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& Myunucras poca (Bo3Oyaurenb Blumeria graminis) — ofHO U3 HauboJee PACMIPOCTPAHEHHBIX U BPEJOHOCHBIX IPUO-
HbIX 3a60JIeBaHHIl 3€PHOBbBIX KYJILTYP, 0COOEHHO B PErvoHax ¢ BJaXHbIM KJanMaToM. st natoreHa xapakrepHo judde-
peHllMaJbHOE B3aUMOJIEHCTBUE C TeHOTHNAMHU pacTeHuii-xo3sieB. Haubosee pauuoHalbHbIl, MelIEBbIH U 9KOJOTHYECKH
6esonacHblil cr1oco6 60pbObl ¢ MyYHUCTOH POCOH — BO3JE/bIBAHME COPTOB 3J1AKOBBIX KYJILTYP, 3aUULIEHHBIX PA3HBIMU
reHaMH YCTOHYHBOCTH. 3anac 3(PMEeKTHBHBIX I'€HOB MOXKET IMOMOJHATLCS 33 CUET M3YUeHHs! KOJIJIEKIHH reHeTHYeCKHX
PECYpCOB KyJIBTYPHBIX PACTEHHH, MHTPOrPECCHH YCTOHYHBOCTH OT JAMKHX POJMUEi, a TAaKKe 3a CUeT MyTaHTHBIX (OpM,
CO3JIaHHbBIX C TTIOMOLIBIO TPAJAMIMOHHBIX (HCKYCCTBEHHBII MyTareHe3) H GMOTEXHOJIOTHUECKHX METOJIOB, BKJI0UAs PEaKTH-
poBanue reHoma. B 3Tofi cBSI3W B nociie/iHie JeCATHIIETHST BO3POC HHTEPEC K MOUCKY H WIEHTH(HUKALMHY T€HOB yCTOHYH-
BOCTH, BBISICHEHHIO HX CTPYKTYPHO-(PYHKIHOHAJBHON OpraHu3allii, a TakkKe aHajn3y MOJIEKYJSIPHBIX MEXaHH3MOB (op-
MHpOBaHHUsI Mpu3Haka. B o63ope obGobliena coppemenHast HHhopmalus 06 HIeHTHOHUIMPOBAHHBIX FeHaX YCTOHYHBOCTH
K MYYHHCTOH poCe OCHOBHbBIX 3€PHOBBIX KyJIbTYp — IMILIEHHULIbl, SUMeHs 1 oBca. [IpuBeieH CrMCoK MIeHTH(HULHPOBAHHbIX
Ha MOJIEKYJISIPHOM YPOBHE T'€HOB MILIEHULBI U suMeHs. Cpennt HUX: reHbl, Komupytoiue 6enkn NLR u CLR (Pm2, Pm3,
TaMla2, TaMla3 msirkoii nuienutibl, Pm8 pxu, Mla sumens), perientop-nono6Hbie 6eaxkn (Mlo sumenst), TpaHCTIOPTHBIE
OeJIKH U pelenTtop-nonaobHblie kuuasdbl (Lr34, Lr67, Pm21 nuieHulb ).

% KaloueBble cioBa: 3naku; Blumeria graminis; B3auMoJeHCTBHe Tapa3uT—X035HH; YCTOHUUBOCTb; R-TeHbl; GeJKky;
CTPYKTYpHO-(DYHKLHOHA/IbHAS OpraHU3alys.
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& Powdery mildew (causal agent Blumeria graminis)is a widespread and harmful fungi disease of cereal crops especially
in the regions with humid climate. The pathogen is differentially interacting with plant host genotypes. Growing cereal
crop varieties protected with different resistance genes is the most rational, costly and ecologically safe way of comba-
ting powdery mildew. The supply of effective genes can be increased due to studies of crop genetic resources collection,
introgression of resistance from wild relatives, and also at the expense of mutant forms created with the use of traditional
(induced mutagenesis) and biotechnological methods including genome editing. This causes the increasing interest to
searching and identifying resistance genes, elucidation of their structural and functional organization, and analysis of
molecular mechanisms of the character development. The review summarizes modern information on the identified genes
of powdery mildew resistance of the main cereal crops — wheat, barley and oat. The list of wheat and barley genes identi-
fied at the molecular level is presented. It includes genes encoding NLR and CNL proteins (Pm2, Pm3, TaMla2, TaMla3
genes of wheat, rye Pm8 gene, barley Mla gene), receptor-like proteins (barley M/o gene), transport proteins and recep-
tor-like kinases (Lr34, Lr67, Pm21 of wheat).

& Keywords: cereals; Blumeria graminis; parasite—plant host interaction; resistance; R-genes; proteins; structural
and functional organization.

BBEJJEHWE 3EPHOBBIX KYJBTYP, 0COOEHHO B PErHoHax ¢ BJaXK-
MyunucTasi poca — 0jilHO M3 HauOoJiee pacrnpo- HbIM KauMaToM. bosiesHb nopakaet Bce HaazeMHble
CTPaHEHHBIX W BPEIOHOCHBIX 'PUOHBLIX 3a00/JeBaHUN  OpraHbl pacTeHUs — JIUCThS, JUCTOBbIE BJaraJjuiia,
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cre6esib, a B TOJlbl CHJILHOTO Pa3BUTHS JaKe KOJO-
CKOBbIE YellyH M OCTH. Y MOpaxKEHHBbIX pacTeHHH
CHMUKaeTcsl  (POTOCHHTETHYECKAst aKTHBHOCTb  JIM-
CTbEB, CYLLECTBEHHO H3MeHsieTcsl XOi (PU3HOJIOTH-
UeCKHX MpOLECCOB (Bo3pacTaeT MoTepst BOJbI, I10-
BbILIAETCSl MHTEHCHBHOCTb JIbIXaHHsl), BCJEJICTBHE
yero 3ameJyisieTcsl pocT U ocsnabeBaeT CrocoOHOCTh
K KYyLLEeHHMIO, CHHKAIOTCSl O03epPHEHHOCTb KoJloca
M Macca ceMsiH.

Bosbynutesib MyuHUCTOH pOCHl 3JaKOBBIX pacTe-
HUH — OoOJIMraTHLIA napasut Blumeria graminis
DC. Bua BkJaouaer psii MOPGOJOrHUECKH OJIHO-
TUIHBIX  (DOPM,  Pa3IUYAIOLINXCS crienualm-
3allMM K pacreHusim-xosseBam [1]. Ha 3epHoBbIx
KyJIbTYypax pa3BUBAETCs HECKOJbKO CIelHaIn3npo-
BaHHbIX (opm: f. sp. fritici Marchal (na Buaax po-
noB Triticum L., a Taxxke Ha Aegilops L. u psane npy-
TUX JIMKUX 371aKoB), f. sp. hordei Marchal (na Bumax
pona Hordeum L.), f. sp. secalis Marchal (na pacre-
HUsIX BUIOB pona Secale L) u f. sp. avenae Marchal
(na Bumax poma Avena L.). lo 2001 r. my4Hucras
poca He oTMeyasjach Ha TpUTHKaje. PacnpoctpaHe-
Hue 3a0oJieBaHUst Ha 3TOH KyJbType B EBpone cra-
JIO CJIEJICTBUEM TOsIBJIEHUsT HOBOH forma specialis
triticosecale [2, 3].

OnHolt M3 OCHOBHBIX MPHYMH, JHUMHTHPYIOLLUX
BPEIOHOCHOCTb MYUYHUCTOH POCHI, SABJSIETCSH YCTOHYM-
BOCTb pacTeHuil. CeJsieKUHsl YCTOHUMBBIX I€HOTHUIOB
pacTeHUuil — paluKaJbHbIA U, BMECTe C TeM, Hauoo-
Jee JlelleBbIM U 3KOJIOTHYeCKU Oe30MacHbIi Criocod
60pbObl ¢ GoJsie3nblo. K coxkasenuto, A naTtoreHa
xapakrepHo muddepeHiMasbHOe  B3aUMOJIEHCTBHE
C TeHOTHUTAMH pacTeHusi-xo3suHa [4]. DTo o3Hauaer,
UTO OJHOPOJHOCTb BO3JIE/IBIBAEMBIX COPTOB MO Te-
HaM yCTOMYHMBOCTH K BO3OYIMTENI0 MYYHHCTOH POCHI
CO3/Ia€T YCJOBUS JUI  aJanTHBHOH MMKPO3IBOJIO-
uMu rpuda.

BaaumopeiictBue B. graminis ¢ pacTeHHsIMH TOJ1-
UMHSIETCS OTHOLIEHMSIM «T'eH Ha reH» [d]: Kaxkmomy
reHy YCTOMUMBOCTH XO35IMHA COOTBETCTBYET CIIeLH-
(bUYHBII eMy TeH BHpYJEeHTHOCTH napaduta. Myrta-
LMl TeHa BUPYJIEHTHOCTH Y Mapasuta oOycJlOBJIMBAET
notepio 3pPpeKTUBHOCTH reHa YCTOHUMBOCTH XO35IMHA.
[enbl ycToHYMBOCTH OOBLIYHO JOMHHAHTHBI, TakK Kak
OHM 3BOJIIOLIMOHHO GoJsiee CcTapble, BHUPYJEHTHOCThb
napasuta (BeJlOMOro napTHepa) KOHTPOJIUPYeTCsl pe-
LleCCUBHBIMM reHamu. CuMTaeTcsl, YTO YCTOHUMBOCTh
U aBUPYJEHTHOCTh MUMEIOT <IIIIOC»-(PYHKIMKU (B3au-

o

MOJIEACTBYIOLIME MTPOAYKThI T€HOB ), BOCTIPUHMUYUBOCTD
¥ BUPYJIEHTHOCTb — <MMHYC»-(QyHKIHH [6].

Y OJIHOTO M TOro Ke COpTa MOTYT SKCIPecCHpo-
BATbCs Pa3Hble IeHbl YCTOHYMBOCTH TPOTHB Pa3Jny-
HBIX MOMyJsILMHA natoreHa. [eHbl yCTOHUMBOCTH MOTYT
pasaMyathes 1Mo CTabUJIBbHOCTH MPOSIBJIEHHUS, YTO 3a-
BUCHUT OT OKpy’KarolleHd M reHeTHYecKoi cpejibl. [eHsbl
YCTOHUMBOCTH, TMposiBJsiolMecs B ase BCXOJIOB
(«10BEHHUJIbHBIE TeHbI» ), IEHCTBYIOT, KaK MpaBuJo, HA
NPOTSPKEHUH BCeH »KM3HU pacTeHuil. Bmecre ¢ Tem
9KCIIPECCHsT YCTOHUMBOCTH MOXKET MEHSITbCSl B OHTO-
reHe3e pacTeHu.

YCTOHYMBOCTb paCTeHHH-X0351€B K MaTtoreHy oObly-
HO CBfi3aHa C peakliell CBEPXUyBCTBUTEJNbHOCTH —
3alIUTHOH peakuMer PpacTeHus, MpOsBJSAIONLICHCS
B OBICTPOM JIOKQJIbHOM OTMHPAHUH KJIETOK B OTBET
Ha TIPOHUKHOBEHWE BPEJHOIO OpPraHu3Ma W COIpo-
BOXKJIAIONIENCST HAKOIJIEHHEM B TOTHOLIMX KJeTKax
TOKCHUECKHX NPoaykToB. [Ipn 3ToM B3aumojericTBHe
(uTonaroreHa ¢ pacTeHUSIMH COCTOMT M3 HECKOJb-
KMX 3TaroB: BbleJeHHe HHIYKTOPOB (3JHUCHTOPOB),
y3HaBaHHE JIMCHTOPOB PAaCTUTEJbHOH KJETKOH ¢ I1o-
MOLLLBIO PELeNTOPOB, TPAHCAYKLMS CUIHaJa B FeHOM,
AKTUBALMs TPAHCKPHUIILUMK FeHOB HMMYHHOIO OTBeTa,
CUHTE3 3alUTHBIX COeJMHeHUH [7].

Jlns  npenoTBpalileHust  SMUPUTOTHH  MyYHHCTOM
pochl HEOOXOMMO BBIPALLMBATL COPTA C PasHbIMHU Te-
HaMH YCTOHYMBOCTH. 3anac 3QpeKTUBHLIX I'eHOB MO-
JKET TMOMOJIHSATLCS 32 CUeT U3YyUeHHs! KOJIJIEKLUH KYJlb-
TYPHBIX PACTE€HHH, UHTPOTPECCHU T'EHOB YCTOHNYHBOCTH
OT JIMKUX POJMUEH, a TaKxKe 3a CUeT MyTaHTHBIX (hopM,
CO3/IaHHBIX C TIOMOLUBIO TPAAULHUOHHBIX U OUOTEXHOJIO-
TMYECKHX METOJ0B. YJeJbHOe 3HaYeHHe HHTPOrPeCcCHH
cerofHsl HauOoJsiee BBICOKO JUIl PACLUMPEHHS] PasHo-
0o0pasusi 3/1aKOBbIX KYJIBTYP MO T'€HaM YCTOHUMBOCTH
K B. graminis. HacnenoBanve ycTOMUMBOCTH 3J1aKOB
K MyYHHMCTOH poce JI0CTaTOYHO XOPOLLO M3YYeHO Y Miiie-
HULBI U stamenst. OHako MH(opMallst 0 reHeTHYeCKOH
CTPYKTYp€ JIOKYCOB U KOIMPYEMbIX HMH TPOIYKTaX H3-
BECTHA JIMLb /11 HEOOJIBLIOrO YHC/IA TEHOB.

[leav 0630pa — 00GOOUIMTb H3BECTHbIE JIUTEpa-
TypHble JlaHHble O TOJUMOp(U3Me 3J1aKOB 0 FeHam
YCTOHUHUBOCTH K MYYHHUCTOH poce.

FEHbI, KOHTPOJIUPYIOLLUE YCTOMYUBOCTD
3EPHOBbIX KYJIbTYP K MYYHUCTOMN POCE

B Hacrosiiee Bpemsi upeHTHpULMPOBaHbl 92 aJ-
Jgenss B 62 gsokycax (Pml—Pm65), KoHTposupy-
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IOLIMX YCTOMYMBOCTb TIIEHHIIBI K MYYHHCTOH poce
(tabs. 1). BOJBLIIMHCTBO T€HOB JIOMUHAHTHbI M 3K-
CIIPECCHUPYIOTCS Ha TPOTSKEHUH BCEro OHTOreHe3a
pacrenuil. Cpenn Hux 44 annens — coOGCTBEHHO
Triticum aestivum 1., 26 mnepenaHbl OT pasJjiuu-
HbIX BWIOB pona Triticum, 11 — ot Aegilops spp.,
5 — ot Secale cereale 1.., 6 TeHOB MHTpOTpeccH-
poBanbl o1 Dasypyrum villosum (L.) Borbas (cu-
nouum Haynaldia villosa (L.) Schur), Thinopyrum
ponticum (Podp.) Z.-W. Lin & R.-C. Wang,
Thinopyrum intermedium (Host) Barkworth &

[eHbI ycTOHYHMBOCTH MiIEHHUIbI K MyUHHCTON poce

D.R. Dewey u Agropryron cristatum (L.) Gaertn.
Bosee 20 reHam ycTOHYHMBOCTH JaHbl BpeMEHHbIE
CHMBOJIbI.

[ToMmuMo reHOB ¢ OTYETJIMBBIM (DeHOTHIIHYE-
CKMM MpOSIBJIEHHEM, JIOCTATOUHO BBICOKHI YpPOBEHb
YCTOHYHUBOCTH K TpHOy (MPEeUMyLLeCTBEHHO BO3-
pacTHo#, nposiBasiollelics B dase duiar-jucra) mo-
JKeT KOHTPOJIMPOBAThCS MasbiMM TreHamu (quantita-
tive trait loci — QTL). ¥ mnuieHuIlbl KapTUPOBAHO
He menee 119 QTL BospactHOil ycToiiuMBOCTH Ha
21 xpomocome. [lokazaHo, 4TO [0OJTOBPEMEHHYIO

Tabauya 1

Xpomocoma [enbr yeroftunsoctu 7. aestivum

[enbr yerofiunBocTn
OT POJICTBEHHBIX BHIIOB

Pm3o, Pm3p, Pm3q, Pm3r|14]

1A Pm3a, Pm3b, Pm3c |8, 9], Pm3d, Pm3e, Pm3[[10],
Pm3g[11], Pm3i, Pm3j[12], Pm3L[13], Pm3m, Pm3n,

Pm3h (T. durum)|12], Pm3k (T. dicoccum)[13],
Pm25 (T. boeoticum)[15], Pm17 (S. cereale)[16, 17]

2A Pmd4c (Pm23)[18], Pm65[19] Pmb0 (T. dicoccum)[20], Pm4a (T. dicoccum),
Pm4b (T. persicum) [21], Pm4d (T. monococcum)[22]
3A Pm44 23] -
4A Pm61[24] Pm16 (T. dicoccoides) [25]
5A - Pmbb (D. villosum) [26]
6A - Pmb6 (S. cereale) [27], Pm21 (Pm31) (D. villosum)

(28]

7A Pmia[29], Pmie (Pm22)[30], Pm9[31], Pm5932]

Pml1b, Pmlc(Pml8)(T. monococcum),
Pml1d(T. spelta)|29], Pm37 (T. timopheevii)[33],
Pm60 (T. urartu)|[34]

1B Pm28(35], Pm39[36] Pm32 (Ae. speltoides)[37], Pm8 (S. cereale)[38]

2B Pmb2[39], Pm63 [40] Pmb6 (T. timopheevii)[41], Pm26 (T. dicoccoides)[42],
Pm33 (T. persicum)[43], Pm42 (T. dicoccoides) [44],
Pm49 (T. dicoccum)[45], Pm64 (T. dicoccoides) [46],
Pmb7 (Ae. searsii) [47], Pmb1 (Th. ponticum)[48],
Pm62 (D. villosum) [49]

3B - Pm41 (T. dicoccoides)[50], Pm13 (Ae. longissima)[51]

4B - Pm7 (S. cereale) [52]

5B - Pm30 (T. dicoccoides)[53], Pm36 (T. dicoccoides)[54],
Pmb3 (Ae. speltoides)[55]

6B Pml11(56], Pm14[57], Pmb4 58] Pm27 (T. timopheevii) [59], Pm12 (Ae. speltoides)[60],
Pm20 (S. cereale)[61]

7B Pmbb, Pmbd [62], Pmbe [63], Pm47 [64] Pmba (T. dicoccum), Pmbc (T. sphaerococcum)[62],
Pm40 (Th. intermedium) [65]

1D Pm10[66], Pm24a (67, 68], Pm24b[69] -

2D - Pmb8 (Ae. tauschii)[70], Pm43 (Th. intermedium)[71]

4D Pm46(72] —

5D Pm2c (73], Pm48 (74, 75] Pm2a (Ae. tauschii)[76], Pm34 (Ae. tauschii) [77],
Pm35 (Ae. tauschii) 78], Pm2b (A. cristatum)[79]

6D Pm45[80] -

7D Pm15[57], Pm38[81] Pml19 (Ae. tauschii)[82], Pm29 (Ae. ovata) [83]
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YCTOHUMBOCTbL B3POCJ/BIX PACTEHUH K OYpoOH, KeJTOH
1 cTeOJIeBOH prKaBUMHAM, A TaKKe K MyYHHUCTOH poce
obecrieunBaloT Kaacrepbl Lr34/Yrl8/Pm38/Sr57
(xpomocoma 7DS), Lr46/Yr29/Pm39/Sr58 (1BL)
u Lr67/Yrd6/Pm46/Sr55 (4DL) [84].

[Tosaratot, 4T0 MHTPOrpeccUpoBaHHble reHbl GJa-
rofapsl pasjinuusM B CTPYKType KOAMPYIOLIMX [10-
crefioBaTesibHOCTel obecneynBatoT Gosiee ILIHPOKHUI
CIIEKTP JIOJITOBPEMEHHOH YCTOMYMBOCTH 10 CpPaB-
HEHUIO C reHaMmu Buja-peuunuenta. Taxk, B KHP
copra, 3aluileHHbie renom Pm21 ot D. villosum
(Tpancaokanus TOAL.6VS), HecMoTpsi Ha LIKPOKOE
BbIpallliBaHue, OblIM YCTOHUMBBLI K MaToreHy GoJiee
40 ner. B Hacrosiiee BpeMsi GoJibllIMe HaJeXK/Ibl
BO3JIAraloTCs Ha HOBBIA CEJICKLHOHHBIH MaTepHall
C TeHOM ycroiuuBocTH Pm4(0 oT mnbipes cpenHe-
ro [85]. OnHako KaK «COOCTBEHHbIE®» Te€Hbl YCTOWYHM -
BOCTH, TaK U MHTPOT'PECCUPOBAHHbIE B TEHOM MSATKOMH
MIIEHUIbI, UMEIOT Pa3Hylo 3P(HEeKTHBHOCTb U CPOK
«I0JIE3HOU KHU3HU», TIPUYeM TPUO MOXKET TMPeojo-
JIeTb YCTOMUHBOCTb COPTOB C 4y:KE€POAHBIMH F'€HAMU
TaK »Ke JIerKo, Kak W yCTOHYMBOCTb OT OJIM3KOPOJI-
CTBEHHBIX BU0B. Hanpumep, wmpokoe ucrnosnb3opa-
HUe B ceJieKluH, HauuHast ¢ 1970-x rr., rena PmS8
(rpancaokauusi TIBL.1IRS) u nocnenyiouiee BbI-
palMBaHde Ha OOLIMPHBIX MJOLLAASX TeHEeTHUeCKH
OJIHOPOJIHBIX COPTOB MPHUBEJIO K TOMY, YTO B HauaJe
1990-x rr. comep:kaHue BUPYJEHTHBIX K reny PmS
KJIOHOB B €BPOMNEUCKUX MOMyJasiuusax rpuba J0CTH-
rano 100 % [86]. BuicTpyio moTepio ycTOHYMBOCTH
B pAAE CJay4aeB MOXKHO OODBSCHHUTb CYNpeCcCHel reHa
Pm8. Tak, B onbiTax Mo TPaH3UEHTHOH 3KCIPECCHH
MPOJEMOHCTPUPOBAHO TOJIaBJE€HHE pPeaKIMH YCTOH-
UUBOCTH B MPUCYTCTBUM (PYHKIIMOHAJTBHOTO M He-
(yHKUHOHAJMBHOTO aJjiesiell TeHa MiueHdus Pmd
B KJI€TKax SMHUAePMHUCA JIMHUH TIIEHHUIIbI, HECYIIHUX
reH ycroiiunBoctd Pm8 ot copra [letkyc pxu [87].
K coxasienuio, moka 4To €IMHCTBEHHbBIM HAJEXKHbBIM
KpUTepHeM Il UIAEHTH(PUKALUU JIUTEJbHON YCTOH -
UUBOCTH SIBJISICTCS OMNBIT BO3/E/bIBAHUST YCTOHYHMBBIX
COPTOB.

M3BectHo cBbitie 100 reHOB, KOHTPOJHUPYIOLIMX
YCTOHUHBOCTL SIUMEHSI K MYy4YHUCTOH poce, OOJbliIast
4acTb KOTOPBIX SIBJISIETCS a/lleJIbHbIM BAPHAHTOM TeHOB
Mla v Mlo. Oun oGHapyxeHbl B 06paslax pasjddHo-
ro MPOMCXOXKIEeHHUs], B 0cHOBHOM M3 M3apawuis. Onuca-
Ho 39 amnenert rena Mla (xpomocoma 1H) [88—90]
u okono 40 — rena Mlo (xpomocoma 4H) [91].

K coxanenuto, 60JbIIMHCTBO aJjienell HeahheKTHB-
Hbl MIPOTHB BO30yauTe s 3aboseBanus. JuTesnbHyto
YCTOMYUBOCTb K MaTOreHy COPTOB sIYMEHsSI MPaKTHye-
CKM BO BceM MHpe obecrnieynBatoT re mlol I u, otya-
ctu, mlo9. B nacrosiiee Bpems 75 % COBpPEMEHHBIX
COPTOB §IPOBOro siuMeHs B EBporie 3aliuiiieHbl STHMH
reHamu [92].

WMnentuduupposano 11 reHoB, KOHTPOJHUPYIOIIHX
ycToruuBocTh oBca K B. graminis (DC.) E.O. Speer
f. sp. avenae Em. Marchal na nporsizkenun Bcero
ontoreneda pacrenuii [93]. Copr Jumbo 3samuuien
JOMHHAHTHBIM Te€HOM P, KOTOpbIH JI0OKaJM30BaH
B xpomocome 1C [94]. lomuHauTHbIl TeH Pmd3, ne-
peHeceHHbIH B KyJbTypHbIHl oBec (copt Mostyn) ot
Avena sterilis L. var. ludoviciana, nokaauzoBan
B xpomocome 17A [94—96]. ¥ copra Rollo, momumo
Pm3, B xpomocome 4C onpesiesieH TakxKe BTOPOH J0-
MHHAHTHBIH TeH yeTounBoctH — Pmé8 [94]. Yerorun-
BOCTb K MaroreHy uHtporpeccuBHoil jsuHuu Cc 6490,
noJiyueHHol ¢ yuactuem A. barbata, konTposnpyer-
cst reHoM Pm4, jiokani3oBaHHbIM B XpoMocome 18D.
[en ycroitunBoctn Pmd (xpomocoma 19A) unTpO-
rpeccupoBat ot A. macrostahya [94, 97, 98]. Peuec-
CUBHBIH TeH YCTOHYMBOCTH Pmb, KOTOPbIH JIOKAJIU30-
BaH B xpomocome 10D, uaentuduuupoan y copta
Bruno. Cesiekunonnas Junus APR122, umerouas
B poaocyoBHOH A. eriantha, 3amuiieHa JOMHHAHT-
HbIM reHoM Pm7 ua xpomocome 13A. Jlokanusaiusi
rena Pm2, nepeHeceHHOro B KyJBTYpHBIH OBeC OT
Avena hirula, noka uto HeusBectHa [94]. O6pasiipl
A. byzantina AVE2406 n AVE2925 necyt no oaHo-
My 3(PQPeKTHBHOMY TOMHHAHTHOMY TeHy YCTOHYMBO-
ctu: Pm9 (xpomocoma 16A) u Pml10 (10D) coot-
BeTcTBeHHO [99]. ¥V o6pasua CN113536 (A. sterilis)
WIEHTH(ULIHMPOBAH 3((EKTUBHBIN TeH YCTOHYHBOCTH
Pmli1 [93].

JloHopbl TeHOB ycToiuuBoctd Pml, Pm3 w Pmé6,
KOTOpbIE MIHMPOKO HCIOJIb30BATUCh B CEJIEKIIHOHHBIX
nporpaMmmax MHorux crpaH Esponbsl [100—102],
CTa/lM CWJIBHO Tropaxartbesi natoreHoM. Haubo-
Jilee BBICOKMI YpOBEHb YCTOHYMBOCTH oOecreyuBaeT
ren Pm4, Heckosibko MeHee 3dhdexTHBeH B EBpo-
ne — Pm7 [103]. PaspaGoranbl Mmapkephbl rena Pm4,
MPUrOJIHbIE JUIs1 TPOBEJIEHUsT MapKep-0MoCPel0BaHHO -
ro or6opa [104].

PesysbraTbl HccsenoBaHusi oOLIMPHOrO MaTte-
puana A. sativa CBHIETEJNbCTBYIOT O HEBBICOKOM
pa3Hoo6pasun KyJbTypbl M0 3(PheKTHBHBIM TreHam
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YCTOHUMBOCTH K MyuHHcToi poce [95, 100—102].
Boinenen onun copt Canyon u3 Ilosbuiu, koto-
pbIfi, BEPOSITHO, 3alUMILEH HOBbIM M'€HOM (TeHaMH)
yctoiunBoctH K natoreny [102, 103]. Cpenn rek-
CanJIOUJHbIX BHI0B OBCAa MCTOYHUKH YCTOHUHUBOCTH
JIOBOJIbHO pejiku. Tak, u3 350 uayueHHbIX 00pasiioB
A. sterilis mamb 10 okazasnuchb yeroiuubbivu [ 105].
Cpenn BbiiesnuBiInxcst popm A. sterilis nHaubosiee
uHTepecHbl o6pasubl CN67383 u CN113536, ko-
TOpble, BHUAUMO, MMEIOT HOBbIE€ TI'€Hbl YCTOHUYHUBO-
ctu [ 106]. [Tokasano, uto oGpasiibl TETPaNIOUAHBIX
BUn0B A. magna w A. murphyi moryt ObITb 3-
(PeKTUBHBIMH JIOHOPAMH YCTOHYMBOCTH K GOJIe3HH,
MpUYeM BCe BblesieHHble (OPMbl MPOUCXOAAT M3
crpan Cpenuzemuomopbsi (Mapokko u Mcnanus)
[107, 108].

Y oBca M3BeCTHA TaKKe BO3pacTHasi yCTOHUHBOCTh
pacrenuit K myunuctoi poce. Tak, BbiieseHo 9 mecr-
HbIX (DOPM H 2 KOMMEPUECKHX COpTa C BICOKHM YPOB-
HeM YCTOMUYHMBOCTH B3poc/bix pactenui [109].

CTPYKTYPHO-®YHKLWNOHAJIbHOE PA3HOOBPA3UE
FEHOB, KOHTPOJNIUPYHOLUNX YCTOWYMBOCTD
3EPHOBbIX KYNIbTYP K MYYHUCTOM POCE

Y pacTeHHH Ha KJIETOYHOM YPOBHE CYLIECTBYET
JIB€ JIMHUM 3alLUThl OT MaToreHa — BHELLUHSS M BHY-
TpeHHsisl. BHelHsis 3almTa obecrneynBaeTcsl Haxos -
ILIMMHUCS HA MOBEPXHOCTH KJETKH TpaHcMeMOpaHHbI-
MU MaTTepH-pacno3HaoumMu petientopamu (pattern
recognition receptors — PRR), xortopsie cnoco6-
Hbl y3HaBaThb KOHCEPBATHUBHbIE AaCCOLMHPOBAHHBIE
C MaTOreHOM MOJIEKYJIIPHbIE CTPYKTYpPbl (MATTEpHbI)
(pathogen-associated molecular patterns — PAMP),
Takhe KaK JIMIOMOJHCaXapyibl, MENTHAOTIHKAHBI,
H6axkrepuasbHble GeJKH. [JlaBHBIMU Cpeld TpaHCMeEM-
OGpaHHBIX PELETNITOPOB ABJASIOTCSA PELENTOP-MOA0OHbIE
KuHasbl (receptor-like kinases — RLK) u peuentop-
nono6Hbie Oesiku (receptor-like proteins — RLP).
BHyTpeHHSsIS JIMHUS 3alLUThl 0OecrneynuBaeTcsl LUTO-
MJla3MaTHYECKUMH  pelenTopamMu, OOJIbIIMHCTBO M3
KOTOPBbIX (KOAMPYIOTCS T€HaMH YCTOHYMBOCTH, HJIH
R-reHamu) NpUHHALIEKUT K KOHCEPBATHBHOMY ce-
merictBy OesikoB NLR, xapakrepuaytoliuxcsi HaJju-
uHeM HyKJIeOoTHJI-cBs3biBatolux (nucleotide binding
site — NBS) u o6orauienusix Jeiipnom (leucine
rich repeat — LRR) nomenos. dddexropubie Gei-
KM MOTYT pacro3HaBaTbCsl HEMOCPENCTBEHHO pelern-
topamu NLR kjeTku, 60 onocpenoBaHHO, yepes

MoaudHuKaluKu accournpoBantbix ¢ NLR 6eskoB Xo-
gsimHa [110—113].

B wuccienoBaHusix 1o MoJIeKyJsipHOH MIeHTH(U-
KalMH R-T€HOB HCIOJb3YIOTCS METO/Ibl MO3ULMOHHO-
ro KJOHUPOBAHWSI, CPABHUTEJbHOH W MyTaLMOHHON
reHomuk [114]. Onnako 4MCI0 KJAOHMPOBAHHBIX
M CEeKBEHUPOBAHHBIX K HACTOSILIEMY BPEMEHH TeHOB
YCTOMUUBOCTH 3J1aKOB [0KA HEBEJUKO M OrpaHHYeHO
B OCHOBHOM TIIEHHULIEH U STYUMEHEM.

R-renbl, Koaupytouide peuentopbl Thna NLR,
KaK MpaBuJIo, SBJSIOTCS UJeHAMH MYJBTUT€HHBIX Ce-
MmeficTB. MIM CBOHCTBEHHbI KJacTepHasi opraHu3alust
B reHOMax M BBICOKHH YpOBeHb H3MEHUHBOCTH, OJa-
rojapsi CerMeHTHbIM JyTJHKAlMsM, peKOMOWHAIU-
M, HEPaBHOMY KPOCCHHTOBEPY, TOUEUHBIM MyTalMIM
1 juBeprupytoiemy otoopy [115]. Onucanbl cepun
MHOKECTBEHHBIX aJjiiesieldl R-reHOB, B YaCTHOCTH, Te-
HoB Pm3 [12] u Mla nuennupt [116, 117] u sumens
[90].

[Tonaraior, 4to reHbl 3(deKTopoB XapaKTepH-
3ytoTcst GoJsiee BBICOKHM YPOBHEM H3MEHUYHBOCTH MO
CPaBHEHHUIO C FeHaMM YCTOMYMBOCTH. DTO, B YAaCTHO-
CTH, [OKa3aHo sl Bo30OyauTesell MyYHHUCTOH pOChI
MIIEHHULBI U TUMeHs], SPheKTOpbl BUPYJEHTHOCTH KO-
TOPBIX 3BOJIIOLUOHUPYIOT ObICTpee, YeM MHOTHE JIpy-
TMe TeHbl, YTO [03BOJISIeT MaToreHam IMpeooseBaTh
s¢dekTbl poacTBeHHbix rerHos NLR [118]. 3auwt-
HbI OTBET $IBJSIETCS Pe3yJbTaTOM B3aWMOJEHCTBHUS
pa3JMUHBbIX TE€HOB, OEJIKOB, PEryJsiTOPHbIX MOJIEKYJI.
B dopmannzoBanHoM Buie KapTHHA STHX B3aUMOJIEH -
CTBHH Y MIIEHUIbI MPEJICTABJICHA B BUIE PEKOHCTPYH-
pPOBAHHON TeHHOHM CeTH, KOTOpasi OMHCbIBAeT (hyH-
KI[MOHAJIbHO CBSI3aHHBIE TPYMIbl TEHOB, BOBJIEUEHHBIX
B (popMHUpOBaHHE UMMYHHOTO OTBETA Ha BO3JEHCTBHE
natoreHubIx rpu6os [119].

K nacrositiiemy BpeMeHu Ha MOJIEKYJISIPHOM ypOBHE
y TIIEHUIbI UAEHTHPHUIMPOBAHO 9 R-TE€HOB, KOHTPO-
JIMPYIOLLMX YCTOMUMBOCTb [MIIEHULBI K MYy4YHHCTOH
poce. Ilo onHOMY reHy KJOHUPOBAHO H CEKBEHHPO-
BaHO y siuMeHss W pxu. lennl Pm2, Pm3 w Pm60
nueHuipl, reusl Mla sumenst, a Ttakxke ren Pm8
PXKU  KOAMPYIOT O€JIKM, OTHOCSILIMECS] K CeMeHCTBY
NLR-peuentopoB. JlauTesbHyio yCTOMYUBOCThL Jie-
TEPMUHUPYIOT Te€Hbl, KOIUPYIOLHe OeJIKH ¢ KHHA3HOH
WM TPAHCIOPTHOH (PYHKUMSIMH: HHTPOTPeCcCUpPOBaH-
Hbii ot Haynaldia villosa Pm21, a Takxke JIOKyCbl
¢ nyeoiitponubiM sddexrom Lr34/Yrl 8/Sr57 /Pm38
u Lr67/Yrd6/Sr55/Pm46. Buoxumuueckas dyHKLusl
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6enka MLO — nponykra sokyca Mlo (HeraTHBHBIH
peryJisiTop MMMYHHOTO OTBETa) — TOKa OKOHYaTe/Ib-
HO He BbisicHeHa [120—132] (Taba. 2).
CeKBEHHpOBaHbl  reHbl Jokycos Lr34/Yrl8/
Pm38/Sr57 w Lr67/Yr46/Pm46/Sr55, obecneun-
BalOLLMX BO3PACTHYK YCTOHYMBOCTb OJHOBPEMEHHO
K HECKOJIbKHM MaToreHam — Bo30Oyaute M  Oy-
pol, kenToll U cTebJIeBOH PyKABUUHBI U MYUHUCTOH
pocsbl. [TokazaHno, 4To MHOXKeCTBEHHAs! YCTOHUMBOCTh
K rpubam y Hocuteseii remos Lr34/Yrl8/Pm38/
Srb7, a Takke HEKPO3 KOHUHKOB JIUCTbEB (Mapkep
Linl) obycnoBnenbl s¢pdekramu rena Lr34, gokaiu-
30BAHHOTO B KOPOTKOM Iljleue XpoMocoMbl 7D BGJM-

3u Jokyca XgwmZ295 W uaeHTHUHOro reHam Yrl 8,
Pm38 w Sr57 [124]. Tlponykr rena Lr34 oTHocuT-
cs K kinaccy ABCG AT®d-cBsisbiBalolmXx KacceTHbIX
(ATP binding cassette — ABC) TpaHcrnoptepos,
Bktouaet 1401 a. 0. ¥ comepKUT 1Ba LIUTO30JbHbIX
HYKJICOTH/I-CBSI3bIBAIOLLMX JIOMEHA M JiBa IMApodos-
HBIX TpaHcMeMOpaHHbIX joMeHa. Asienn Lr34 uyB-
CTBUTEJILHOTO M YCTOHYUBOIO ME€HOTHIIOB OTJIHYAIOTCS
JIByMsI TTOJIMMOP(HBIMU CalTaMH, KOTOpble H3MEeHsi-
10T CTPYKTYPY OIHOTO H3 TpaHcMeMOpaHHbIX JOMe-
HoB [124]. Ten Lr34 BoBJjedeH B peMojie/MpoBaHHe
nja3MaTiueckoil  MemOpaHbl, COMPOBOXKAAIOLEECS
BHYTPUKJIETOUHBIM ~HaKorjieHHeM  (ochaTuauioBoi

Tabauya 2
CnucoK ceKBEHHPOBAHHbBIX F€HOB YCTOMYHMBOCTH 3/1aKOBBIX KYJIbTYP K MyUHUCTO# poce
len benok Bup, renorun JlurepatypHas
ceblIKa
[Twennua
Pm?2 NLR T. aestivum, manus C112632/8 [120]
(or6op us copra Chancellor)
Pm3b CNL T. aestivum, mectblii copt Chul, [121, 122]
smnust Chul/8*Chancellor
Pm2la (Stpk-V) CepunoBasi u TpeonuHo- | H. villosa, ambununioun 7. durum — H. villosa, [123]
Bast IPOTEUHKHUHA3a T. aestivum c tpanciokauuein TOVS.6AL ot H. villosa,
smnun T. aestivum ¢ 106aBOUYHBIMH
xpomocomamu H. villosa
Lr34/Yr18/Sr57/Pm38 ABC-tpancnoprep T. aestivum, muunu Thatcher Lr34, Avocet Lr34, Forno, [124]
Chinese Spring
Lr67/Yrd6/Sr55/Pm46 Texcosnblit pancrioprep | T. aestivum, munns Thatcher Lr67 [125]
Pm60 NLR T. urartu, o6pasupl u3 Jlusana u Typuun [34]
TmMlal To ke T. monococcum, minus DV92 [126]
TaMla2 CNL T. aestivum, nunust TAM104R ¢ tpanc/iokaiuedt [127]
6BS.6RL
TaMla3 To ke T. aestivum, nmuanst TAM104R ¢ tpanciokauuneit BS.6RL [127]
Poxb
Pm§ CNL S. cereale, nunns us copra [letkyc | [122]
Jumennb
Mla CNL H. vulgare, copt Morex [128]
Mlo (nuxuii Tum) Kanbmonynn-cesiseiBa- | H. vulgare, copt Ingrid [129]
oLk 6es10K
mlol, mlo3, mlo4, mlo), To xe H. vulgare, nnnyuupoBannble MyTanTbl coptoB Haisa, [129]
mlo7, mlo8, mlo9, mlol0, Maltera Heida, Foma, Carlsberg II, Diamant, Plena
mlol3, mlol7, mlo26
mlol2, mlol6, »» H. vulgare, nHyuppoBaHHble MyTaHTbl HOCHTEJIEN aJiielst [130]
mlo27, mlo28, JMKoro tuna u copra Sultan 5 Mlo
mlo29, mlo30
mloll »» H. vulgare, cnonTanHasi MyTauusi, 06pasiibl [131]
MeCTHOro sumMeHst U3 dcuonuu. JIunuu H. vulgare var.
spontaneum uz Mzapaunas, Typuuu n Mpana
mloll (cnv2) »» H. vulgare, cnontanuas myratiusi, o6pasery [132]
u3 dcpuonuu Eth295

* dKo02uHecKasa eceHemuKa

TOM 18 Nel 2020

ISSN 1811-0932




GENETIC BASIS OF ECOSYSTEMS EVOLUTION

65

KHCJIOTHI M TTOBBILIEHHBIM YPOBHEM BbIHOCA ocdaTu-
auncepuna. [lepepacnpenenenue hocgoUnuaoB Mo
KOHTpOJIeM reHa Lr34 okasblBajlo BJMSIHUE Ha COCTaB
MeMOpaHHbIX OJIKOB, a TaK:Ke aKTMBHPOBAJIO OTBET-
Hble PeaKLMH Ha cTpecc-(akTopbl, YTO CMOCOOCTBO-
BaJI0 HAKOMJICHHIO HEUTpasibHbIX JIMNUAOB B Lr34-
TPaHCreHHbIX pacTeHusix siumens [ 133].

[TponykT rena Lr67, Takke o6Jaaaoniero nieno-
TPONHBIM 3(PdeKToM, — MpearnoJaraeMblii rekcos-
Hblil TpaHcnoptep knaacca STP13 H*-cumnoprepon
MOHOCaxapuaoB — HMeeT pasmep 514 a. o., comep-
KUT 12 TpaHcMeMOpaHHBIX CrUpasedl W MepeHOCUT
NJIIOKO3Yy 4epe3 KJjeTouHyto MemOpaHny. Besku ycroil-
uuBOro (Lr67res) u uyBcTBUTENbHOTO (Lr67sus) re-
HOTHIOB OTJMYAIOTCS BCErO JBYMSI aMHHOKHUCJIOTHbI-
MH OocTaTKamu, KoHcepBaTuBHbIMU y STP-nomo6ubix
FeKCO3HBIX TPAHCIIOPTEPOB pacTenuil. besok Lro7sus
M POJICTBEHHBIE €My OeJIKH, KOIMpyemble romeoainie-
JISIMH, (DYHKLIMOHHMPYIOT KaK BbicOKoaduHHbIe TpaHc-
nopTepbl IV0Ko3bl. B To ke Bpems asenb Lr67res
OKa3bIBA€T HEraTHBHO-IOMHHAHTHBIH 3(hdekT. besok
Lr67res B3auMoOjieliCTBYeT C MPOJYKTaAMH 3THX TO-
MeoaJliesiell ¢ 00pa3oBaHUEM TeTepoUMepPOB, UTO
MPUBOJIUT K CHHXKEHHIO YPOBHSI YCBOEGHHS TJIIOKO3bl
¥ 3aMeJyIeHHI0 pocta natoreHHblx rpu6os [125]. TTo-
JIy4eHO KCMepUMeHTa/lbHOe MOATBEPKIEHHE KOHCep-
BAaTHBHOI'O XapakTepa MeXaHW3MOB YCTOHUMBOCTH, Jie-
TEPMHHHPOBAHHBIX TeHOM Lr67: ajie/ib yCTOHUMBOCTH
Lr67res miueHulbl ONpeaesssi yCTOHUMBOCTb TpaHC-
FeHHbIX PACTEHUH sTUMEHsI K KApJMKOBOU prKaBUHHE
M My4YHHCTOH poce, a TaKxkKe YCHJUBAJ KCIIPECCHIO
CBSI3AHHBIX ¢ rarorene3om reuos PRI, PR2 u PRS3.
Onnako B OTJIMUKE OT MILIEHUIBI, YCTOHYHBOCTD MPO-
SIBJIJIACh HA CTaJMd TPOPOCTKOB, UTO, OUEBHIHO,
CBSI3aHO C PA3/IHYMSIMH B YPOBHE 3KCIPECCHH 3TOrO
reHa Ha pasHbIX reHeTHUecKuX QoHax [134].

[ennl Pm3 u Pm8, nokann3oBaHHble B CHHTEHHY-
HbIX paitonax xpomocom lAS muenuubl u 1RS pxu
COOTBETCTBEHHO, SBJSAIOTCA opTroJjoramu. MueHTu-
(uLMpOBaHHblE MPOJYKThl TeHOB-KaHAuAaToB Pmd3b
(1415 a. 0.) u Pm8 (1375 a. 0.) xapakrepHuayroTcs
3HAUMTEJIbHBIM CXOACTBOM. MX GeJsikoBble nocJ/enoBa-
TesibHOCTH UMeIOT 81 % HMAEHTHUHBIX aMUHOKHCJIOT-
HbIX OCTAaTKOB, a HaubGoJsiee MOJUMOPHbIE yyacT-
KM HaxofsITCsl B OJHUX M TeX K€ KOHTAKTHPYIOLIHUX
C UMTO30JIeM OOOTalleHHbIX JIEHLUHMHOM TOBTOPaX.
[TocnienoBaTesbHOCTH TOMOJIOTOB JIByX F€HOB Yy pas-
JIMUHBIX pojioB TpuObl Triticeae mpeactaBasioT KoM-

MJIEKC OJIHAX M TeX K€ rarjoTHIOB. DTO O3HAYaer,
yTo 06a reHa IBOJIIOLMOHUPOBAIM HE3ABUCHMO TOCIIe
JMBEPreHMH BUIOB MILEHULHEBBIX OT 00OLLero npeaka
MPUMEPHO 7,5 MJIH JIeT Ha3ajl, HO COXpaHUJIN OOLLyIO
dynkuuio [122].

Jlokye Mla (Mildew resistance locus A), ornpe-
JeJISIIoMH pacocnellnpryecKyto yCTOHYHBOCTb siuMe -
Hl K MYYHMCTOH poce, HaXxo[MTCsl B KOPOTKOM IJjieue
xpomocombl 1 H u npencrasien cepuei, BKovalolei
6osee 30 amnenen [89] Ieunt Mla, xapakrepusyto-
11IMecs UCKJIOUMTEIbHO BLICOKHM YPOBHEM (DYHKIIMO-
HaJILHOTO pa3dHooOpasust (CrneunpuIHOCTbIO B OTHO-
IEHUH OTIPeJIesIEHHOTO Habopa pac), KOAUPYIOT GeJIKH
NLR, conmepxaume cynepcnupanuzoBanublii (coiled

coil — CC), HYKJIEOTH-CBS3bIBAIOIIMH H JIEHIHH-
6oratelil 1omensl (coiled coil — nucleotide binding
site — leucine rich repeat — CNL-peuentopsr).

OHM ObLIM HHTPOTPECCHPOBAHBI B T'€HOM KYJBTYp-
HOTO SIUMEHSI M3 Pa3JIMUHbIX UCTOUYHUKOB, B TOM YH-
csle oT JMKoro Buaa f. spontaneurm. YCTOHYMBOCTD,
onocpenoBannas Mla, xapakrepusyercsi ObICTPbIM
pa3BUTHEM peakilii CBEPXUyBCTBUTeJNbHOCTH [135].
Annenn Mla BbicokonosmmopdHbl. [Ipennosaraer-
csl, YTO Kaxkabld M3 asieneit Mla pacnosHaer rex
AVR,, xomupytoui  3(deKkTop  aBUPYJEHTHOCTH
B. graminis. Tak, B pe3yJ/braTe TPaHCKPUIITOMHOIO
aHanuza 17 usonatoB B. graminis, cojep:KaBLIUX
pasnuunble renbl AVR , n1eHTHUIMPOBAHBI BapHaH-
™ AVR,, n AVR,,, Komupyloliye mnpejroJaraeMblie
3(hPeKTOpLI, KOTOpble pacrno3HaBajuCh WMMYHHbLIMH
peLenTopamMu siuMeHst, KoaupyeMbiMu ajiiensimu Mlal
u Mlal3 coorBerctBenno [115]. Pagom ucenenopare-
JIeH TOJIyUeHDbl JAHHbIe O CTPYKTYPHOH OpPraHu3aLuH
Jgokyca Mla samensi. B wactHocTH, ObLIO yCTaHOB-
JieHo, uto Jokyc Mla copra Morex comepKHMT Kia-
crep CNL-koaupytommx reHoB, OTHOCSIIIUXCS K TPeM
JIMBEPTeHTHBIM MOJICEMENCTBAM TOMOJIOTOB R-TeHOB
(resistance genes homologues — Rgh). Yeroiuu-
BOCTb KOHTPOJIMPYETCS  aJlJieJIbHBIMK  BapHaHTaMu
nojacemeiictea Rghl [89, 128, 136]. dtu BbIBOABI
MOATBEPK/EHBI U pe3yJibTaTaMH HCCJIe/I0BaHUs TPaH-
ckpuntoma 50 o6pasios /1. spontaneum, npeacran-
JBUIKAX 9 nonyJasiuuid, npouspacrarolux Ha TeppH-
topusix [lnogoponHoro nosymecsina. PasnooGpasue
TpaHckpunToB Mla He GblJIO CBS3aHO C MPOUCXOXK/IE-
Huem oOpasuoB. Tem He MeHee B 3aBMCUMOCTH OT
CTPYKTYpbl 1BYX N-KOHLEBBIX Cynepcrnupagu3oBaH-
HbIX CHTHAJIbHbIX JOMEHOB, CIIOCOGHBIX OMOCPEIOBATh
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KJIETOUHYIO CMEPTh, BCe HAEHTH(HIIMPOBAHHbIE TPaH-
CKPHUNTBI ObIJIM CTPYNIUPOBAHbI B JIBa TOJICEMENCTBA,
OJIHO M3 KOTOPBIX BKJIIOYAJIO BCE M3BECTHbIC BapHaH-
Tbl pelientopoB MLA, onpenessiiolinx yCcToHUHBOCThb
K B. graminis [137].

B pesysbrate OGuoMH(OPMAaTHUUYECKOrO aHaslu3a
B reHoMme siuMeHs1 BbisiBjieHbl 175 renos CNL, ot-
HOCSILLMXCS K TpeM (pUJIOreHeTHYeCKUM Tpymram.
BosiblIMHCTBO MAEHTHPHUUMPOBAHHBIX KJACTEPOB JIO-
Ka/JM30BaHO B 3KCTparnepuUEeHTPOMEPHBIX paioHax
XPOMOCOM, UTO OMpeJieisieT BLICOKYIO CTeleHb PEKOM-
OUHALIMH, HeOoOXOAUMON JJii ObICTPOH JUBEPreHLUU
3TOH rpynmnbl reHos [138].

[TokasaHo, uTo KjOUeBasi posib B MHULIMALIMK HM-
MYHHOTO OTBETa, UHIyLMPOBaHHOTO reHoM Mla sume-
Hsl, TpUHAVIEKUT cemelictBy mMiR9863 muxkpoPHK,
MPHUCYTCTBYIOLIMX B TeHOMAaX SUYMEHS W TIIEHHIbI.
YeTbipe ujsieHa 3TOrO CeMENCTBA OCYIIECTBIAIN AU-
(hepeHIMa bHOE paclieneHre TpaHCKpunToB Mlia
U MojaBJsJd cuHTe3 Oesqka MLAL B onbitTax 1o
reTepoJIOTHUHON 3Kcrpeccud B kietkax Nicotiana
benthamiana Domin. CrneuuduuHoCTb B3aUMOJIEH -
CTBHSI OIpPEAEJANACh OJHOHYKJIECOTHIHBIM [OJUMOp-
cdusmom 3pesbix MiR9I863, a taxkke nymsi SNPs
B miR9863-cBs3bIBatOLIMX caliTax M0oC/e10BaTe/b-
Hocreill Mla, B 3aBUCUMOCTH OT KOTOPBIX BCe aJlle/d
3TOTO JIOKyca OblJIM OTHeceHbl K TpeM rpynnam [ 139].

lenbl snokyca Mla cuensnenbl ¢ renamu Horl
1 Hor2, KOHTPOJIMPYIOLIMMHU CHHTE3 3aMacHbIX GeJIKOB
3epHoBkd — ropaenHoB C u B [140]. Murepecho,
UTO JIOKYC Pmd MilIeHUlbl CLUEMNIEH CO CJ0KHBIM JIO-
kycoM Glu-3/Gli-1, KoaupyloluM 3anacHble GeJKH
CeMsIH — HHU3KOMOJIEKY ISpHbIE CyObeTMHUIIbI TJIOTE -
HHMHA W 3anacHble TyMaauHbl [ 122].

Oprosiorn reHoB Mla oGHapy»KeHbl B TeHOMax
npeacTaBUTesIed PasHbIX POJIOB 3J1aKOBbIX, TUBEPIHUPO-
BaBIIMX MUJUIHOHBI JIeT Ha3al. Tak, B TeHOMe JIUIJIO0-
WIHOH miieHulbl 7. monococcum oGHapy:KeH (yHK-
[MOHAJIbHBIA ToMoJior reHa Mla sumenst (TmMlal).
AMHHOKHCJIOTHBIE  TI0C/IEI0BATENBHOCTH  OEJIKOB
TmMLA1 u HVMLA1 sumenss umeror 78 % ujeH-
THUHBIX AMMHOKHCJIOTHBIX OCTaTKOB. [MOpUaHbIA Oe-
Jgok TmMLAL1, y koroporo LRR-nomeH 6bii1 3ameliien
LLR-nomenom 6esika HVMLAL, okaszajcst dyHKIHO-
HaJIbHBIM M OMpee/sil YCTOHUMBOCTh K paHee He-
U3BeCTHOH pace B. graminis [126]. ¥ rekcansons-
HOH MIlleHUIIbl 0OHapy»KeHbl opTosioru Mla — reHbl
Sr33 u Sr50, unTporpeccupoBaHHble COOTBETCTBEH-

HO W3 reHoMoB pxku W A. tauschii, xotopeie obec-
MeYyuBaloT YCTOMYHMBOCTb K CTeOJICBOH prKaBUHHE
(Puccinia graminis 1. sp. tritici) [141, 142]. Kno-
HUPOBaHbl W CEKBEHMPOBaAHbI OpTOJIOTH TeHoB Mla
Triticum aestivoum — TaMla2 v TaMla3, kopupyto-
e CNL-6esku M npeicTaBieHHble B TeHOME MHO-
JKeCTBEHHBIMU Komnusimu [ 127].

Hecneuunduueckass  auresibHasi — yCTOHUYHUBOCTD
SuMeHs K B. graminis cBsi3aHa ¢ MyTalUSMH JIOKY-
ca Mlo (Mildew locus O), naxonsiuierocsi Ha AJHH-
HoM muieue xpomocombl 4 [143]. Ten Mlo Bkmouaer
12 3K30H0B, a KoaupyeMbiit UM Oesiok RLP nmeer mo-
Jekyasipuyto maccy 60 x/la, copep:kut 7 TpaHcmem-
OpaHHBIX JIOMEHOB H KaJbMOJYJHH-CBA3BIBAIOLINH
CaWT, pacroJiozKeHHbIH HA BHYTpUK/IETOUHOM C-KOH-
ue [129, 143]. Tensl Mlo mukoro tTMna sKcrmpeccupy-
IOTCSl B PA3/IMUHBIX OpraHax, TKaHSX M THMaxX KJIeTOK
pacTeHusl ¥ UrpaloT BaXKHYIO POJib B 3alllUTE OT Tpe-
XKIEBPEMEHHOH CMEPTH KJIETOK, a TaKKe B PeaKiHUsx
Ha OMOTHYeCcKHe W abHoTHYeCKHe cTpeccopbl. OnHaKo
B YCJIOBHSIX UH(EKUMH UM MPHUHALICKUT HeraTHBHAsI
poJib, Tak Kak 6esok MLO nonapssieT 3aluTHyio pe-
aKIMI0 Ha MPOHUKHOBeHHe naroreHa yepe3 Ca’*-3a-
BUCHMOE B3aUMOJICHCTBHE C KaJbMOIYJMHOM H Ipe-
MATCTBYET MOBPEKICHHIO 3MMAepMHUca U Me3oduJiia
MepeKUChio BOIOPOJA B MeCTax MPOHUKHOBEHHS I'PH-
6a. Takum o6pazom Gesiok MLO npenorBpaiiiaer oku-
CJIUTEJIbHBI B3PbIB U CMEPTb KJETOK, CylpeccHpysi
peakuuio orropxKenus 144, 145]. ¥ pacreuui, ro-
MO3HTOTHBIX 10 pelleccUBHOMY ajueio, 6enok MLO
OTCYTCTBYET (MyTallMM yTpaThl (QYHKIMH), U OTMeva-
eTcs Hecrnelnguieckast ycToluuBoCTb K B. graminis.
[TosHas ycro#unBoCcTb HabJOAAETCS B TMPUCYTCTBHUH
ente JByX rexos, Rorl w Ror2 (Required for mlo re-
sistance) [146]. Y ycTOHYHBBIX m[0-MyTaHTOB B Me-
CTax MPOHUKHOBEHHUsT rpuba MPOUCXOIUT PEMOJIEH-
poBaHHE KJIETOYHOH CTEHKH M ee YKperJeHHe 3a cueT
ObICTPOTO OKHUCJIUTEJILHOTO TIOTIEPEUHOr0 CIIMBAHHS
6oraTbIX TMAPOKCUIIPOJMHOM TJIMKONPOTenHOB [135].
Jlns mlo-myTaHTOB XapakTepHbl MOBPEXKIEHHUS JIH-
CTbeB KakK IpOsIBJIEHUE CHMIITOMOB IpEKIEeBPEMEH -
HOM KJIETOYHOH CMEepTH MocJie anno3uUHMi KJIETOYHbIX
CTEHOK 3MmujepMHuca (OTN0KEHHSI KaJllo3bl Ha B3pO-
CJIBIX JIUCTbSIX), HaOJIOfaeMble Jaxe B OTCYTCTBHE
natoreHa [147]. HecmoTps Ha psin orpaHudeHud,
CBfI3aHHbIX C HETaTUBHBIMH TJIEHOTPONHBIMU 3(dek-
TaMH reHa, PUBOJALIMMU K CHUZKEHHMIO YPOXKAHHOCTH
(HanpuMmep, MpexaeBpeMeHHOe YBsSIaHHE JIMCTheB)
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W y3BUMOCTH mlo-MyTaHToB Jyist rpuba Ramularia
collo-cygni Sutton & Waller, ucnonb3oBanue asJe-
Jgeit mlo B cejieKuMu 006ecrnevynsio CTaOUIbHYIO JJIH-
TEJIbHYIO 3alUUTy slUMeHs OT B. graminis B 30HaX
C yMepeHHbIM BJIaXKHbIM KjauMatoMm [148]. Myrauuu
B reHe M/o npuBOIAT K MHAKTUBALMH (PYHKLMOHAJBHO
3HAUMMbIX CalTOB 6eJiKa, a Tak:Ke MOSIBJICHUIO CTOM-
KojloHoB. [lns1 annenedt mlo xapakrepHa BbICOKasi
YacToTa BHYTPUI€HHBIX PEKOMOMHALMH, MPUBOJISILMX
K MOSIBJICHHIO PeBEPCHi — BOCCTAHOBJIEHHUIO TMOC/Ie-
JI0BaTeNbLHOCTH MKoro Tuna [129].

K Hacrosiiiemy BpemeHnu B Jokyce Mlo waeHTH-
¢puumposano Gosee 40 pelecCUBHBIX ajjeneil yrpa-
Thl PyHKIMH (172[0), XapaKTEPUIYIOLIUXCS PA3TUUHBIM
YPOBHEM yCTOHUMBOCTH — OT YaCTHUHOMH (Hampumep,
XapakTepHOH It MOJYYEHHBIX XHUMHUECKHM MyTare-
He3zoM ajieneit mlol2 v mlo28) no noaxoi (aniennb
mlol1). Bosbliasi yacTh MyTallli BbI3BaHa 3aMeHaAMU
eITMHUYHBIX AMHHOKHUCJIOTHBIX OCTaTKOB, pexKe — Jie-
ngeunssmu. Omnpenesienbl heHoTHHUECKHE SPPEKThI
psna annenei. Tak, 12 u3 14 usyuyeHHnix B pabote
M.C. Kim et al. [144] myTaHTOB onpenesiiv ajiu-
TEJIbHYIO YCTOHYMBOCTb K My4YHHCTOH poce, a JBe —
CHUKAJIM  YYBCTBUTEJbHOCTb 3a CYET YMeHbLUEHHUS]
CBsI3bIBaHHUs ¢ KasbMoayuHoM. [Ipu cpaBHUTE/ILHOM
aHaJsiu3e 10CJe/I0BaTe/bHOCTEH  OTeJbHbIX — aJljie-
Jiel BbISIBJICHA KJAaCTepu3alus MyTalUMH, TO €CTb HX
BCTpeyaeMoCTh B onpejesneHHbix sk3oHax [ 130, 131].
Cnonrannass wmyrauuss mloll, BnepBbie o6Hapy-
JKeHHas B o0pasiie MECTHOTo siuMeHsl, COOpaHHOTro
B dcpuonun B 1930 . 1 onpenesionias JIMTEJbHYIO
YCTOHUMBOCTH KO BCeM pacam B. graminis, 1IHPOKO
pacrpocTpaHeHa Cpe €BpPOMeHCKUX COPTOB SIPOBO-
ro sumensi. [ansorun mlol [ ycToHYNBBIX T€HOTHUTIOB
XapaKTepHu3yeTcsl HaJIMUMeM CJI02KHOTO TaHIEMHO Op-
raHU30BaHHOro nosropa u3 11—12 nosropsitoumxcs
eJIMHHLL, PACIOJIOKEHHOTO TIepell MOoC/e10BaTeNbHO-
ctblo annenss Mlo pukoro tuna [131]. ITosTopsio-
IMACS MOTHB BKJIOYAaeT Y4acTOK O’-pery/siTopHOH
MOC/IE0BATENBHOCTH UIMHOH 3,0 T. 1. 0., a TaKxke
dparment 1,1 T. n. 0. KoaUpylolllero paioHa, coaep-
JKalMi 10C/e/10BaTe/IbHOCTH MEePBbIX MATH K30HOB.
AGeppaHTHbIe TPAHCKPUITHI C 3TOH TMOC/€10BATENbHO-
CTH HapylIaloT HakomjeHue Tpanckpunta Mlo u Gen-
Ka JIMKOro TuMa, 4yTo, Mo-BUAMMOMY, M 0OYyCJIOBJIMBA-
eT ycroiuuBocTthb. [losaraior, uyto myrtauusi, Kotopas
npuBesa K mnosiBjeHuto aanenss mlol [, npousotina
yKe mnocsie jomectukaluu siumens [131]. B o6pasue

Eth295 sdwuonckoro mectHoro sumensi (H. vulgare
convar. deficiens var. nudideficiens) w3 KoJiJeKIHUH
MHCTUTYTa reHeTHKHM M MCC/IeIOBAHUI CeJIbCKOXO0351 -
CTBeHHBIX KyJbTyp (latepcieben, lTepmanus) Henas-
HO oOHapy:KeH ellle OiMH BapuauT amiens mloll,
XapaKkTepU3YIOLLMICS M3MEHEHHEeM 4Mcaa  TMOBTO-
poB — mlol [(cnv2) [132]. Myrauusi mlol [(cnv?2)
00YyCJIOBJMBAET YACTHUHYIO YCTOHYHBOCTD POPOCTKOB
U MOJIHYI0 — B3POCJbIX pacTeHud. Myrauus He ume-
€T HeraTUBHbIX TUICHOTPONHBIX 3(P(HEKTOB, CBA3AHHbIX
C anno3ulMsMH KJIETOUHOH CTEHKH WJM HEKPO30M,
a TaKxke yTpaTod (POTOCHMHTETHMUYECKOH AKTMBHOCTH.
AccolnrpoBaHHas ¢ Hell yCTOHYUBOCTb, OlleHUBaeMast
M0 YHUCJy KOJIOHMH M CKOPOCTH MX POCTa, OINpeseJe-
Ha Kak KosudyecTBeHHas. [IposiBieHune ycToHunBOCTH
K MPOHUKHOBEHHIO rpuba y HOCHTeJeH CTaHIapTHO-
ro ¥ BapuaHTHoro ajiesedl mloll ornuyaercss Ha
TUCTOJIOTHYECKOM YpOBHE: y TeHOTHNA C aJjuiesieM
mlol1(cnv2) B 3nUAEepMaNbHBIX KJETKaX, KOHTaK-
THPYIOLLUX C YYaCTKaMH YCIELIHOrO MPOHUKHOBEHHUS
rpuba, Habuonaercss (HoOpMHPOBAaHHE —AMNMO3ULUH
KJETOUHBIX CTEHOK, a TaKxkKe OTCYyTCTBHE HeKpo3a
M KoJulanca kjaeTok mesoduJsia. Pasinuus B ypoB-
He MEeTHJHMPOBAHHSI MOBTOPOB MOCJ/EA0BATEbHOCTEMN
CTaHJI@PTHOTO W BapuaHTHOTO aJjeseil mlol | koppe-
JIMPOBAJIM C MPOSIBJIEHUEM TPU3HAKOB YCTOHUMBOCTH.
Annenbublii Bapuant mlol 1(cnv2), mno-BUIMMOMY,
BO3HUK MyTEM €CTECTBEHHOr0 0TGOpa M3 MPEIKOBOr0O
BapuaHTa mlol | B pedysibrate peKOMOUHALIUM MEXK]TY
MOBTOPSIIOLIMMHUCS 3JIEMEHTAMH U 3’-KOHLIOM CMeX-
HOTrO pakoHa, coaepxKallero Stowaway-nogao6HbIH
TpaHcnodoH [132].

Ha ocnoBe mocnenoBaresbHoCTell MOMUMOPRHBIX
anneneil mlo paspaboTaHbl MOJIEKYJSIpHbIE Mapke-
pbl [129, 131], ycnelHo ucnoJib3oBaHHbIe U1l CKPH-
HUHTa ceJIeKIIMOHHOTO MaTepuana [ 147] u noucka Ho-
CHUTeJIell MyTaHTHBIX aJljiesiell Cped KOJJIEKIIMOHHBIX
o6pasuos [ 149, 150].

[ensl MLO oGHapy:KeHbl Y pacTeHHH M 3eJIeHbIX
BOJlopoC/Ied. ¥ BbICIUMX PAaCTeHWH, BKJYas 3Ja-
KU W JIBYJOJIbHbIE, OHH MpPEeACTaBJeHbl HeOOJbILIM-
MU MYyJBTUreHHbIMU ceMbsiMu [148]. Tomosioru rena
HoMlo stumensi oGHapy»eHbl B CHMHTEHHUHbIX TMO3H-
LMSIX B FeHOMax MSITKOH MiLeHUlbl U puca. B reHome
MSICKOH mieHuusl romogiorn TaMlo-Al, TaMlo-Bl
u TaMlo-D1 nokanusosanbl B xpomocomax 4BL, 4DL
1 DAL. OHM KOIMPYIOT TPH POJACTBEHHBIX GeJika, Ha
88 % wumentTuunbx 6eaky MLO sumeHsi M, 04eBHIHO,
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TEHETHYECKHE OCHOBbI 9BOJIIOLIHH 9KOCHCTEM

MPOU3OLIIK OT TPEX HCXOAHBIX TMPEIKOBBIX T'€HOMOB
nuwenuupl. Optosor Mlo B renome puca, OsMlo2
(rpynna cuenJsieHust 3), BOCCTaHaBJ/IMBaJ YyBCTBHTEIb-
HOCTb m/[0-MyTaHTOB SlUMeHsI K B. graminis B onbITax
no TpaH3ueHTHOH 3kcnpeccuu [151]. B renome puca
oOHapy:keHo 12 noTeHUMa/bHBIX TpecTaBUTe/ el
cemeiictBa reHoB MLO [152]. [Ins onpenenennsi ux
(byHKLMI aBTOpPbl COBMECTHJIM MeTajlaHHble aHasu3a
IKCMPECCHU, TPAHCKPUIITOMHOIO W (puOreHeTHYe-
CKOro aHa/u3oB. Passinunble ujeHbl ceMelcTBa NreHOB
OSMLO paznuualoTcest Mo TKaHeBOH CrelngpUIHOCTH,
YUaCTBYIOT B Pa3JIMUHBIX (PU3UOJOTHUECKUX PeaAKIIUIX,
B TOM UMCJ/E U B peaklUsx Ha BO3IEHCTBHE CTPECCo-
poB. DKcnpeccHs oHoro U3 reHoB, OsMLO3, cHuxKa-
Jlachb TpU MOpayKeHUH BO30ynUTeeM MUPUKYJISIPHO3a
Magnaporthe oryzae (T.T. Hebert) M.E. Barr, uro
npearnosiaraeT yyacTie 3TOro reHa B 3alllUTHBIX pe-
akuusx [152].

B renHome wMmonesbHoro Buaa Brachypodium
distachyon (L.) P. Beauv. o6Hapyxeno 11 koncep-
BaTUBHBIX reHOB BdMLO, pacrnpesiesieHHbIX 10 MSATH
xpomocomam. Kak u y nipyrux pacrenuii, reusl BAMLO
cojiepKaT CceMb KOHCEPBATHUBHbIX TpaHCMeMOpPaHHbIX
JIOMEHOB M KaJlbMOJlyJIMH-CBsi3bIBatolde caitbl. OnuH
U3 UIEHTUPUIUPOBAHHBIX reHOB, BAMLO, Bo3MOXKHO,
SIBJISIETCS OTEHLHANbHBIM MeHOM-KaHAMIaTOM YCTOM-
UMBOCTH K MydHHcTOH poce [153]. Huceso romosoros
MLO B cekBeHMPOBAHHBIX TeHOMaX psifa JAPYrux pa-
creHuil BapbupoBasio ot 12 no 19 [154]. Tenst MLO
OJIHOJIOJIbHBIX U JIBY/IOJIbHBIX PACTEHHH XapaKTepuay-
I0TCSl psiioM  crietuduueckux 0coOeHHOCTEH, SIBJIS -
IOUIMXCS, T0-BUIAMMOMY, pe3yJbTaTOM HEeraTMBHOIO
or6opa. Bmecte ¢ Tem, pesy/bTaThl OMBITOB MO TeTe-
POJIOTHUHOH KOMIJIEMEHTALMK (9KCIPeCCHH ajlesei
UYBCTBUTEJNLHOCTH OJIHOTO BHJA B YCTOHUMBOM Te-
HOTHUIE JIPyroro) CBHIETEJbCTBYIOT O HaJUYUH Psifia
KOHCEPBATHBHBIX (PYHKIMOHAJIbHBIX 0COOEHHOCTEH,
Urparolyx poJib MpH B3aUMOJEHCTBHM C BO3OYIUTE-
JISMH MYYHHCTOH pochbl pacteHud [154].

OO6cyK1amuch pasiMiHble TMOAXOAbl K MOJYYeHHIO
HOBBIX BapHaHTOB /0, B UMcJ/e KOTOPBIX MOojlaBJIeHHe
IKenpeccuu ajgienisi aukoro tuna (Mlo) ¢ momollibio
PHK-uHTepdeperiyn, a Takke MeTOJibl, HE HCMOJb-
gytouie tparcreHes (TILLING) wmu ¢ ero orpanu-
YEHHBIM MCIOJb30BAHHEM (C TIOMOLIBIO CHCTEM pelak-
tuposanus resomos TALEN u CRISP/CAS9) [148].
PesysibraThl MpakTHYECKOH peasnu3aldy TeXHOJOTHH
TILLING payisi mopudukaiuii  nocsjenoBaTesbHOCTEN

romeogioros  TaMlo-Al, TaMlo-Bl w TaMlo-DI1
copma Cadenza MsArko# MILEHULBI NPEICTAB/IEHbI
B pa6ore J. Acevedo-Garcia et al. [155]. ABTopbl
nostydusin 16 MucceHc-MyTalMi, Kaxias U3 KOTOpPbIX
NPHUBOMJIA K €IMHUYHBIM 3aMeHaM aMHHOKHCJIOT. JIu-
HUM, CO3[aHHbIE HA OCHOBE TPOHHBIX M (B OTIEJbHBIX
c/lyyasix) JIBOMHBIX MYTaHTOB, XapaKTepHU30BasUCh
YCTOHUMBOCTBIO K B. graminis u B TO e Bpemsl He
MMeJIM  MPU3HAKOB, OOGYCJOBJAEHHBIX HeraTUBHLIMU
MJIEHOTPONHBIMK  3(h(DeKTaMU  pPelleCCHBHBIX aJliesiel
mlo.

BrisiBsiena 3aBucuMocTb 3(h(heKTUBHOCTH HHJLYLHU-
POBaHHBIX MyTallMK OT UX MOJI0XKeHUs B reHe Mlo: Ha-
noosiee 3(hHheKTHBHBIMU OKa3a/luCh MyTalMH, 3aTpa-
TMBAIOIIME BTOPYIO M TPEThIO LMTOINJIa3MaTHIECKHE
neru Mem6panHoro 6eska [156]. C.R. Ingvardsen
et al. [157] o6Hapy:kumu paznuuust B 3¢heKTUBHOCTH
MHIyLIAPOBAHHBIX MYyTallMi y TOMEOJIOTHUHBIX T€HOB.
C nomouisto texnosorun TILLING aBropamu 6bliu
MoJlydeHbl CepUM MyTaHTOB romeoJgioroB Mlo-Al
u Mlo-Bl y copra Kronos TBepio# mieHUIpl. Dd-
tekTbl MyTaluil B reHe Mlo-B1 B 11eJ0M 0OKasaJsuch
6oJiee CHJIbHBIMHU 10 CPABHEHUIO C MyTaLMSIMHU B reHe
Mlo-Al, onHako HawIydlInil pe3dyJbTaT HabJoaaCs
JUISl T€HOTHIIOB, HECYLIMX MyTaluuud B OOOHX JIOKY-
cax — Mlo-Al w Mlo-BI.

YCTOHYMBOCTb K MYYHHCTOH poce MOKeT ObITb I10-
BbIllIEHA 32 CUET MyTallui IPYTUX FeHOB, YUaCTBYIOLIUX
B 3aLUTHBIX peaklusax pacTeHuid. C MoMollbIO TeXHO-
norun CRISP/CAS9 Y. Zhang et al. [158] nosyuuu
MyTallM{ JIOKaJM30BaHHbIX B Xpomocomax 1AS, 1BL
1 IBL romeosioros koncepsarusHoro rena TaEDRI
(enhanced disease resistance) MArKoH MIIEHHLB,
KOTOPBIH SIBJSIETCS HETATHBHBIM PEryJIsiTOPOM yCTOH -
unBocTH. Tpotinble MyTauThl Taedr! ObLIN yCTOHYNUBHI
K BO3OYIMTEJ/I0O MYYHUCTOH POCHI.

JIuwb asa u3 6osiee yeM 40 HM3BECTHBLIX K HACTO-
sillleMy BpeMeHHM MYTaHTHBIX ajuiejeid mlo — CroH-
Tauublit mlol 1 n ungyunMpoBanubli mlo9 — ucnosb-
30BaJINChb B cesieKUMH siumeHst B 1970-x u B Havase
1980-x rr. B HacTosiliiee BpeMmsi UMMyHUTET GoJiee
TMOJIOBUHBI COPTOB SIPOBOTO SIYMEHsI, BO3/Ie/IbIBAEMOTr0
B LeHTpa/bHOiH EBpore, cBsizaH ¢ MCnoJb3oBaHUEM
anneneit mlo [91].

Hakonsiennasi Kk HacTosilieMy BpeMeHH HH(opma-
st 06 0COOEHHOCTSIX T'€HETHUECKOro pasHooOpasus
3JIaKOBBIX KYJIbTYp 10 YCTOHUMBOCTH K B. graminis
MOATBEPIKAAET CHPABEAIUBOCTL CHOPMYJTHMPOBAHHBIX
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H.1. BaBunoBbiM «3aKOHOB €CTECTBEHHOTO HMMY-
HUTeTa pacTeHHH K HHMEKIMOHHBIM 3a00JeBaHu-
av» [159]. YUueno uaeHTHOUIMPOBAHHBIX TJIABHbBIX
FeHOB YCTOHYHBOCTH KYJIbTUBMPYEMbIX 3J1aKOB K MyY-
HUCTOH poce BeJMKO, M MX CIIMCOK C TeYeHHeM Bpe-
MEeHH TOCTOSIHHO MornoJiHsieTesl. [eHbl, 1eTepMUHUpY-
folMe  pacocrenrguueckyto yCTOHYHBOCTb 3J1aKOB,
MMEIOT OOLIMH TPUHLKI CTPYKTYPHOH OpraHu3auuu
(otHocsitest K kjaccy NLR-pelientopoB MMMyHHOTO
oTBeTa), KoTtopasi obecreyuBaeT BO3MOMKHOCTb HX
KO3BOJIIOLIMK € reHamu napasuta. Bee 3710 cormacy-
eTCsl C MEePBbIM 3aKOHOM, COIVIACHO KOTOPOMY Bepo-
STHOCTb OOHAPYKEHHUsT YCTOHUUBBIX (DOPM TEM BbIlLIE,
yeM BbIlIE Crelnann3ays napasura.

«BTOpbIM OCHOBHBIM 3aKOHOM, OTIPEESIOIIIM
BEPOSITHOCTb HAXOXKJIEHHS MMMYHHBIX COPTOB M BH-
JIOB CpPelii JTAHHOTO KyJILTYPHOTO PacTeHHsi, SIBJISET-
Csl HaJMYde WM OTCYTCTBHE PE3KOH TeHEeTHUeCKOH
JuBepreHuyn.. HanbGosee KoHTpacTHble —pasyvunsi
M0 HUMMYHHUTETY BBISIBJISIIOT PACTEHHsl, IUTOTE€HETH-
YecKM pe3Ko AuddepeHLrpoBaHHble HA pas/HyHble
BUbI» [ 159]. DTO noJsioxKeHHe TaKkKe HITIOCTPUPYIOT
oOcyxKnaemble B cTaThe JaHHble. B uyacTHocTH, BO3-
JlesibiBaeMble BUIbI pofa Trificum UMET CJI0XKHbIHA
FeHOMHbIH COCTaB, XapaKTepU3YIOTCsl BLICOKUM YPOB-
HeM noJumMopduamMa, Toraa Kak KyJbTypHbIH siuMeHb
XapaKTepU3yeTcst OTHOCUTEIbHO HU3KUM YPOBHEM Te-
HEeTHYeCKOro pasHooOpasus. Y MILEHULbl B Pa3HbIX
XpoMocoMax (MpeumylecTBeHHOo reHoMoB A u B)
WIEHTUPUUIMPOBAHO GOJIbILIOE YUCIO T€HOB YCTOHUH-
BOCTH K MYYHHCTOH poce, TOrIa Kak y sUMeHs1 o0cCy-
JKJIAI0TCS PEUMYIIECTBEHHO aBa Jokyca (Mla n Mlo)
¢ OOJIBLIMM YHCJIOM aJlJIesIeH.

B cooTBeTCTBUM C TpeTbMM 3aKOHOM peakius
MMMYHHUTETA COOTBETCTBYET 3SKOJOTHUECKOMY THITY
pacTeHusi ¥ HauboJiee KOHTPACTHbIE PA3JIUUUS MO
VUMMYHHUTETY BBISBJASIOTCS B KOHTPACTHBIX YCJOBH-
sx cpenpl. H.M. BaBuioB cuutasn, 4To HMMyHHTET
BbIpabaTbiBaeTCsl TOJBKO B TeX YCJOBHUSX, KOTOpbIE
crioco6CTBYOT pa3BuTHio HHQeKuu [159]. TTo mMHe-
nuto M.S. Wolfe, J.M. McDermott [ 160], BeposiTHbIi
LEeHTP NpoucxoxkieHus: B. graminis {. sp. hordei —
Cpenuzemuomopbe 1 banxknuit Boctok. Bee asnnesnb-
Hble BapuaHThl reHoB Mla u Mlo, neTepMuHUpytOLIIHe
COOTBETCTBEHHO PACOCeLUPHIECKYI0 U JIUTEJbHYIO
YCTOHUMBOCTb K B. graminis oOHapy»KeHbl JIHLLb
y 06pasioB u3 crpad Bocrounoit Adpukn u Bink-
Hero Bocroka.

CorylacHO YeTBEpTOMY 3aKOHY, B TIPUPOJIE 1IHPO-
KO pacnpoCTPaHEH TIPyINIOBOH, WM KOMIUJICKCHbIH,
ummyHutet [159]. JlaHHble o CTpykType W (DyHKIH-
SIX ACCOLMHUPOBAHHBIX C YCTOHYHBOCTbIO TI'€HOB T0-
3BOJISIIOT TMOHSITb MEXaHM3Mbl TaKOH YCTOHYMBOCTH.
BospacTtHasi ycTOHYMBOCTL K HECKOJbKMM Matore-
HaM — BO3OYIUTENSIM MYyYHHCTOH pOChl, a TakKkKe
Oypoli, »KeJToH U cTebeBON pPrKaBUKUHBI Y FTEHOTHIIOB
MIIeHHIb, HeCylX Kaactepbl reHos Lr34/Yrl8/
Pm38/Sr57 w Lr67/Yr46/Pm46/Srb55, dbakruueckn
o0ycJioBJeHa MJAeHOTPONHBIMUA  3deKTaMu  OJHOTO
reHa, KojUpylollero GesioK, ¢ TpaHCMNOPTHOH (yH-
kupeir — ABC-tpancnoprep (Lr34) W rekcosHbiil
Tpaucnoptep (Lr67).

HMcxonst M3 BbllleyKa3aHHbIX  3aKOHOMEPHOCTEH,
H.W. BasunoB dopmysnpyer nsiThlit W 1ectoil 3a-
KOHBI. «3Hasi BOJIOIHUIO JJAHHOTO KYJBTYPHOTO pa-
CTEHMS, <..> MOXHO TMPEJIBUAETb B 3HAYUTEJbHOH
Mepe MeCTOHAXOXKJIEHHe HHTEPEeCYIOIHX CeseKIHO-
Hepa MMMYyHHBIX (hOpM». «DKoJoro-reorpauyeckie
NPaBUJILHOCTH B BbISIBJCHHM HMMYyHHTETa SIBJISIOTCS
CPaBHUTEJIBHO OOLLMMH, MPUCYLLIMMH Pa3JIMYHbIM pa-
CTEHMSIM, OTHOCSILLIUMCSl HEPEeIKO K PasHbIM pojam
v jaxe cemeiicream» [159]. [ToarBepxkuator 31 3a-
KOHOMEPHOCTH O0OCY:K/aBLIMeCs] paHee pesyJbTaThl
M3y4deHHsi yCTOHYMBOCTH 3/71aKOB K maroreny. Hanpu-
mep, y oBca (pox Avena), Tak e Kak Uy siUMeHsI
(pon Hordeum), nan6osiee ycToiuuBble GhopMbl TPO-
uexonat u3 CpenusemHomopbsi 1 CeBepHoit Adpuku
[107, 108].

3AKJTHOYEHUE

3/1aKOBble  KyJIbTYPbl XapaKTepPH3YIOTCS  IHPO-
KUM TeHEeTHUeCKMM pa3HooOpasuemM 1o yCTOHYH-
BOCTM K My4YHHCTOH poce. B cuiy cneuncpudnoctu
OTHOLIEHUH TapasuT—XO035IMH MHOTHE TeHbl J0CTa-
TOUHO OBICTPO YTPAuMBalOT CBOW 3(PPEKTUBHOCTD,
4yTo 00YyCJIOBJIMBAeT HEeOOXOAMMOCTb [OMCKA HOBBIX
JIOHOPOB  yCTOMUMBOCTH. [eHodoH KyJBTYpHBIX BH-
JIOB OTHOCHUTEJIbHO OeleH YCTOHYMBBIMHM (DopMaMH.
B s1oit cBsI3u B nocsieHee BpeMsl HauboJiee BazkHOE
3HaueHWe TpH TMOMOJHeHUH 3anaca 3(PPeKTHBHbBIX
reHoB MpuoOpesa MHTPOrpeccusl YCTOHUMBOCTH OT
qknx poauued. Tak, cpeau 92 wupeHTHDHUIMPOBAH-
HbIX K HACTOSILIEMY BPEMEHH aJjliesiell YCTOUYMBOCTH
MSATKOH MuIeHUUbl K B. graminis 48 nepenanbl oT
reHOMOB JIMKUX pomuueit: Aegilops sp., Secale sp.,
Dasypyrum (Haynaldia sp.), Thinopyrum sp.,
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Agropryron. HoBble UCTOUYHHUKHM YCTOHUMBOCTH MOTYT
ObITb MOJYyYeHbl C TMOMOIIbIO TPAIUIMOHHBIX METO-
JIOB MyTareHesa (HarnpuMep, MHOXKECTBEHHbIE aJlJlesIH
mlo suMeHs), a TakKe IMyTeM LieJIeBbIX M3MEHEHHH
MOCJ/Ie/I0BATENILHOCTEH TeHOB, B YaCTHOCTH, C MpH-
menenuem Ttexuosoruii TILLING u CRISP/CAS9.
HMudopmauus o cTpyKTypHO-(yHKLHMOHANLHONH opra-
HHU3aLMKU TeHOB YCTOHYMBOCTH W MOJIEKYJSIPHBIX Me-
XaHu3amax (popMHpoBaHHUs NPU3HAKA MOKA ellle BecbMa
OrpaHHyeHHa M KacaeTcsl UCKJIOUHUTEJbHO MIIeHHLIb]
1 sumensi. MnentuduuupoBannbie Ha MOJIEKYISIPHOM
ypoBHe reubl Pm2, Pmd3, TmMlal wmsirko# mnuieHu-
1bl, Pm60 nukoit opnosepusinku T. urartu, Pm8§ pxu,
Mla sumens komupyior 6esku NLR n CLR; Mlo su-
MeHs —peuentop-nono6usie 6enxu; Lr34, Lr67,
PmZ21 nuieHuupl — TpaHCHOPTHBIE OEJKH M pelien-
TOP-TIOA06HBIE KMHA3HI.

HccnenoBanue BbIMosHEHO MpH Toep:kke Poc-
cuiickoro oHna (yHAaMEeHTAJbHBIX HCCJIeI0BaHHUI
(rpant Ne 18-016-00075) u B pamKkax rocyaapcTBeH-
Horo 3ananusi BUP (61omketnbiii npoekt Ne 0662-
2019-0006).
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