PAa3HbIE KATETOPUH O JIOKATH3aUH
OTHOCHTEJIBHO KIIETKH: PELeNTOPbI I1a3MaTH4eCcKoi MeMOpa-
HbI C OKCTPAKJICTOYHBIMH JIMTI'aH/I-CBA3BIBAIOIIIUMU TJOMECHaAMH
U BHYTPHKJICTOYHBIC UIMMYHHBIE perentopsl (Jones, Dangl,
2006; Dodds, Rathjen, 2010; Thomma et al., 2011; Cook et
al., 2015).

BonbIIMHCTBO MOBEPXHOCTHO JIOKAJIM30BAHHBIX PELIENITO-
POB pearupyroT Ha IOIAaBIIME B aroOIUIACT CTPYKTYpPHI Ma-
TOr¢Ha WJIW NPOAYKTHI IMaTOICHHBIX OPraHU3MOB, CBOMCT-
BEHHBIX IHPOKOMY KpyTy IaToreHoB. My MoryT OBITH, Ha-
NpUMep, KOMIIOHEHTBI TPHOHON KJICTOYHOW CTCHKH (XUTHH,
XHMTO3aH, B-TIIIOKAHBI) WJIH TUAPOIUTHYECKUE (HEPMEHTHI.
Jst TaKuX MOJEKYISAPHBIX CTPYKTYP, CHTHAIU3HPYIOLIHX O
(hakTe MPOHUKHOBEHHS KaKOro-THOO0 MaTOreHa, 3aKpenuiach
abopeBuarypa PAMPs (pathogen-associated molecular pat-
terns — MOJISKYJISIPHBIE CTPYKTYPBI, aCCOLMMPOBAaHHBIE C T1a-
TOTe€HaMH), KOTopas Hctionb3yercsi 0e3 nepeBosa (Niirnberger,
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Kemmerling, 2009). Cpeau moBepXHOCTHO JOKATH30BaHHBIX
UMMYHHBIX PEIETITOPOB Pa3IN4at0T PEIETTOPEL, TUTaHIAMHI
KOTOPBIX CITyXaT COSANHEHNS, crieuduieckne 0aJHOMY HITH
HECKOJIbKMM OJIM3KOPOICTBEHHBIM BaM naroreHoB (Thom-
ma et al., 2011; Cook et al., 2015), a Takke penenTopsbI, CBsI-
3BIBAIOIINECS C METa0OIUTaM1 CaMOTO PacTeHNSI, IIPOTyKTa-
MU MH(PEKIIMOHHOTO Ipoliecca (MOHOMEpBI KyTHHA, [eIUTI0-
JI03bl, TIEKTHHA). B 3aBHCHMOCTH OT CTPYKTYpBI BBLACIAIOT
penenrop-nonoOHbIe 6enku (receptor-like proteins — RLP) u
peuenrop-nogoOHble KuHa3k! (receptor-like kinases — RLK)
(van Ooijen et al., 2008). O6s3aTeTFHBIMH ATEMEHTaAMH TAaKHX
PELENTOPOB SBISIIOTCS] BHEKJICTOYHBIA M TPAHCMEMOpaHHBII
noMensl. [Iepenada curnana penenropoM tuna RLK ocymect-
BISIETCS ITyTeM aBTO(GOCHOPHUIMPOBAHUS KHHAZHOTO JOME-
Ha, TOT/Ia KaK aKTHBUPOBaHHbIE perienTopsl Thrna RLP B3an-
MOJICHCTBYIOT C aJ[alTePHBIMU MOJIEKYJIaMHU.

B pesynbrare y3HaBaHUsI MEMOPaHHBIM PELEITOPOM CO-
OTBETCTBYIOIETO JIMTaH/a 3aITyCKAIOTCs MEXaHW3MBbl BPOXK-
nennoro ummynutera (PTI, PAMPs-triggered immuninty —
UMMYHHUTET, 3aIycKaeMbIil murangamMu PAMP) wmn 6a3oBoit
ycroiunBoctH (basal resistance), HarpumMep OHMOCHHTE3 3a-
IIUTHBIX MOJIEKY (3TUJIEHA, KAaCMOHOBON KHMCIIOTHI). Jlis
P’KaBUMHHBIX TPUOOB, TaK K€ KaK JUI BO30YIUTEISI MydHHUC-
TOMN POCHI M HEKOTOPBIX APYTUX I'PHOOB U3 KJIACCa OOMUIIETHI,
KIIIOUEBBIM JTallOM IaToreHesa spisercs (GopMupoBaHue
rayCcTOpHsI, CIICUATN3UPOBAHHON CTPYKTYPBI, 4epPE3 KOTOPYIO
yCTaHaBJIMBAETCS KOHTAKT C KJIETKOH x03stnHa. [loaTomy npu-
MEHHUTEIBHO K ATOH I'PyIIIe IATOICHOB B JIUTEPATYPE BMECTO
TepMHUHA «0a30Bast yCTOHYMBOCTHY» YaCTO UCTIONB3YIOT TEPMUH
«rperaycropuaibHas ycroiunBocts» (Niks, 1983).

PoctkoBble TpyOKku P. triticina Ha pacTEHHUSX-XO0351e€BaxX
OPHEHTHUPOBAHBI CTPOTO TEPHIEHANKYIISIPHO JUTMHHOIN CTOPOHE
SMHEPMATBHBIX KJICTOK U PACTYT MO HAIPABJICHHUIO K YCThH-
1[aM, MPaKTHYECKH He 00pasysi pa3BETBICHUH, B TO BpeMs
KaK Ha PacTCHUSAX-HEX035€BaX OHU O00PA3yrOT yTOJIEHHS
W OTBETBJICHHS, YTO PACXOJyeT SIHEPIreTHUCCKUH MOTSHIHAT
HLIYLIEH CTPYKTyphl naroreHa. Ha ycTbunax puca ormeua-
eTcs pa3pacTaHue anmpeccopueB Bo30yaurTeneil credneBoit
PYKaBUHMHBI IICHUIEI P, graminis v sameHs P. hordei. Takue
abeppaHTHBIC ANMPECOPUH HE CIIOCOOHBI aCCOIMUPOBATH
C ycThHIIAMHU pacTeHHusA-Hexo3sumHa (Ayliffe et al., 2011).
ba3oBoll unu nperaycTopuanbHON yCTOMUUBOCTBIO K BO3-
OynuTesnsiM Oypoii U cTeOJIeBOM PrKaBUMHBI MIIEHHUIIBI 00J1a-
JIaeT AIMEHb, Y KOTOPOTO B OTBET HA IIPOHUKHOBEHHE 3THX
MIaTOreHOB HAOIIOACTCS JIOKATBHOE YIPOYHEHNE KIICTOYHBIX
CTEHOK 3a CYET BTOPUYHOTO 00pa30BaHuUs YTOJILEHUH U BbI-
POCTOB, YTO TPEMSATCTBYET MPOABIKEHUIO MH()EKIIMOHHBIX
rud no anorutacty (Atienza et al., 2004; Niks, Marcel, 2009).
Pa3putue 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).

Crienanu3npoOBaHHBIA TTATOTEH CIIOCOOEH MPEOI0IeBaTh
6apnep BpoxaenHoro PTI-ummynurera. Hanpumep, mexa-
HU3MBI [IPErayCTOPUANIbHON yCTOHYUBOCTH STUMEHS YCIIELITHO
MIPEOJI0NIEBAIOTCS CTIENNATH3UPOBAHHBIMY PKABUNHHBIMU
rpubdamu P. hordei n P. persistens. OnucaHo MIMPOKOE pa3-
HOOOpasue (pakTOpPOB BUPYJICHTHOCTH OCIIKOBOW MPHPOIBI
nn 3PPEKTOPOB, ¢ MOMOIIBI0 KOTOPBIX Mepeaada CHTHaa
yepe3 MeMOpaHHbIE PEeNTOPhl XO35MHA MOXKET KOHTPOIIH-
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POBaTbCA NAaTOI€HOM BIUIOTH 10 IMOJIHOTO MOAABJICHU A 3alllUT-
HOTO OTBETa, HAIPHMED, IyTeM M3MEHEHHs CTPYKTYpHI pe-
nentupyemoro juranaa (Schulze-Lefert, Panstruga, 2011).
[Tpu sToM HabnroaeTcs peakuusi BOCIPUUMYHUBOCTH, 00y-
cnonenHast 3¢dexropom (ETS — effector-triggered suscep-
tibility). OgHako y OONBIIMHCTBA PACTEHUI CYLIECTBYET
BTOpAast IMHUS 3aIUTHI, YBOIIOIMOHHO Oosee mo3ausas ETI-
cuctema (effector-triggered immunity — 3amyckaemsrii 3¢-
(exropom umMmyHnuret). Cexperupyemslie (GhakTopsl BUPY-
JICHTHOCTH NaTOreHOB, 3((PEKTOPbI, B TAKUX CHCTEMax Oy-
JIyT CUTHAJIBHBIMH MOJICKYJIAaMH, a 3BCHOM, MEPEIaroIuM
CHUTHAJI B AP0, — IMMYHHBIE BHYTPHUKJICTOUHBIE PELETITOPHI
U3 ceMeicTBa KOHCCPBATUBHBIX HYKJICOTUA-CBA3BIBAOIIUX
neinuH-60orateix 6enkoB (NLR —nucleotide-binding leucine-
rich repeat receptor, wmu R-6enkn) (Dodds, Rathjen, 2010).

BaxxHO OTMETUTbH, 4TO TeHeTHKa (PAKTOPOB BUPYJIEHTHO-
CTH JI0 KOHIIA HE M3y4YEHA, OJHAKO MOHOTECHHBIH KOHTPOIIb
(TeHbl aBUPYJICHTHOCTH, WIN AVr) YCTaHOBJICH IUISl TEX W3
HUX, KOTOPBIM cooTBeTCTBYeT R-0enok pacrenus (Flor, 1971;
Hogenhout et al., 2009). B3anmoneiictBre mpoaykToB Avr-R
TCHOB 3aITyCKaeT CJIOXHBIN KacKaJ| pU3NOIOTNIEeCKUX U Ono-
XUMHUYCCKUX peaKuHi&, HaIllpaBJICHHBIX Ha MPCAOTBPALICHUEC
pa3BuTHs TpHba, ¢ HanboJee pacIIPOCTPAHEHHON peaKIen
cBepxuyBcTBUTENbHOCTH (CBY) Kak opMbl anonTosa KIeTok
X03sMHAa, KOHTAKTUPYIOIIHUX C IMaTOICHOM. K HaCToAICMY
BpPEMEHH OOHApy)XEHO 3HAYMTEIHHOE pa3HOOOpasme mexa-
HHU3MOB yCTOHYMBOTO 0TBeTa. KpoMme Kiraccnieckoii peakunu
CBEPXUYBCTBUTCJIHLHOCTU 3a CUHET 3aKHCJICHHS LUTOILIa3MbI
nonamu Ca?" COBMECTHO ¢ HAKOIICHHEM AKTHBHBIX (HOPM
kuciopona (ADK), pesynsratom penentmu Avr-apexropa
MOXKET ObITh M3MEHEHHE OKHCIIUTEIIbHO-BOCCTAHOBUTEILHOTO
(REDOX) moTtenmuana Ha MeMOpaHax, 3aIycKk OMOCHHTE3a
CAJIMITMIIOBOM KHCIIOTHI, QyKCHHA U PA3IMIHBIX aHTHUMHKPOO-
Hbix PR-0enkoB (pathogen-related proteins), cpean KOTOphIX
XHUTaHA3bI, J-III0KaHa3bl, HHTHOUTOPEI TPUOHBIX TPOTEHHA3
1 JIOTIOJTHUTEIBbHBIC TIPOTENHA3bl CAMOT0 PACTEHUSI, TIEPOK-
cunassl, LTP-0eiku, TpaHCIIOPTUPYIOLIUE JINIH/bI, 1 HU3-
KOMOJIEKYIIApHBIE OCTKN Ae(eH3MHBI, OOTaThle IIIHCTEHHOM
(dpsioB, 2017).

[Ipu uccnenoBaHNU MHOTOYPOBHEBOTO (PUTOMMMYHHTETA
00HAPYKEHO, YTO KOIBOJFOLHS ITPUBENIA K PA3BUTHIO Y TTaTOTe-
Ha criocoOHoCTH npeonoseBars ETI-uMMyHHUTET pasmmaHbIMU
crocobamu. Haubosee pactipocTpaHeHHBIH ClIOCO0 — MyTa-
IIUM TEHOB AVr, KOT/Ia PELeMIMs 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
pas3BHUTHE COOBITHII BOBMOXKHO Oyarogapst criocoOHOCTH He-
KOTOPBIX IAaTOI'CHOB, BKJIIOYas p>KaBYUHHBIC FpI/l6])I, YXOOUTDH
u3 30HHBI AeiicTBus peaknnd CBY ¢ moMomsio criennains3m-
POBaHHBIX HEBETBSIINXCS MOMCKOBBIX T (runner hypha),
KOTOPBIE PACTYT B CTOPOHY OT ITOJABEPTIINXCS allONTUYECKOMY
Kotancy Kinetok pactenust (Moldenhauer et al., 2006). Takum
o0pazom, HaOMIOIaeMast PeaKkIyst BOCIIPUUMUUBOCTH MOXKET
00ycoBiMBarkCst 3PPEKTOPOM MaTroreHa Mpu OTCYTCTBUH Y
pacTeHus COOTBETCTBYIOMUX reHoB yctoitunBocth (ETS), a
MOXKET OBITh PE3YyJIBTaTOM MYTAIlMH I'€HOB aBUPYJICHTHOCTH
(npeononenue ETI). B mocneanem ciaydae roBopst o morepe
3¢ peKTHBHOCTH I'eHa yCTOWINBOCTH, JUIsE KOTOPOTO MPOIYKT
Avr-reHa ObUI CHTHAJIBHON MOJICKYJIOH.
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Fig. 1. The “zigzag” model representing the hierarchical plant immune system, according to (Jone, Dungl, 2006).

PAMP, pathogen-associated molecular pattern;

PTl, PAMPs-triggered

immunity; ETS, effector-triggered susceptibility;

ETI, effector-triggered immunity; NB-LRR (NLR), nucleotide-binding leucine-rich repeat receptor.

Jlist onricaHust MHOTOypOBHEBOTO (PUTOMMMYHHTETA ObLIA
MPEe/UIOKEHA MOJIEIb «3UI3ar», KOTopas OTpa)KaeT 3aBHCH-
MOCTB 3KCIIPECCHHU 3aLUTHON PEaKILMK OT CTEICHH CIIeIHa-
m3anuu naroreHa (Jones, Dungl, 2006) (cm. puc. 1). Ona
HaIISHO IGMOHCTPUPYET, YTO IMOJIUT€HHBII KOHTPOJIb YCTOM-
YHMBOT'O OTBETA Ha 3apayKCHHUE SBILIETCS HAMBBICILIIM YPOBHEM
B3aUMOOTHOIICHNH PACTEHUsI C MATOr€HOM, KOT/Ja «HOBBIE)
3¢ deKTophl MaroreHa akTUBHPYIOT «HOBBIE» R-penenTtopsl
pactenus. Tax, ONIMCaHbI TMHUH IIICHUILIBI ¢ IPOMEXKY TOYHBIM
THUIIOM YCTOMYMBOCTH K BO30YAMTEIIO JKEJITON PIKaBUMHBI,
KOTOpBIE OTPAaHUYUBAIOT PA3BUTHE ITaTOTeHA C TIOMOIIBIO 3a-
IyCcKa BTOPOH (ha3bl peakiuu CBEPXIyBCTBUTEILHOCTH (Boz-
kurt et al., 2010). BrisiBiIeHBI 30HBI IEPBUYHOTO U BTOPUYHO-
r0 HeKpo3a Me30(1JIa, TOsIBJICHUE KOTOPBIX, [10 JAHHBIM aHa-
mm3a TparckpunTo JIHK, o6ycioBneHo paboToii pa3miaHbIX
TCHOB, BOBJICUCHHBIX B KaCKaJ| PEaKLHH CBEPXYyBCTBUTEIb-
HocTH. OTHaKO Ba)KHO OTMETUTh, YTO TEPMHUHUpYIOLIas (a3a
B3aMMOJICHCTBHS X0O35IMHA U ITATOT'€HA B PEAKIUAX HECOBMEC-
TUMOCTH MOYXET 00y CIIOBITBATHCS aTbTEPHATHBHBIMH 3aIIIUT-
HBIMH MEXaHM3MaMH, HE 3aITyCKAIOIINMHU KIETOYHYIO CMEPTh,
a peanu3yONMHUCS, HapHMep, Yepe3 HaKOIIIeHHe (eHOIIb-
HBIX COSIMHEHUH B Me30(huIIe, YTO IMOKAa3aHO Ha JIMHUIX OBCA
C IPOMEXKYTOYHBIM THIIOM YCTOHUUBOCTH K P. coronata f. sp.
avenae (Graichen et al., 2011).

B mocnennee BpeMs BO3poc MHTEpEC K MEXaHM3MaM 3a-
IIMTHI, AIBTEPHATUBHBIM PEAKLIUK TUIIEPYyBCTBUTEIBHOCTH,
KOTOpBIE CIIOCOOHBI obecreunBaTh Oojiee AIUTEIBHYIO yC-
TOWYMBOCTH XO35MHA K MATOTeHY, JIETKO IPEOJI0JICBAIOIIEMY
JieiicTBre pacocrnenu(uueckux reHoB yCTOHUMBOCTH O1aro-
J1apsi BEICOKOMY ITOTEHIM AT HOIYIJISIHOHHON H3MEHYHBOCTH.
[omynsumy p>kaBIMHHBIX I'PHOOB, B TOM YHCIIC BO30OyAUTEIEH
Oypo¥i pyKaBUMHBI 3J1AKOB, TIPESCTABIIIOT COO0I HAOOP (PH3HO-
JIOTHYECKHX Pac, Pa3HBIX 110 HAOOPY I'eHOB aBUPYJIEHTHOCTH.
[To oTHOLIEHHUIO K BEICOKOCTICIIMAIN3UPOBAHHBIM ITaTOTCHAM

CENIEKLMA PACTEHUA HA UMMYHUTET U MPOAYKTUBHOCTb / PLANT BREEDING FOR IMMUNITY AND PERFORMANCE

CO CJIOXHOW BHYTPUBHUJIOBOH CTPYKTYPOH MPHUHSITO TOBOPUTH
0 pacocnennpuueckoii 1modo o Hecrenuduueckoit ycronuu-
BocTH. [lepBast sABIIsIETCS YaCTHBIM CIy4aeM YCTOWIHMBOCTH,
peanusyeMbIM 110 cXeMe B3auMojeiicTeus Avr-R renos. He-
crienuduyeckas WM YacTUuHas ycTolunBoCTh (partial resis-
tance) UMeeT He KaueCTBEHHYIO, a KonndecTBeHHYI0 (QR —
quantitive resistance) TeHETHUECKYIO OCHOBY M OOBETUHSICT
3alMTHBIE MEXaHWU3MbI PACTCHUsI, HalpaBleHHbIE HE Ha
OCTaHOBKY Pa3BUTHsI NH(EKINH, & HA CHIPKCHHE €€ HHTCHCHB-
HOCTH. Y Tako# ycToiunBOCTH AuTenbHbIN 2 ekt (durable
resistance), Tak Kak OHa MPUBOAUT K CTAOMIIM3aLUH YBOJIIO-
IIMOHHBIX MPOLECCOB B IMOMYJIALUH MAaTOTEHA: B YCIOBUAX
JMMUTHPOBAHHOTO pOCTa OTOOpP HAmpasjeH IPOTHB arpec-
CHBHBIX KJIOHOB, B TIOIYJISILIUK YBEJIMYMBAETCSI COOTHOILICHUE
TEHOB aBUPYIEHTHOCTH (AVr) K TeHaM BHPYIEHTHOCTH (avr)
1 CHI)KAeTCs BEPOSITHOCTH BOSHUKHOBEHUSI PEIKUX MyTalni
BupyneHtHocTH ([IbsikoB, 1998; Lagudah, 2011; Ellis et al.,
2014; Niks et al., 2015; Krattinger, Keller, 2016). Konnue-
CTBCHHAs WJIM YaCTHYHasl YCTOWYMBOCTH K OOJE3HSIM J0-
CTHI'aeTCsl COBMECTHBIM JICHCTBUEM HECKOJIBKMX MUHOPHBIX
TeHOB WJIM KOJMYECTBEHHBIX JOKycoB (QTL — quantitative
traits locus), mo3TomMy uX ()EHOTHIHYECKOE TMPOSBICHUE HE
O JACTCsl KAYECTBEHHOU OLICHKE, IPUMEHUMOM IIpU U3y4e-
HUU R-TeHOB, W omuchIBaeTcs kak slow rusting (Caldwell,
1968): HECMOTps Ha BOCTIPUUMYUBBII THIT peaKkny, O0JIC3Hb
pa3BHBaeTCs MEJICHHO.

Ma>kopHbie (R-) reHbl yCTOMYNBOCTU MLLUEHMNLbI

K Bypoli p>kaBunHe

IIponyKTbl R-reHOB pacTeHUI HaXOIATCS IPEUMYLLECTBEHHO
B OUTOILIa3MEC, Kyaa 3(1)(1)CKTOPBI ImaTrorcHa nomagarT C I10-
MOILLbIO SHJIOCOM UEPE3 radyCTOPUU. BOJIBIIIMHCTBO U3YYEHHBIX
y MIIEHULBl 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 HCKJIIOYEHHEM SIBJISIETCS TPOTEHH-KUHA3a, KOAUPyeMast
JIOKyCOM Rpgl, ONMCAaHHBIM y SIYMEHS M ONPEACIISIOIINM
YCTOMYMBOCTB K CTEOIEBOH PrkaBUMHE MPH HHTPOTPECCHU B
reHoM reHuns! (Brueggeman et al., 2002).

Pa3zHo00pasue reHoB creruduyecKoil yecToORInBOCTH 00ec-
MEYNBACT CTPYKTYPHOE pa3iIuyHe JIOMEHOB, 00pa3yIomux
R-penenropsr. LRR-06macts (leucine rich repeat — oboramien-
Hasl JICHIIMHOM O0JIACTh), SIBIISSCH IIGHTPOM y3HAaBaHUS (-
(hexTopa maTorena, 061agaeT HANOOIBIITNM ITOTMMOP(U3MOM,
YTO BEIPAXKAETCS B BAPHHUPYIOIIEM KOJIMUYECTBE 00OTAIIEHHBIX
JICUITTHOM MIOBTOPOB, OT 14 110 37, 1 HAOOpEe AMHUHOKHCIIOT, J10-
MOJTHSAIOIIUX JICHIINH B KOHCEHCYCHOM ITOCIIEI0BATEIbHOCTH
(Dangle, Jones, 2001). NBS-nomen (nucleotide binding site)
NIPE/ICTAaBJICH CaliTaMM CBSI3bIBAHUSI HyKiI€OoTUNOB (P-metsis
WM KrHa3a la, knHasa 2, kuHasa 3a) U o0ecreunBaeT crie-
U(PHUIECKYI0 TPAHCIYKIHIO CHUTHAJIA 10 KHHA3HOMY IYTH
¢ runaponuzom AT®. 3niech e HeaBHO OOHAPYKEH MOTHB
NB-ARC, cxonublii ¢ (pakTOpOM aKTHBAIIMU aroNTo3a >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 cBsizan ¢ TpaHCKpUIIIMOHHBIM (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,
Kopupyomux GpyHruuIHbe OesIKH, Y nepegadye Curuaia
ot R-perneritopa Ha TpaHcKpHIIIHOHHEIH hakTop TaWRKY 78
(Proietti et al., 2010). Kpome obnacteii cBsi3piBanus 3pdek-
topa (LRR-) u tpancaykuuu curnana (NBS-), monekymna
R-peunenTtopa ogHOLO0IBHBIX PACTEHUIN MOXET COJEpXKaTh
HECKOJIBKO KOTIHH CYNEepCKPYUYEHHOTO (CYNepCInpaIn30BaH-
Horo) nomeHa (CC-, coiled-coil domain) uinu yyacTox, romo-
JIOTHYHBIN TOJUT-IOOOHOMY penientopy nutoknauHa NJI-1
mirekorrraromuXx (TIR-, toll-interleukin 1 receptor), pyHKIHN
KOTOPBIX cBsA3aHbl ¢ nHAYKnuei CBY u B3aumozeiicTBueM ¢
0eKaM¥ CUTHAJIBHOTO Ty TH.

B karasnore NIeHNYHBIX TEHOB YCTOWYNBOCTH K PKaBUMH-
HBIM 3a0051eBaHusAM puBoauTCs Oosiee 100 reHOB 1 JIOKYCOB
ycroitunBocTH K Oypoii pxasuarae (Mclntosh et al., 2014), u3
KOTOPBIX 76 MMEIOT (hopMasbHBIC HAa3BaHWS C HyMeparuei
renoB Lr (leaf rust — Oypas prkaBunHa). OHAKO CTPYKTypa
1 (QYHKINU KOAMPYEMBIX R-IPOAyKTOB 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 aHaJIM3e aMHHOKHCIIOTHBIX [10CIIE0BATEILHOCTEH
00HapYKUBAETCSI 3HAYUTEIBHOE CXOJCTBO MEXIY OeIKamu,
xogupyembimu reHamu Lrl, CINI4 n Lr19-Agl5, HecMoTps
Ha TO 4TO reH Lr19 npoucxoaut ot neipest Thinopyrum elon-
gatum (Zhang et al., 2011). Bce onmcanHbie K HACTOAIIEMY
MOMEHTY PEILEIITOPHI MIICHNIBI, CBA3BIBAIOIINE P PEKTOPHI
BO30ynuTest Oypoii prxkaBunHsl, siBisiroress CC-NBS-LRR
6emkamu. OgHaxo y reHa Lr/ () kmoHupoBaH ¢pparMeHT Lrkl0
pasmepoM 770 I1. H., KOAUPYIOIINAI YETBEPTHIM PEAKUil Kiacce
penenToponoao0HbIX KnHa3. B cBoem cocrtaBe Lrkl () umeer
crier(puUecKuii MUTOINIA3MaTHIECKUI JOMEH 1 HEOOBIIIYTO
TpaHCMEMOpPaHHYIO MocienoBareabHOCTh 0e3 CC-qoMeHa B
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C-tepmunanbaoM yuactke (Feuillet et al., 1997). HauGouns-
MM OTIHYHEM 007amaeT OSNKOBBIM MponyKT reHa Lr2l,
MOJTHAIIUE aJUIeIN KOTOPOTO IMPEICTABICHBI B MIICHUYHOM
reHOME MSITKOH MieHUbL. J{jist pyHKIMOHAIBHOTO aliess JIo-
Kyca Lr2 1, ”HTpOTPEeCCHPOBAaHHOTO B TCHOM CHHTETHYECKON
IIICHUIIBI OT JalIbHET0o copoanya Aegilops tauschii, ycTaHOB-
JICHO XHMEPHOE MIPOUCXOKICHUE B PE3YIIbTaTe MEXXBUI0BOM
pPEKOMOMHAIMY TPH YYaCTUU MIIEHUYHBIX TAIUIOTHIIOB C
MormganMu Jiokycamu Lr2 [ tuma Fielder (H1) m Wichita (H2)
(Huang et al., 2009). ITonoOHasi cuTyalusi OnMChIBaeTCs
kak death—recycle momens sBomronnu renoma (Michelmore,
Meyers, 1998), T.¢. nosiBIIeHNE HOBBIX TEHOB YCTOWYNBOCTH
IIYTEM BO3BpaAlll€CHUS aKTUBHOCTU PCUECCCUBHBIM aJlJIC/IAM B
TeHOME MIICHHUYHBIX COPOIUUCH, U YKa3bIBAaeT Ha IICHHOCTb
MCXOJHOTO MaTepHaJa, MPeCTaBICHHOTO B IEHTPAX MIPOHC-
XOXKJI€HUS KYJIbTYPHBIX PaCTE€HUH, ONIMCAaHHBIX BaBUIOBbBIM.

MuIHOpPHbIEe reHbl 1 KonnyecTBeHHbIe NoKycbl (QTL-)
YCTOMYMBOCTY MLIEHULbI K OYpOoil pKaBUnHe
[Tpenmomnaraercs, 4To GOIBIINHCTBO N3BECTHBIX MUHOPHBIX
TEHOB M KOJIMYECTBEHHBIX JIOKYCOB KOAUPYIOT OCJIKH, HE SIBIIS-
IOIIMECs] IMMYHHBIMHU PELICIITOPAMH, HO BBITTOJIHSIOLME HHBIE
samutHbIe QyHknnH (Krattinger et al., 2009; Gou et al., 2015;
Moore et al., 2015). CreneHb NpOSBICHUS KOMIUIEKCA 3a-
IIMTHBIX MEP, KOHTPOJIUPYEMbIX MUHOPHBIMU F'€HAMU, 4aCTO
3aBHCHT OT CTaINH Pa3BUTHUsI PACTEHUS, YTO C(HOPMUPOBATIO
KOHIIETIIIMIO BO3PACTHOM ycToitunBocTh (4PR — adult plant
resistance), UMeIOIIEH 3HAUYCHHUE JUIsl CEJIEKLUU Ha UMMY-
HUTET K BO30YIUTENAM PKABUMHHBIX 3a001€BaHMI 3J1aKOB.
BospacTHast ycTOHYMBOCTh XapaKTEpU3yeTCsl BOCIIPHUMYH-
BBIMU MHQEKIIMOHHBIMH THUIIAMH PEAKLUI Ha 3apaKeHUE y
MIPOPOCTKOB M PE3KO BO3pacTaromieil A(pPeKTUBHOCTHIO Ha
CIIEAYIOINX 33 IOBEHWJIBHON CTaIUsIX Pa3BUTHUS PACTECHUS
(Park, McIntosh, 1994).

Paznuuaror nBe kareropuu A PR-reHoB: 3ayCKaroIue pe-
akiuro CBY (hypersensitive genes) 1 pea3yIomue aasrep-
HATHUBHBIC MEXaHU3MBbI ycToiunBocTu (nonhypersensitive
genes). eHOTHITNYECKOE TIPOSBICHUE IEHCTBHS TCHOB BO3-
pacTHOH ycTOHUMBOCTH K Oypoii pxxasunne Lrl2, Lri3, Lr22a,
Lr22b,Lr35, Lr48 v Lr49, OTHOCSIIMXCS K TICPBOM KaTETOpUH,
OITUCBHIBAETCS KAK HEKPOTUYECKHE IISITHA Ha JIUCTBSIX HUITH KPO-
IIEYHBIC TTYCTYIbI, 3aMETHBIE YK€ Y TPOPOCTKOB MIICHHUIIBI.
ITpu 3apaxkeHun pacteHui ¢ A PR-reHamu, He 3aIyCKarolIMU
CBUY, Ha TUCTHSIX MOABISAIOTCS HH(EKIIMOHHBIC TUIIHI O€3 He-
KPO30B, OT BOCIIPUUMHYHBBIX JIO CPETHEBOCTIPUUMYHBBIX, IPH
9TOM XapaKTepHbI CHU)KEHHAS 4aCTOTa MH()EKIIMOHHBIX 04aroB
1 OTCPOYEHHBIE CTaINH pa3BUTHs natoreHa. [1o oTHomeHUIO
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 KomupyrOIuX
penentopsl cemerictBa NLR (R-penentopsr). MexaHU3MBbI
uX AeicTBus u3ydaror ¢ npusieueHuemM QTL-anammsa, n
y’K€ M3BECTHBI HEKOTOpBIC MPOAYKThl (JR-reHoB. ['eH mimn
reHHbli okyc Lr34 xomupyer AT®-3aBucHMBIN OEIKOBBII
TpaHCIOPTEP, OTBEYAIOUIUI 3a YaCTUYHYIO YCTOWYMBOCTD
K HECKONIbKUM BHJaM prkaBumHbl (Krattinger et al., 2009).
Annens Lr67, o0ecrieunBalOnni YaCTHYHYIO YCTOWYHBOCTh
K Oypoii p>kaBuuHe (Lr67 resistant, Lr67res), OTBEHaET 3a pe-
KpallleHHe TPAHCIIOPTA FeKCO3 U3 KJICTKM XO35MHA B AIOTUIACT,
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Fig. 2. Mechanisms of prehaustorial resistance to rusts in wheat as compiled from (Hu, Rijkenberg, 1998; Leonard, Szabo, 2005;
Plotnikova, 2009; Wang et al.,, 2013; Pozherukova et al., 2015).

(a) Ectophytic (orange) and early endophytic (blue) stages of pathogenesis. Abbreviations: us, urediniospore; gt, germ tube;
ap, appressorium; sv, substomatal vesicle; ih, infection hypha; hmc, haustorial mother cell; h, haustorium; e, epidermal cells; gc, guard
cells; mc, mesophyll cells. Arrest of the development of infection at different stages of pathogenesis: (b) germ tube disorientation and
branching; (c) aberrant appressorium on stoma; (d) distorted or collapsed substomatal vesicle; (e) accumulation of callose in mesophyll

cell walls.

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

MperayctopuanbHasa yCTONUMBOCTb MLWEHULbI

K BO36yguTento 6ypori p>kaBunHbl

BonbmMHCTBO MACHTH(PHUINPOBAHHBIX K HACTOSIIEMY MO-
MEHTY T€HOB L7 SIBIISIFOTCS pacocrelii(puIecKuMu R-reHaMu
U KonupytoT BHyTpuKierounsie NLR-perientopsl. OHu o6e-
CIEYHMBAIOT TUIIEPIYBCTBUTENBHYIO peakuuio pactenus (CBY
W aJbTepHATHBHBIE MEXAaHU3MBl YCTOIHYMBOCTH) B OTBET Ha
MOpayKeHHUe pacaMy NMaToreHa, HeCyIMMH COOTBETCTBYIOIINE
TeHBI aBUpylIeHTHOCTHU. [lomdepkHeM, 4TO B3aMMOICHCTBHE
MPOIYKTOB T€HOB Avr M R TIPOUCXOIUT YK€ B IUTOILIA3ME
KJIETKH, rocie hopmupoBanust rayctopus. [Toatomy cnenu-
(hUIeCcKyr0 YCTOMYMBOCTD C THIIEPIYBCTBUTEIFHOM peakIien
B MHOCTPAHHOW JIUTEpaType YacTO HA3BIBAIOT rayCTOpHaIIb-
HOM WJIM Pa3BUBAIOLICHCS N1OCIIE IPOHUKHOBEHUSI yCTOMYU-
BOCTHIO (post-penetration resistance) (Heath, 2002; Niks, Mar-
cel, 2009). OmHaKo B ocieIHee BpeMst HAKOTICHBI JaHHEBIC 00
Y4aCTUHM HEKOTOPBIX R-T€HOB MIIECHUIIBI B Pean3alii Mexa-
HU3MOB [IPErayCTOpHaIbHON YCTOMYMBOCTH, OCTAHABIUBAIO-
KX Pa3BUTHE P>KaBUMHHBIX I'PHOOB HA paHHEH 3HA0PHUTHOMH
1 ke 9KToGuTHOMN cTasnu. DyHKIIMOHAIBHBIMU MUIICHIMH
MEXaHU3MOB IIPETayCTOPUAIbHON YCTOWYNBOCTH SBISIOTCS
pocTKoBast TpyOKa u anmpeccopuii (3krouTHas (asa maro-
reHesa), a Takke MOJyCTbUYHAs Be3UKy/1a U MH(PEKIIMOHHAS
ruda (pasHsas SHAOPUTHAS (aza maToreHe3a PrKaBUMHHBIX
rpudoB) (puc. 2).

OrmnucaH OKUCIUTENBHBIN B3PBIB IIPU KOHTAKTE BO30OYIUTEIS
Oypoii pyKaBIMHBI C yCTHUIIAMH Ha JINHHSX C pacoCTerudmye-
CKUM reHoM Lr38 (0T A. intermedium), CXOTHBIHA 110 BpeMEHH!
U XapakTepy C peakiueil BuoB-Hexo3s¢eB. [Ipu 3apaxenun
HabopoM pac P, triticina Ha yCThHULIAX W30TCHHOW JIMHUH TIIIIE-
HUIBI ¢ TeHOM Lr38 1 Ha pacTeHnu-Hexo3suHe 1. timopheevii
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yepe3 24 49 mocie MHOKYIAIWH OBUTH OTMEUEHBI HEKPOTH-
3MPOBAHHBIC MAJICHHKHE aIIIPECCOPUH Tprba pa3MepoM 10
20 MKM, TOT/Ia KaK Ha yCThUIIAX KOHTPOJIBHOW JTMHUK THTuep
(hopMupOBaTICh HOPMAaIbHBIE KPYITHBIE AllIIPECCOPHUU pa3Me-
pom oxkoro 50 mxm (ITnmorankoBa, 2009; Iloxepyxosa u nip.,
2015). V sunuii ¢ renamu Lr19 v Lr21 co cnenuduyeckoit
YCTOMYMBOCTBIO K BO30OyAHUTENIO Oypol prKaBUMHBI OTHICA-
HBI JIONOJHUTEIbHBIE K PEAKIUU CBEPXUYBCTBUTCIHLHOCTH
MCXaHU3MBbI 6J'IOKI/IpOBaHI/I§I pa3BUTHA IMaTOrcHaA. Ha TMEPBBIX
CTaaus Pa3BUTHA YHIOPHUTHON (ha3bl maToreHa 9acTo Habmro-
Janack JeopManus Win KOJIACHPOBAaHNE MOYCTEHIHOMN
BE3HKYJIbl, YTO CHMXaJO 3()(HEKTUBHOCTh KOJOHU3AMH B
tkanu pacterus (Hu, Rijkenberg, 1998). boum oTmedeHs!
AKKyMYJISIUS KaJUTO3bI M OTJIO’KEHHE JINTHUHA TIPU 3apake-
HUM U30TC€HHBIX JTUHUHN MIICHUIbI, HECYIIINUX I'CHbI CHeI_II/I(I)I/I-
yeckoit ycrounBoctu Lrl, Lr3a, Lr9, LrB, HabopoM BUPY-
JeHTHBIX pac P, triticina (Wang et al., 2013).

Takum 006pa3om, COBpeMEHHbIE ITOIXO/IbI K UCCIIEJOBAHUIO
MEXaHW3MOB YCTOHUMBOCTH M3BECTHBIX U HOBBIX R-T€HOB
JIOJDKHBI OTpakaTh 0003HAYEHHYIO BEPOSITHOCTh aKTHBALIUHI
OUTOIIIA3MaTUYCCKUX R—peuenTopOB Ha NEPBLIX CTaAuAX
[aToreHe3a, Koraa BEICBOO0XK 1ar0TCsl TOABKO JTurad sl PAMP.
TpaHcayKuus curHasia, BEposiTHO, MOXKET OBITH OIIOCPEIOBaHA
B036y)KI[eHI/IeM MEXaHO-9YBCTBUTCIIbHBIX MOHHBIX KaHaJIOB
(MSC — mechanosensitive-ion channel), onrcanHbIX B Kite-
TOYHOMH CTEHKE SINAEPMHCA PACTCHUH KaK HEOOJbIINE TPAHC-
MeMOpaHHbIE OEJIKOBBIE PELENTOPbI, aKTHBALUS KOTOPBIX
MPUBOUT K U3MEHEHHIO OKHCIIUTEILHO-BOCTAHOBUTEILHOTO
norennuana kierku (Hamilton et al., 2015).

3aKJ/loueHne

HaKOHJ’IGHI/Ie JAaHHBIX O paBHOO6paBHBIX MEXaHu3Max YCTOfI—
YUBOCTHU IIICHUIIBI K p)KaB’-II/IHHI)IM 33,60J'I€BaHI/ISIM co3aact
BO3MOXHOCTB OIITUMAJIBHO UCIIOJIBE30BATh TCHETUYCCKHUEC pe—
CYPCHI IPU CCJICKIIMU HA UMMYHUTCT. CDI/ITOI/IMMYHI/ITCT npea-
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CTaBJsIeT CO00i1 MHOTOYPOBHEBYIO CHCTEMY 3alllUThI pacTe-
HHA-X035IMHA, KOHTPOIIPYEMYI0 KOMOHHALIMSMA MaXKOPHBIX 1
MHHOPHBIX TCHOB (JIOKYCOB) YCTOHYMBOCTH, TAK HA3bIBAEMBI-
MU HOJIMTeHHBIMU ceMeiicTBamu (multigene families) (Maro-
ne et al., 2013), cmocoOHBIMHU BIUATH HA Pa3IHYHBIE CTAIHH
narorenesa. MIHTepecHo, 4To KONMMUECTBEHHBIE JIOKYChI YCTOMN-
YUBOCTH K 'PHOHBIM 3200J1€BaHUSIM B TEHOME PAaCTEHHUH 4acTo
JIOKaJIM30BaHbI PSAIOM ¢ R-T€HaMH, pacrojarasich Bo (aH-
Kupyromiei obnactu B npenenax 2 Mb, nosromy ¢ 00ibI10i
BEpOSITHOCTB Kocerperupytot (Shang et al., 2009; Kang et al.,
2012). N3ydenune kiaactepa MaXOPHBIX R-T€HOB MOKAa3alo,
YTO OHH SIBIISIOTCS HanOojee JUHAMHYHOW IPYyTNIION I'eHOB,
crnocoOHbIX K ObicTpoii aBosronnn (Krattinger, Keller, 2016).
[Tpu 5TOM B PUPOIHBIX IIEHO3axX monuMopdu3M R-6emkoB
CO3/IaeTCsl MEXKAY MHIUBHUAYaTbHBIMUA OpPraHM3MaMH Ha T10-
MYJISLUUOHHOM YPOBHE, YTO OTINYaeT (PUTOMMMYHHUTET OT
’KHBOTHOHN CHCTEMBI 3aLIUTHI C OTPOMHBIM ITOIUMOP(HH3IMOM
PELEenTOPOB BHYTPU HHANBHIYAJIbHBIX OPraHH3MOB. YTIIyO-
JICHHOE U3y4YeHHE MHOTOyPOBHEBOTO (DUTOMMMYHUTETA IIPH-
BEJIO K IEPEOCMBICIICHUIO arpOHOMHYECKOI CTPATET MK CENeK-
MO YHCTBIX JIMHUHN C eIMHUYHBIMU Ma)KOPHBIMH R-TeHaMH,
JIoJroe BpeMsi OBbIBIIYIO TPaAUIMOHHONW B PACTEHUEBOJICTBE,
3aMEHWIH IPOTPaMMBI CO3/IaHMS MYJIBTHIIMHEHHBIX COPTOB-
HONYJIALHUN, PA3TNYAOLINXCS TCHAMH WM aJUIeIsIMH TCHOB
ycroituuBoctu (/IpsikoB, 2017).

JpyriuM BakKHBIM ITOXOJOM, HHTEHCHBHO HCIIOIb3yEMbIM
B MOCJICHEE BPEMsI IPH CO3JaHHH HOBBIX COPTOB M CEJICK-
LIMOHHBIX JINHUH, SIBJISIETCS] TUPAMUIMPOBaHIE I€HOB YCTOM-
YHBOCTH B OTHOM I'€HOTHIIE ITyTeM OJIM3KOPOICTBEHHON U OT-
JaneHHoi ruopuu3any. Co3taHbl copTa MATKOHN IIITEHHIIB,
YCTOWYHMBBIE K PYKABYMHHBIM 3200JICBAHUSIM 32 CUET TUPAMHU-
b1 M3 HECKOJIBKUX R-T€HOB, a TAKKe KOMOMHAIIMI MayKOPHBIX
Y MHHOPHBIX T€HOB YCTOHYNBOCTH, YTO MO3BOJIMIIO TOOUTHCS
s dexra J0IroCpOYHOI 3aIUThHI OT aToreHoB. HaunbonbIiee
3HA4YEHHE B CEJICKIMH IMIICHULBI HA MMMYHHTET K PXKaBUMH-
HBIM 3200J1€BaHHMSAM UMEIOT MMPAMH/IBI TEHOB, COJCpPIKaINe
nokyc ycrounBoctu Lr34 (Lr34 complex) (Singh, Rajaram,
1991) m MuHOpHEIHA TeH ycToiunBocTH Sr2 (Sr2 complex)
(Singh et al., 2000).

3amavei, cTosiel nepes; COBPEMEHHOM CeNeKIreH, sBIsi-
eTcs pa3padoTka 3(p(heKTHBHBIX METOIOB TPAHCTEHHOTO TIepe-
HOCa TOJIMTCHHBIX CEMEHCTB pacTeHni, KOTOPOMY JIOJKHBI
MPE/IILIECTBOBATH TOUHBIH aHaJIN3 BBISIBJICHHBIX TeHHBIX TPYIII
YCTOIYMBOCTH Ha MOJIEKYJIIPHOM YPOBHE. DTO ITO3BOJIHT HE
TOJIBKO COKPATUTh BIMSHIE HE)XKEJIATEIEHOTO TeHETHYECKOTO
Marepuasia, IpuoOpeTacMoro B mpoiecce 00bIYHONH THOPH-
JHM3aIMH, HO ¥ BBECTH B PELUIIMEHTHBIN COPT LEIeBbIC TCHBI
13 HEPOJCTBEHHBIX OPTaHU3MOB, B TOM UHCJIC MTOJUTCHHBIC
ceMeicTBa Ma)KOPHBIX 1 MUHOPHBIX F'€HOB (JIOKYCOB) YCTOM-
yuBoCTH. Tak, y’ke co3IaHbl TPAHCTEHHbIE THHUH IIISHHIB,
YCTOWYMBOCTH KOTOPBIX K CTEOJIEBON prkaBUMHE 0OecIedn-
Baercsi reHoM Rpgl u3 sumens (Collinge et al., 2010). [1pen-
JIO’KEeHBI OaKTepUaIbHBIC CHCTEMBI IEPEeHOCa F'EHOB, COBMEC-
TUMBIE ¢ nmenunei (Pseudomonas, Xanthomonas spp.),
Juisl QyHKIMOHAJIBHOTO aHain3a 3()(GEeKTOPOB PKaBUMHHBIX
rpu6oB (Yin, Hulbert, 2011; Upadhyaya et al., 2014). ITep-
CIIEKTHBHBI PA0OTHI ¢ CAMUM ITaTOTCHOM T10 CO3/IaHUIO0 TPaHC-
T€HHBIX IITAMMOB C AVr-reHaMH JJIsl UCCIIEIOBAHMS 3aIUTHBIX
MEXaHH3MOB PACTEHHS, YTO YK€ CHeJaHo, HapuMep, I
pkaBunHBI TbHA Melampsora lini (Lawrence et al., 2010).

548

Resistance mechanisms involved in complex
immunity of wheat against rust diseases

Cnucok nutepatypbl / References

Basunos H.M. Yuenune 06 UIMMyHHTETe PAaCTEHUH K MH(EKIHOHHBIM
3a0oneBanuaM (IIpuMeHUTENBHO K 3ampocaM cenekiun). Teoperu-
yeckne 0cHOBBI cenexnuu pactenuit. T. 1. M.; JI., 1935;893-900.
[Vavilov N.I. The theory of plant immunity to infectious diseases.
In: Theoretical Bases of Plant Breeding. Vol. 1. Moscow; Leningrad,
1935;893-900. (in Russian)]

Banpeprutank S1.E. YeroitunBocTs pactenuii k 6one3usiM. [lep. ¢ anr.
M.: Komoc, 1972.

[Van der Plank J.E. Disease Resistance in Plants. New York: Acad.
Press, 1968. (Russ. ed.: Vanderplank J.E. Ustoychivost’ Rasteniy k
Boleznyam. Moscow: Kolos Publ., 1972. (in Russian))]

T'opnenko M.B. CenbckoxosstiicTBennas ¢uronaronorus. M.: Buicui.
mK., 1968.

[Gorlenko M.B. Agricultural Plant Pathology. Moscow: Vysshaya
Shkola Publ., 1968. (in Russian)]

JbsxoB O.T. IMomynsmuoHHass GUONOTHS (PUTOINATOTCHHBIX IPHUOOB.
M.: U3n. nom «Mypaseit», 1998.

[Diakov Yu.T. Population Biology of Phytopathogenic Fungi. Mos-
cow: Muravey Publ., 1998. (in Russian)]

HesixoB 10.T. Ha mytu k obuieit Teopun uMmyHuteTa. JKypH. o0
ouonorun. 2005;66(6):451-458.

[Diakov Yu.T. Towards the general theory of immunity. Zhurnal Ob-
shchey Biologii = Journal of General Biology. 2005;66(6):451-458.
(in Russian)]

JpsikoB H0.T. uronmmynurer. M.: UTHOA-M, 2017.

[Diakov Yu.T. Plant Disease Resistance. Moscow: INFA-M Publ.,
2017. (in Russian)]

Muxaiinosa JI.A. YcToiiunBOCTh MIIEHUIB! K Oypoil prkaBunHe. MneH-
tudunupoBanHblii reHodoHx pactenuit n cenexkuus. CII6.: BUP,
2005;513-526.

[Mikhaylova L.A. Genetics of wheat resistance to brown rust. In:
Identified Plant Gene Pool and Breeding. St. Petersburg: VIR Publ.,
2005;513-526. (in Russian)]

Omunnosa WN.I', Hlenomosa JI.®. ['opu3onTanbHas yCTOMYUBOCTE: Te-
HETUKA U BO3MOXKHOCTH IPEOJIOJNICHUS Mapa3suToM. M3MeHYnBOCTD
(uronaroreHHbIX MUKpoopranu3mMoB. M.: Komnoc, 1983;51-60.
[Odintsova I.G., Shelomova L.F. Horizontal resistance: genetics and
breachability by parasites. In: Variability of Pathogenic Microorgan-
isms. Moscow: Kolos Publ., 1983;51-60. (in Russian)]

[Tnoraukosa JI.5I. Yyactre akTHBHBIX (pOpM KHCIOPO/a B 3alUTE JIU-
HUI IIICHUIB! C TCHAMH YCTOWYMBOCTU poza Agropyron ot Oypoit
pxaBunHbl. dusznonorus pacrenuit. 2009;56(2):200-209.
[Plotnikova L.Ya. The involvement of reactive oxygen species in
defense of wheat lines with the genes introgressed from Agropyron
species contributing the resistance against brown rust. Russ. J. Plant
Physiol. 2009;56(2):181-189. DOI 10.1134/S102144370902006X.]

[oxepyxosa B.E., [Tnotaukosa JI.f., [ertsapes A.M. YcroitunBoctsh

nireHusl TumodeeBa k Oypoil pikaBYMHE ONpeEessieTcsl reHepa-
el aKTUBHBIX (POPM KUCIOPO/a U MoJaBlieHneM 00pa3oBaHHs ra-
ycropuii rpuba Puccinia triticina. ®ynnam. uccrnenosanus. 2015;
2(2):285-292.
[Pozherukova V.E., Plotnikova L.Ya., Degtyarev A.l. Timofeevi
wheat resistance to leaf rust is determined by generation of reactive
oxygen species and inhibition of Puccinia triticina fungus haustoria
development. Fundamentalnye Issledovaniya = Fundamental Re-
search. 2015;2(2):285-292. (in Russian)]

Atienza S.G., Jafary H., Niks R.E. Accumulation of genes for suscep-
tibility to rust fungi for which barley is nearly a nonhost results in
two barley lines with extreme multiple susceptibility. Planta. 2004;
220:71-79.

Ayliffe M., Jin Y., Kang Z., Persson M., Steffenson B., Wang S.,
Leung H. Determining the basis of nonhost resistance in rice to ce-
real rusts. Euphytica. 2011;179:33-40. DOI 10.1007/s10681-010-
0280-2.

Ayliffe M., Singh R., Lagudah E. Durable resistance to wheat stem rust
needed. Curr. Opin. Plant Biol. 2008;11:187-192.

BaBunosckuii xKypHan reHeTuku u cenekuyun / Vavilov Journal of Genetics and Breeding - 201923 - 5



E.C. CkonoTHeBa
E.A. CanuHa

Bozkurt T.O., McGrann G.R.D., MacCormack R., Boyd L.A., Ak-
kaya M.S. Cellular and transcriptional responses of wheat during
compatible and incompatible race-specific interactions with Puc-
cinia striiformis f. sp. tritici. Mol. Plant Pathol. 2010;11:625-640.
DOI 10.1111/5.1364-3703.2010.00633 x.

Brueggeman R., Rostoks N., Kudrna D., Kilian A., Han F., Chen J.,
Druka A., Steffenson B., Kleinhofs A. The barley stem rust-resis-
tance gene Rpg/ is a novel disease-resistance gene with homology
to receptor kinases. Proc. Natl. Acad. Sci. USA. 2002;9(14):9328-
9333. DOI 10.1073/pnas.142284999.

Caldwell R.M. Breeding for general and specific plant disease resis-
tance. Proc. 3rd Int. Wheat Genetic Symp. Australia. 1968;263-272.

Cloutier S., McCallum B.D., Loutre C., Banks T.W., Wicker T., Feuil-
let C., Keller B., Jordan M.C. Leaf rust resistance gene Lr/, isolated
from bread wheat (7riticum aestivum L.) is a member of the large
psr567 gene family. Plant Mol. Biol. 2007;65:93-106.

Collinge D.B., Jorgensen H.J.L., Lund O.S., Lyngkjer M.F. Engineer-
ing pathogen resistance in crop plants: current trends and future
prospects. Annu. Rev. Phytopathol. 2010;48:269-291.

Cook D.E., Mesarich C.H., Thomma B.P.H.J. Understanding plant im-
munity as a surveillance system to detect invasion. Annu. Rev. Phy-
topathol. 2015;53:541-563.

Dangle J.L., Jones J.D.G. Plant pathogens and integrated defense re-
sponses to infection. Nature. 2001;411:826-833.

Dodds P.N., Rathjen J.P. Plant immunity: towards an integrated view
of plant-pathogen interactions. Nat. Rev. Genet. 2010;11:539-548.
Dyck P.L. The association of a gene for leaf rust resistance with the
chromosome 7D suppressor of stem rust resistance in common

wheat. Genome. 1987;29:467-469.

Ellis J.G., Lagudah E.S., Spielmeyer W., Dodds P.N. The past, present
and future of breeding rust resistant wheat. Front. Plant Sci. 2014;5:
641. DOI 10.3389/pls.2014.00641.

Feuillet C., Schachermayr G., Keller B. Molecular cloning of a new
receptor-like kinase gene encoded at the Lr/0 disease resistance lo-
cus of wheat. Plant J. 1997;11(1):45-52.

Feuillet C., Travella S., Stein N., Albar L., Nublat A., Keller B. Map-
based isolation of the leaf rust disease resistance gene Lr10 from the
hexaploid wheat (7riticum aestivum L.) genome. Proc. Natl. Acad.
Sci. USA. 2003;100:15253-15258.

Flor H. Current status of the gene-for-gene concept. Annu. Rev. Phyto-
pathol. 1971;9:275-296.

Gennaro A., Koebner R.M.D., Ceoloni C. A candidate for Lr/9, an exo-
tic gene conditioning leaf rust resistance in wheat. Funct. Integr. Ge-
nomics. 2009;9:325-334. DOI 10.1007/s10142-009-0115-1.

Gou J.Y,, Li K., Wu K., Wang X., Lin H., Cantu D., Uauy C., Dobon-
Alonso A., Midorikawa T., Inoue K., Sanchez J., Fu D., Blechl A.,
Wallington E., Fahima T., Meeta M., Epstein L., Dubcovsky J.
Wheat stripe rust resistance protein WKS1 reduces the ability of the
thylakoid-associated ascorbate peroxidase to detoxify reactive oxy-
gen species. Plant Cell. 2015;27:1755-1770.

Graichen F.A.S., Martinelli J.A., Federizzi L.C., Chaves M.S. Epide-
miological and histological components of crown rust resistance in
oat genotypes. Eur. J. Plant Pathol. 2011;131:497-510.

Hamilton E.S., Jensen G.S., Maksaev G., Katims A., Sherp A.M., Has-
well E.S. Mechanosensitive channel MSL8 regulates osmotic forces
during pollen hydration and germination. Science. 2015;350(6259):
438-441. DOI 10.1126/science.aac6014.

Heath M.C. Cellular interactions between biotrophic fungal pathogens
and host or nonhost plants. Can. J. Plant Pathol. 2002;24:259-264.
DOI 10.1080/07060660209507007.

Herrera-Foessel S.A., Singh R.P., Lillemo M., Huerta-Espino J., Bha-
vani S., Singh S., Lan C., Calvo-Salazar V., Lagudah E.S. Lr67/Yr46
confers adult plant resistance to stem rust and powdery mildew in
wheat. Theor. Appl. Genet. 2014;127:781-789.

Hogenhout S.A., Van der Hoorn R.A., Terauchi R., Kamoun S. Emerg-
ing concepts in effector biology of plant-associated organisms. Mol.
Plant Microbe Interact. 2009;22(2):115-122. DOI 10.1094/MPMI-
22-2-0115.

CENIEKLMA PACTEHUA HA UMMYHUTET U MPOAYKTUBHOCTb / PLANT BREEDING FOR IMMUNITY AND PERFORMANCE

2019
235

MHOFprOBHeBbII;I NMMYHUTET NneHnubl
K P>KaBYMHHbIM 3aboneBaHMAM

Hu G.G., Rijkenberg F.H.J. Ultrastructural studies of the intercellular
hyphae and haustorium of Puccinia recondita f. sp. tritici. J. Phyto-
pathol. 1998;146:39-50.

Huang L., Brooks S.A., Li W, Fellers J.P., Trick H.N., Gill B.S. Map-
based cloning of leaf rust resistance gene Lr21 from the large and
polyploid genome of bread wheat. Genetics. 2003;164:655-664.

Huang L., Brooks S.A., Li W., Fellers J.P., Nelson J.C., Gill B.S. Evolu-
tion of new disease specificity at a simple resistance locus in a crop—
weed complex: reconstitution of the Lr2/ gene in wheat. Genetics.
2009:182;595-602.

Jones J.D., Dangl J.L. The plant immune system. Nature. 2006;444:
323-329. DOI 10.1038/nature05286.

Jonson R. Durable resistance: definition of, genetic control, and attain-
ment in plant breeding. Phytopathology. 1981;71:567-568.

Kang Y.J., Kim K.H., Shim S., Yoon M.Y., Sun S., Kim M.Y., Van K.,
Lee S.H. Genome-wide mapping of NBS-LRR genes and their as-
sociation with disease resistance in soybean. BMC Plant Biol. 2012;
12:139.

Kolmer J.A., Su Z., Bernardo A., Bai G., Chao S. Mapping and charac-
terization of the new adult plant leaf rust resistance gene Lr77 derived
from Santa Fe winter wheat. Theor. Appl. Genet. 2018;131:1553-
1560. DOI 10.1007/s00122-018-3097-3.

Krattinger S.G., Keller B. Molecular genetics and evolution of disease
resistance in cereals. New Phytol. 2016;212:320-332.

Krattinger S.G., Lagudah E.S., Spielmeyer W., Singh R.P., Huerta-Es-
pino J., McFadden H., Bossolini E., Selter L.L., Keller B. A putative
ABC transporter confers durable resistance to multiple fungal patho-
gens in wheat. Science. 2009;323:1360-1363.

Lagudah E.S. Molecular genetics of race non-specific rust resistance in
wheat. Euphytica. 2011;179:81-91.

Lawrence G.J., Dodds P.N., Ellis J.G. Transformation of the flax rust fun-
gus, Melampsora lini: selection via silencing of an avirulence gene.
Plant J. 2010;61:364-369. DOI 10.1111/j.1365-313X.2009.04052.x.

Leonard K.J., Szabo L.J. Stem rust of small grains and grasses caused
by Puccinia graminis. Mol. Plant Pathol. 2005;6:99-111.

Marone D., Russo M.A., Laido G., Leonardis A.M., Mastrangelo A.M.
Plant nucleotide binding site-leucine-rich repeat (NBS-LRR) genes:
active guardians in host defense responses. Int. J. Mol. Sci. 2013;
14(4):7302-7326.

MclIntosh R.A., Yamazaki Y., Dubcovsky J., Rogers W.J., Morris C.,
Appels R., Devos K.M. Catalogue of gene symbols for wheat.
KOMUGI Integrated Wheat Science Database. 2014. Available
at http://www.shigen.nig.ac.jp/wheat/komugi/ge-nes/symbolClass
List.jsp

Michelmore R.W., Meyers B.C. Clusters of resistance genes in plants
evolve by divergent selection and a birth-and-death process. Ge-
nome Res. 1998;8:1113-1130.

Moldenhauer J., Moerschbacher B.M., van der Westhuizen A.J. His-
tological investigation of stripe rust (Puccinia striiformis f. sp. tri-
tici) development in resistant and susceptible wheat cultivars. Plant
Pathol. 2006;55(4):469-474. DOI 10.1111/j.1365-3059.2006.01385..x.

Moore J.W., Herrera-Foessel S., Lan C., Schnippenkoetter W., Aylif-
fe M., Huerta-Espino J., Lillemo M., Viccars L., Milne R., Periyan-
nan S., Kong X., Spielmeyer W., Talbot M., Bariana H., Patrick J.W.,
Dodds P., Singh R., Lagudah E. A recently evolved hexose trans-
porter variant confers resistance to multiple pathogens in wheat. Nat.
Genet. 2015;47:1494-1498.

Niks R.E. Haustorium formation by Puccinia hordei in leaves of hyper-
sensitive, partially resistant, and nonhost plant genotypes. Phytopa-
thology. 1983;73:64-66.

Niks R.E., Marcel T.C. Nonhost and basal resistance: how to explain
specificity? New Phytol. 2009;182:817-828.

Niks R.E., Qi X., Marcel T.C. Quantitative resistance to biotrophic
filamentous plant pathogens: concepts, misconceptions, and mecha-
nisms. Annu. Rev. Phytopathol. 2015;53:445-470.

Niirnberger T., Kemmerling B. Pathogen-associated molecular patterns
(PAMP) and PAMP-triggered immunity. Annu. Plant Rev. 2009;34:
16-47.

549



E.S. Skolotneva
E.A. Salina

Park R.F., McIntosh R.A. Adult plant resistances to Puccinia recondite
f. sp. tritici in wheat. N. Z. J. Crop Hortic. Sci. 1994;22:151-158.
Parlevliet J.E., Zadoks J.C. The integrate concept disease resistance:
a new view including horizontal and vertical resistance in plants.

Euphytica. 1977;26:5-21.

Proietti S., Bertini L., Van der Ent S., Leon-Reyes A., Pieterse C.M.J.,
Tucci M., Caporale C., Caruso C. Cross activity of orthologous
WRKY transcription factors in wheat and Arabidopsis. J. Exp. Bot.
2011;62(6):1975-1990. DOI 10.1093/jxb/erq396.

Schulze-Lefert P., Panstruga R. A molecular evolutionary concept con-
necting nonhost resistance, pathogen host range, and pathogen spe-
ciation. Trends Plant Sci. 2011;16:117-125.

Shang J., Tao Y., Chen X., Zou Y., Lei C., Wang J., Li X., Zhao X.,
Zhang M., Lu Z., Xu J., Cheng Z., Wan J., Zhu L. Identification of
a new rice blast resistance gene, Pid3, by genome wide comparison
of paired nucleotide-binding site leucine-rich repeat genes and their
pseudogene alleles between the two sequenced rice genomes. Gene-
tics. 2009;182:1303-1311.

Singh R.P., Mujeeb-Kazi A., Huerta-Espino J. Lr46: a gene conferring
slow-rusting resistance to leaf rust in wheat. Phytopathology. 1998;
88:890-894.

Singh R.P., Nelson J.C., Sorrells M.E. Mapping Y728 and other genes
for resistance to stripe rust in wheat. Crop Sci. 2000;40:1148-1155.

Singh R.P., Rajaram S. Resistance to Puccinia recondita f. sp. tritici in
50 Mexican bread wheat cultivars. Crop Sci. 1991;31:1472-1479.

ORCID ID

E.S. Skolotneva orcid.org/0000-0001-8047-5695
E.A. Salina orcid.org/0000-0001-8590-847X

Resistance mechanisms involved in complex
immunity of wheat against rust diseases

Thomma B.P.H.J., Nurnberger T., Joosten M.H.A.J. Of PAMPs and
effectors: the blurred PTI-ETI dichotomy. Plant Cell. 2011;23:
4-15.

Upadhyaya N.M., Mago R., Staskawicz B.J., Ayliffe M.A., Ellis J.G.,
Dodds P.N. A bacterial type III secretion assay for delivery of fun-
gal effector proteins in to wheat. Mol. Plant Microbe Interact. 2014;
27:255-264.

van Ooijen G., Mayr G., Kasiem M.M., Albrecht M., Cornelissen B.J.,
Takken F.L. Structure-function analysis of the NB-ARC domain
of plant disease resistance proteins. J. Exp. Bot. 2008;59(6):1383-
1397.

Wang X., McCallum B.D., Fetch T., Bakkeren G., Marais G.F., Sa-
ville B.J. Comparative microscopic and molecular analysis of Tha-
ther near-isogenic lines with wheat rust resistance genes Lr2a, Lr3,
LrB or Lr9 upon challenge with different Puccinia triticina races.
Plant Pathol. 2013;62:698-707.

Wu H., Ni Z., Yao Y., Guo G., Sun Q. Cloning and expression profiles
of 15 genes encoding WRKY transcription factors in wheat (7riti-
cum aestivum L.). Prog. Nat. Sci. 2008;18:697-705.

Yin C., Hulbert S. Prospects for functional analysis of effectors from
cereal rust fungi. Euphytica. 2011;179:57-67.

Zhang N., Wang S., Wang H., Liu D. Isolation and characterization
of NBS-LRR class resistance homologous gene from wheat. Agric.
Sci. China. 2011;10(8):1151-1158. DOI 10.1016/S1671-2927(11)
60105-3.

Acknowledgements. This work was supported by the Russian Foundation for Basic Research, project 17-04-00507, and State Budgeted Project 0259-

2019-0001.
Conflict of interest. The authors declare no conflict of interest.
Received May 13, 2019. Revised June 10, 2019. Accepted June 10, 2019.

550

BaBunosckuii xKypHan reHeTuku u cenekuyun / Vavilov Journal of Genetics and Breeding - 201923 - 5



