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E. A. BoryeBuu

Huemumym cenemuru u yumonoeuu HAH berapycu, Munck, Pecnyoauxa bBerapyce

TEHETUKA YCTOMYHUBOCTH PATICA (BRASSICA NAPUS L.) K DOMO3Y

domo3 SBISETCS MUPOKO PaCHPOCTPAHEHHOMH OOJIC3HBIO parica, KOTOPYIO BBI3BIBAIOT JBa BHJIA I'PUOHBIX ATOTCHOB —
Leptosphaeria maculans v L. biglobosa, npuuem Hanboee 3HaYMMBIE IOTEPH YPOXKaI0 HAHOCUT L. maculans. O6Ga matoreHa
ABISAIOTCS reMuOnoTpodamu. OHU CHOCOOHBI COXPAHATHCSA B TEYEHHE MHOTHUX JICT Ha CTEPHE M PACTUTEIBHBIX OCTATKAaX.
Hcrounnkom nepBuYHON MHOEKIIUN IS BCXOAOB parca CIyKaT acKOCHOPHI M MUKHUAHOCTIOPE.. PoMO3 pa3BHBaeTcs Ha
BCEX OpraHax pacTEeHWH: Ha JINCTHIX U CTPYUKaX — B BHJIE CEPBIX CyXUX OBAIBHBIX IISITCH, HA CTEOIAX — B BUJIE PaKa CTEOIIS
(maunboree TsDKeIOE MOpaXKEHUE PACTEHMH), HA KOPHSX — B BHJE CyXOil KOpHeBOW rHuuiu. IIpu BBICOKHX TemIepaTypax
TSDKECTh CUMIITOMOB YCHIJIMBAETCsI, TIO3TOMY C IMOTEIUIEHUEM KJIMMaTa yrpo3a (omo3sa eie 6onbliie Bo3pacTaer.

T'enom L. maculans cekBeHUPOBaH, KIOHUPOBAHO 7 I€HOB aBUPYJeHTHOCTH. CEKBEHUPOBAH TAaKXKe I'€HOM parica, HO
KJIOHUPOBAH MoKa | 13 14 NM3BECTHBIX ITIABHBIX T€HOB YCTOMYMBOCTH K L. maculans. B3anmopeiicTBue TeHOB aBUPYIEHTHOCTH
C KOMITJIEMEHTApPHBIMH T'€HaMU YCTOMYHBOCTH B (puTOMaTocucTeMe Brassica — L. maculans TpOUCXOOUT 1O THUITY «T€H Ha
ren». Bce u3BecTHBIE TTIaBHBIE I'eHBl YCTOHUNUBOCTH parica K L. maculans 10xanu30BaHbl B A-TeHOME, ¢ TIOMOIIBIO aCCOIH-
ATHBHOT'0 KapTHUPOBAHMUS OIpE/AENIEHBI JIOKYChl ycToiunBoctn 1 B C-reHome. HekoTopble TeHBI YCTOHYHBOCTH HHTPOIpeC-
CHUPOBaHBI B paric U3 APyrux BUIoB (B. rapa, B. juncea, B. nigra). Kpome riaBHbIX I'¢HOB IOBEHUIBHOH (pacocnenupudeckoit)
YCTOHYMBOCTH BBISIBJICHBI MaJIble T€HBI KOIMYECTBEHHOH (YaCTUYHOI, MOJIEeBOM) yCTOIYMBOCTH parca K pomo3zy. Heobxonumo
aKTUBU3UPOBATh M3yUYCHNE T€HETUKH yCTOHYMBOCTH parica u K L. biglobosa, KOTOPBIIl BEI3BIBACT CYIIECTBEHHBIE MMOTEPH
ypokasi B CTpaHaX C BBICOKOH JIETHEIl TeMIepaTypoi.

Kurouesvie cnosa: parnc, pomMo3, FeHbl aBUPYJICHTHOCTH, T€HBI YCTOHUNBOCTH.
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GENETICS OF RAPE (BRASSICA NAPUS L.) RESISTANCE TO BLACKLEG

Blackleg, harmful and widespread disease of rape, is caused by two species of fungal pathogen Leptosphaeria maculans
and L. biglobosa, L. maculans does more significant losses to crop. Both pathogens are hemibiotrophs. They can persist for
many years in the stubble and crop residues. The source of primary infection for rape seedlings are ascospores and picnidio-
spores. Blackleg develops on all plant organs. The disease manifests on the leaves and pods as dry gray oval spots, on the
stems may occur most damaging defeat of plants (stem cancer), on the roots — dry root rot. The severity of symptoms in-
creased at high temperatures, so global warming leads to greater threat of blackleg.

L. maculans genome was sequenced and seven avirulence genes were cloned. Rapeseed genome also sequenced but only
one gene was cloned of 14 known major resistance genes to L. maculans. The interaction of avirulence genes with comple-
mentary resistance genes in Brassica — L. maculans system occurs by «gene to gene». All known major rape resistance genes
to L. maculans were localized in A — genome, but resistance loci were identified also in C-genome of rape by association
mapping. Some resistance genes were introgressed into rape from other species (B. rapa, B. juncea, B. nigra). Besides the
major genes of juvenile (race-specific) resistance there were identified minor genes of quantitative (partial, field) blackleg rape
resistance. It is necessary to intensify the research of rape resistance genetics to L. biglobosa which causes significant yield
loss in countries with high summer temperatures.

Keywords: rape, blackleg, avirulence genes, resistance genes.

Beenenmne. Paric (Brassica napus L., AACC, 2n = 38) SBIsIeTCS BTOPOU TOCTIE COM KYIBTY PO IS
MOJYUYCHHS] PACTUTENBHOTO Macya MHUINEBOro Ha3HaueHus. CeMeHa COBPEMEHHBIX COPTOB, KaK IMpPaBH-
1o, comepxkar oT 40 mo 45 % wmacna, yTo o0ecredrnBaeT ChIPhEM IMPOU3BOJCTBO METHIIOBOTO d(pupa
(OuonM3enbHOE TOIUTMBO), MPOMBIIIIEHHBIX CMA304YHBIX M THJIPABIUYCCKUX Macell, TOBEPXHOCTHO-
AKTHBHBIX MOIOIIUX CPEJICTB U MbLIIa, Onopasiaraemeix mactmacc [1]. [Tocne oTxuMa Macia sKMbIX,
coneprkamuit 38—44 % BBHICOKOKAYeCTBEHHOTO OeJKa, MCIIOIb3yeTCss Ha KOPM CKOTY.
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upoko pacmpocTpaHeHHOH OOJE3HBIO parica B Pa3IMYHBIX CTpaHax MHUpa, BKIovas bemapycs,
sBisiercss pomo3. C MmoTenjaeHneM KiuMara U MHTeHCH(UKalnell Mpou3BOACTBA KYJIBTYPBI BO3POCIIO
3HaueHue 3ToH Oone3Hu. B cTtaThe paccMOTpeHbl OMoIornyecke 0coOeHHOCTH Bo30yauTenei pomo3sa,
UX BPEIOHOCHOCTH M T€HETHKA B3aMMOJICHCTBUS B pUTONAToCucTeMe Brassica napus — Leptosphaeria
maculans.

Bpenonocnocthb Bo30yauTeJieil gomo3a u ux ouosiornyeckue ocodeHHocT. Gomo3 parca BbI3HI-
BaeTcs AByMsI BUaaMu rpuooB — L. maculans (Desm.) Ces. et de Not. u L. biglobosa Shoemaker & H. Brun.
u3 kaacca Dothideomycetes O. E. Eriksson & Winka, mopsinka Pleosporales Luttr. ex M. E. Barr, cemeli-
ctBa Leptosphaeriaceae M. E. Barr. [Ipennonaraercsi, 4To OHM POU3OIILIN OT OOIIEro npeaka, a L. big-
lobosa — Gonee npesuuii Bu [2, 3.

L. maculans (anamopda Phoma lingam (Tode: Fr) Desm.) siBnseTcssi 5KOHOMHUYECKH 3HAYUMBIM
MaTOreHOM, TaK KaK BBI3bIBaeT pak cTeds [4]. Bo3OyauTens ¢pomosa Brepssie onucad Tode [S] B 1791 1.
[laToren umeer MHUPOKUI KPYT pacTeHUH-X0351€B B Mpenenax cemeiictBa Brassicaceae, BKirouasi Kak
JUKOpacTyLINe, TaK U KyJIbTHBHPYEMBbIC BUJIbI, B TOM YHCIIE MOJICIBbHBIHN A1 TeHEeTUKU BUI Arabidopsis
thaliana (L.) Heynh. (Pe3syxoBuaxka Tans, Pesymika Tains) [S] v BaxKHYIO CEIbCKOX03IHCTBEHHYIO KYIIb-
Typy — Brassica napus L. (pamc) [6, 7]. B 2001 r. cnaGoBupyJieHTHBIE U30JSATHI 3TOTO BUAA OTHECEHBI
k Buny L. biglobosa [8].

Cunraercs, 4To pacnpocTpaHeHHocTh L. maculans u L. biglobosa B pa3HbIX cTpaHax Mupa o0y-
CJIOBJICHA Tiepeaueli ¢ cemeHaMu B. oleracea L., B. napus L., B. rapa L. u npyrux Brassica [7]. Panee
B CeBepnoii AMeprke u Bocrounoii EBporie BcTpeuancs Tonbko L. biglobosa, Ho 3aTeM OBLIT BHISBICH
u L. maculans [9]. 1o cepenuubt 1990-x romoB 3abonmeBaeMocTh (hoMo30M B [lombIe, Kak IPaBHIIO, TAKKE
Opua cBsi3aHa ¢ L. biglobosa [10]. K 2002 1. B 3anmagnoii yactu [lonsmy Ha parce MIMPOKO pacipo-
ctpanmicsa L. maculans, B To BpeMsi Kak B BOcTouHOM [lonpine Obi1 onpenenen Tonbko L. biglobosa
[11]. ITpoBenennoe HemaBHO B [lombiie uccnenoBanue Leptosphaeria Spp. Ha TUCThIX parca MoKa3ajo
POCT YHCIICHHOCTH U30JIATOB L. maculans B CpaBHEHUH C UX BCTPEYAEMOCTBIO, HAOIIOIaBILICHCS fecs-
tunetue Hazan [12]. 3MeHeHuss OTHOCUTEIBHOW YACTOTHI 3THX JIBYX IMATOTCHOB BBISIBJICHBI TAKKE
B Yexuu u Benrpuu [13]. M3yuenue pacnpoctpanenus BujoB B JIutse B 2006—2009 rr. nokazao Bapb-
HWPOBAaHUE X COOTHOLICHHUS B 3aBUCHMOCTHU OT SKOJIOTHYECKUX YCIOBHH, OJHAKO B 1IEJIOM ObLIO 0OHAa-
pyxeno 70,3 % uzonstos L. maculans n 29,7 % L. biglobosa [14]. DT pe3yabraThl CBUIETEIBCTBYIOT O
pactipoctpanenuu L. maculans B EBporie ¢ 3amana Ha BOcTOK. B Hacrosiee BpeMs L. maculans nipen-
CTaBISET yrpo3y st parca B Azuu [15]. L. maculans npucyTCTByeT BO MHOTHX CTpaHaxX MHpa (3a UC-
kiroueHneM Kutas), rae mupoko BeIPAlTUBAIOTCS KPEeCTOIBETHRIE KylIbTyphl [16]. B Kurae na pance
BBIsIBIIEH TONTbKO L. biglobosa [17]. B EBpone notepu ypoxas He CBS3bIBatOT ¢ L. biglobosa, Tak kak
[aTOreH, MOpaXkast JUCThsI U BEPXHIOK YacCTh CTEOJIsI, OOBIYHO HE MPUBOAMT K THOEH pacTeHuit [9].
Tem He MeHee, B CTpaHax ¢ BBICOKOH JieTHeH Temmeparypoi, Hanpumep B [loibiie, 3TOT BUA MOXKET
BBI3BIBATh 3HAYMTEIbHBIE IOTEPH yporkas parca [18]. Cunrtanock, 4To mpeBanupoBanue L. maculans
Hap L. biglobosa cBsS3aHO ¢ HU3KOM arpecCHBHOCTHIO MOCIENHETO, Tak Kak L. biglobosa pa3BuBaercs
TOJNILKO Ha CTAPCIONIUX PACTEHHUSIX B KOHIIE CE30HA U HE MPUBOAMT K CYIIECTBEHHBIM TOpaXXeHUsIM (o-
Mo30M. OIHaKO HEAaBHO YCTAHOBJICHO, YTO 3TOT MATOI'CH MOXKET BBI3BIBATH 3HAYUTEIbHBIC TIOPAKCHUS
HE TOJBKO BEpXHEH 4acTh cTeOIs, HO U €ro OCHOBAHMSI, TIPUBOJIS K OOJIBITUM MOTEPSIM yposkas. B ycio-
BUSX BBICOKOW OTHOCHTEJIBHOW BIJIAXXHOCTH BO3AyXa M30JATHL L. biglobosa cTaHOBSTCS BBICOKOArpec-
CHBHBIMHU TIPH TOPAKEHUHU CEMSJIONEH, TIOCKONBbKY B KIETOYHBIX CTCHKAaX PACTEHUH HaKaIrIMBAacTCS
MEHbIIe JIUTrHuHa [19].

O0a naroreHa siBISIOTCS TeMHOMOTPOPAMHU U UMEIOT CJIIOKHBIN KU3HEHHBIH ki ['pub cnoco-
OCcH BBDKMBATh Ha OCTAaTKax CTeOJIed U CTepHE Kak canpouT B TeueHHe MHOTruX JieT. [lonanas Ha
JIUCThS, OH CTAHOBUTCS HEKPOTPO(HOM, MPOAYHUPYET MATHA HA JIUCTHAX. 3aT€M MATOreH Kak Ouo-
Tpod KOJIOHU3UPYET MEKKJIETOUYHBIE IPOCTPAHCTBA, IPU ITOM PHIO(PUTHAS JATCHTHAS CTAaaus, T1e
rpu0 KUBET B COCTOSHHUH IOKOA, ABIsieTCs OeccuMnToMHOU. [locine KOMoHU3auuu MEXKJIETOUHBIX
MpOCTPaHCcTB L. maculans nOCTUraeT COCYIUCTOW CHUCTEMBbI O3UMOI0 parca U paclpOCTPaHsIETCs
BHH3 IO KCHJIEME JI0 OCHOBaHUA cTebms B TeueHue 9 mec. (B EBpore). B pe3ynbrare kopa ctedns pas-
pymaeTtcs U pa3BuBaeTcs pak cteons [20], T. €. B KOHIIE BETeTallMH PACTCHUM HAUMHAETCS BTOpAs
HEKpOTpodHAS CTaIH.



Proceedings of the National Academy of Sciences of Belarus, biological series, 2017, no. 1, pp. 101-118 103

B reneparusHoii ctanuu (teneomopdsl L. maculans, L. biglobosa) Tpr0 Ha OIpEeBECHEBIINX OCTaTKAaX
KOpHEW niu cTeOielt parca MoJIOBBIM yTeM (DOPMHUPYET aCKH C aCKOCIIOpaMH, KOTOPBIE Pa3BUBAIOTCS
B TiceBnoTenusax. B BereraruBHo# craguu (aHamopda Ph. lingam) rpub GhopMupyeT MOYTH TOBEPX-
HOCTHBIC IaPOBUAHbBIC YEPHBIC MUKHUIBI C TOJICTON CKJIEPOLUAIbHON 000I0YKOH, B KOTOPBIX 00pasy-
I0TCs1 OecLBeTHbIE MUKHUAMOCTIOPHL. IIpn nocTaTouHOM yBIa)KHEHUHM W3 NMHUKHUA BBIACIACTCS PO30-
BO-IIypIIypHAasl CIU3b, COIAEpXKAalllasi BereTaTUBHbIC CIOpbl. Bo30Oynutenu ¢omo3a mepesuMOBBIBAIOT
B BHJIC UKHU W TICEBIOTEIUN HA cTepHE [21], B BUIe MUIENHS B 3apaKCHHBIX PACTEHHUSIX O3MMOTO
parca 1 Ha TIOpa)XeHHBIX OCTaTKax KPECTOLUBETHBIX KYJIbTYp, B BUJI€ MUIEIUS HJIM MUKHU]I Ha 000-
souke ceMsiH [22, 23]. Luka pa3BuTus 0OJE3HM HAYMHACTCS C PACIPOCTPAHEHUS 10 BO3AYXY acKO-
CIIOp, KOTOPBIE BBIJIENSAIOTCS U3 NceBioTenuil (B EBpone, Hanpumep, Kak OCEHbIO, TaK U BECHOM)
U, IpopacTasi, HHOKYJIHUPYIOT pacTeHUs 4epe3 yCThHIa MJIM B MecTaxX paHeHHs (IepBUYHAs UHQEK-
) [24]. ACKOCTIOpHI OT MEPBOHAYATBHOTO HCTOYHHUKA HHPEKIIMH MOTYT IEpEHOCUThCA Ha 1-2 KM,
MaKcHMyM — Ha paccrosiaue a0 10 km [23, 25, 26]. HegaBHo cooOrmianock, uto B KaHae moreHnuan
pacnpocTpaHEeHHsI aCKOCHOp maroreHa BeTpoM — 17 kM B roz, a B Kurae — 47 kM B rozg Ha sipOBOM
parice u 70 kM B roj1 Ha 03UMOM parice [27]. Bckope mocite 3apakeHus TUCThEB Ha HUX POPMUPYIOTCS
HNUKHUABI C TUKHUAMOCIIOPAMH, KOTOPbIE PA3HOCATCS J0KJEM Ha KOPOTKHE AMCTAHIMY B MpeAeaax
1 M ¥ BBI3BIBAIOT OOBIYHO MEHEE TSKENYI0 BTOpUUHYI0 HHpeknuio. OQHaKo 0TMEYanoch, YTO, HAIpH-
Mep, B 3anagHoi Kanane nepBUUHyI0 HHPEKITUIO MOTYT BBI3BIBATH M MUKHUIHOCIIOPHI (ITUT. 110 [28]).
BropuuHble HUKIIBI, TPOAYIHPYEMbIE Ha MOPaKEHHBIX PACTCHHUSIX MTUKHUAMOCTIOPAMH, HE TPUBOIST
K 3HAaYUTEJIIBHOMY CHMIKEHHUIO ypOXKasi, I03TOMY BO30yauTENb (POMO3a CYUTACTCSI MOHOLIMKJIMYECKUM
naroreHom [4, 22, 29].

JKuznenuslit LukJ rpuda NpOTEKaeT B MIMPOKOM Iuamna3oHe Temmeparyp. [is nposBieHus nopa-
JKeHUH Ha JINCThSX, MHOKYJIMPOBAHHBIX ackocriopami, Tpedyercs 5 cyT nipu 20 °C u 2 nenenu nipu 8 °C
[30], a Bpemst Mexx 1y TPOSIBIICHUEM MTOPAKEHUI HA JTUCTHSIX M UX MPOSIBJICHUEM Ha CTEOJISAX COCTABISCT
77 cyt ipu 18 °C 1 175 cyt pu 3 °C [20]. [Ipn BbICOKHX TeMmepaTypax TSKECTh CAMITOMOB Ha CEM -
JOJISIX, TUCTBSIX U CTEOISAX YCHIINBACTCS, TIOATOMY C ITOTEIIJICHUEM KJIMMara yrpo3a ¢oMo3a BO3pacTaer.
OTMeuanoch, YTO HECOBMECTUMBIEC PEAKIIUH (MaJible HEKPOTUUYECKHUE NTOPaXKEHUsT) Ha CEM 10X, MHO-
KyJIUpOBaHHBIX MpH 18 °C aBUPYJIEHTHBIMU H30JISITAMHU, U3MEHAIOTCS Ha TOJHOCTHIO COBMECTHUMBIE
peakuuu npu 27 °C [31], 4TO CBUIETENBCTBYET O TEMIEPATYPOUYBCTBUTEILHOCTH T€HOB YCTOMUMBOCTH,
noatomy, Haripumep, pu 24 °C 6one3ns pazBuBaeTcs ovicTpee, ueM npu 14 °C [4]. B 3anagnoit Kanazne
BBICOKHE JICTHHE TEMIIEPATyPbl MOTYT IPUBECTH K CEPhE3HBIM dnuaeMusiM pomosza. Co3peBaHUE IICEB-
MOTEIUN 3aBHCHUT OT BIAXHOCTH W Temmeparypsl (ontumym 14—15 °C) [32]. B 3amagnoit Kaname
MICEBIOTEMU OOBIYHO OOpasyroTcsi Ha crepHe crmycTs 9-10 mec. mocie cOopa ypoxas, MOCKOIbKY
temrieparypa Hike 0 °C 3uMoif 3a71ep)KUBaeT uX co3peBanne (IUT. 1o [28]). B 3aBUCHMOCTH OT yCIIOBHA
OKPYIKaIOIIEH Cpeiibl MEePHOJ BHICBOOOKICHUS aCKOCIIOP MOXKET JTUThCS 3—4 Mec. u 0oJiee, a MUK ero
HaOmromaeTcst 00bIYHO dYepe3 1-2 mec. mocie ero Havana [33]. Juist mpopacTaHusi aCKOCIOp Mociie UX
ocBoOOXK IeHHsI TpedyeTcst He MeHee 8 1 BakHOCTH pH 428 °C (ontumym 15-20 °C n 48 4 BnaxkHOCTH)
[30]. BerxuBaemocts L. maculans Ha cTepHe UTpaeT BaXXHYIO POJIb B AMHAEMUH, TaK KaK aCKOCTIOPbI
Y TTMKHUIAOCTIOPBI ¢ HHPUITUPOBAHHBIX OCTATKOB MOT'YT CIIYKHTb IEPBUYHBIM WHOKYIIOMOM JUJIS 3apa-
JKeHU s parica BecHou (uut. 1o [28]). Ha coxpaHenue rpuda Ha 3apask€HHbIX OCTATKaX BJIUSIIOT MOTOIHbIC
ycioBusl M arpoTexHuka. CKOpoCTh Jerpajaliil OCTaTKOB 3aBUCHT OT BJIAXKHOCTH M TEMIIEpaTyphl
TIOYBBI, JUUISl BEDKMBAHHMSI [TATOr'€HA OJIaronpHsITHBI CYyXO0€ JITO U XOJIoHbIe 3uMbl. B 3anannoi Kanane,
HaTpuMep, ¢ 3apakeHHOH (HOMO30M CTEPHH Ha MOBEPXHOCTH TOYBBI OCBOOOXKJICHHE aCKOCIIOp MPOUC-
XOIUT B T€UCHHE 3—5 JIET, MIOTOMY YTO 3UMBI OUYEHb XOJIONHBIE, a JIETO CyXoe U xkapkoe [34]. BeokuBa-
eMOCTh I'prba Ha CTEPHE parca B TeUeHUE 3—5 JIeT MPEBbIIIACT JUTUTSIBHOCTh CEBOOOOPOTA (B CpeaHEM
3 roma). B 3anmannoit ABctpanuu L. maculans MOXXET BBKHBATh B Te€UEHUE 4 JIET, TAK KaK 3apaKCHHBIE
OCTaTKH parica He pa3jaraloTcs B YCIOBUAX KapKoro cyxoro jeta [4]. B Benukobputanum, rae kimmar
MATKUN M BJIQXXHBIM, OCTaTKU parica pa3jaratoTcsi B OCHOBHOM B TedeHue 2 net [35]. B cBs3u ¢ atum
(G GEKTUBHBIMH arponpueMamMy KOHTPOJIsI (JoMo3a SIBISIOTCS MPAaBUIBHBIA CEBOOOOPOT U yJajeHue
CTEpHU, TaK KaK 3TO YMEHBIIIAET KOJIUUECTBO MHOKYITIOMA JJIsl IEPE3UMOBKH [36].

CuMnToMbl pa3BuTHsl 00JIe3HM HAOIIONAIOTCS Ha THIIOKOTHIIC M CEMSIONAX, JUCThIX, CTEOMX,
CTpyukax u KopHsx [28, 33, 37]. Ilpu moceBe 3apa’keHHBIX CEMSH Ha THIIOKOTHJIE M CEMSAIOISAX MOJIO-
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JIBIX PACTEHUH MOSBISFOTCS BOASHUCTBIC MATHA Pa3INIHON (DOPMBI, KOTOPBIE, TIO/ICHIXasi, CTAHOBSITCS Ce-
poro 1BeTa ¢ YepHBIMH TOYKAMH (MMKHUIaMK) Ha TIOBEPXHOCTHU. B nanpHelemM Ha cTeONsIX y Ye-
PEIIKOB HMKHUX JIUCTHEB MOSABIISAIOTCS OKPYIJIBIE WA yIJIMHEHHBIC, CJIETKa BAAaBJICHHBIE CBETIIO-KO-
pUYHEBBIE MM CEPOBATHIC C IyPIYPHON KaiiMOH IMSTHA WX S3BBI, MOKPHITHIE YePHBIMHU MHKHUIAMU.
Paspacrasch, ATHA U S3BBI OXBATBHIBAIOT CTEOETH BOKPYT. DTa (popMa MpOosIBICHUS O0Ie3HN HA3hIBACTCS
pakoM cteburs. [Ipu mopakeHUN OCHOBaHUS CTEOIIsI (KOPHEBOH pak MK, HEKPO3 mehku) L. maculans
4acTo pacrnpocTpaHseTcs Ha KOPHEBYIO CHCTEMY, BBI3bIBAsI CYXYI0 KOPHEBYIO THUIIb, YTO IPUBOJIHT
K MOJIETaHHIO ¥ TuOenu pactenuit. MHorma homo3 HadmogaeTcs B BUAC HEKPOTHUECKHUX IISITEH CEPO-
ro IIBETa C TEMHBIMU MUKHUJIAMU Ha MEXKJ0Y3usiX. Ha TUCTBSAX U cTpydkax O0Je3Hb MPOSBIISCTCS
B BH/JIC CEPBIX CYXUX OBAJIBHBIX MATEH C KOHUEHTPUYECKOH 30HaIbHOCTBIO M MUKHKUAaMuU. [lopaskeH-
HbIE CTPYUYKH PACTPECKUBAIOTCS U UMEIOT MEJKHE, MOPLIMHUCTHIC, IIyIUIble ceMeHa. B ABcTpanun
BBISIBJICHA XOPOIIasi KOPPEISLUUS MEXKAY YaCTOTON MOPaKEHUs CEeMS0IeH U MOCIEAYIOIUM Pa3Bu-
TeM paka ctebns [38]. ¥V o3umoro parica Haubomee maryOHbIe MOPakKeHHUsI OCHOBAHUS CTEOIIsI, KaK
MIPaBHJIO, CBSI3aHBI ¢ ()OMO3HON MATHUCTOCTHIO JIUCTHEB, €CIIM OHAa Pa3BUIIACh IO Hadaja ObICTPOro
YIUTMHEHU ST CTEOsI.

Pacnipoctpanenue ¢omo3a parca B MUPOBOM MacIliTabe MOXET BBI3BIBATH CEPhE3HBIE TIOTEPH YPO-
kas B EBporre, ABctpannu u CeBeproit Amepuke [4, 39]. BpemoHocHOCTS (poMo3a MPOSIBIISICTCS B CHU-
KCHUU BCXOXKECTH WHQPHUIIMPOBAHHBIX CEMSIH, OTMUPAHHH MOJIOJBIX MMOPAKEHHBIX MOOETOB OCEHBIO,
BBITIAJICHUH OOJBHBIX PACTCHUH BO BpeMsl MIEPE3NMOBKHU, THOEIIN B3POCIBIX PACTCHHH MTPH MOPAKEHUH
pakoM OCHOBaHHUs CTEOJsl, YMEHBIICHUH ACCHMHJISIIMOHHONW MOBEPXHOCTH B PE3yJIbTaTe MpekKJeBpe-
MEHHOTO OTMHUPaHHUsl MOPaXCHHBIX JIMCTHEB, CHU)KEHUU KOPMOBBIX KauecCTB 3€JICHOH MAacchl, Cylle-
CTBEHHOM yMeHblieHuU Macchbl 1000 ceMsiH, yXyIUIEHUN TEXHOJOTHYECKUX CBOUCTB CEMSIH.

domo3 sBiIsieTCS BechMa 3HAYUMOM mpoOiemMoil B AHrnuu, a Bo ®pannuu, ['epmanun u CIIA
(Cesepnas [lakora), riie HeOO0p MPOAYKITUHU parica BCIeNCTBHE dTor Oone3nu coctaBiseT 5—20 % [15],
50 % [26] u 75-90 % [40] cooTBeTcTBeHHO. B ABCTpainy €KEeroiHble MOTEPH ypoxas parca ot ¢o-
M03a COCTaBJISUTH B cpefHeM oT 15 mo 48 % [41-43], mpuyeM Hamboee 3HAYUMBIMU OHU OBLIU TIPH
MIPEOMIOJICHIH COPTOB C YCTOMUHMBOCTRIO OT B. rapa ssp. sylvestris Janch. [44]. B benapycu B mocnegaue
roabl OMO3 BCTpeyaeTcs HOBCEMECTHO, OCOOCHHO B 3alaJHOM 4acTu CTpaHsbI [45].

Ieneruxa aBupysnentHocTu Leptosphaeria maculans. L. maculans — rarnou e rpud ¢ HeOOIb-
LM pa3MepoMm reaoma B 45,12 M6, kogupytomum npeanonoxkurensio 10 000-13 000 renos B npene-
nax 17-18 xpomMocoMm (HEKOTOpbIE XPOMOCOMBI SIBIISTFOTCSI HEOOs3aTelbHBIMH, T. €. B-Tumna), reHoMm
L. biglobosa menbme (30—40 M0) [46]. Koncopruym Leptosphaeria Tenom 0wt co3gan B 2004 T
Genoscope (CEA) (http://www.genoscope. cns.fr), a B 2011 1. ObLII0 3aBepIIICHO CEKBEHUPOBAHHUE T€HOMA
L. maculans. TlocnemoBaTeTpHOCTH TEHOMA BBUIOKEHA B OTKpBITOM Aoctyre (http:/urgiversailles.inra.
fr/index.php/urgi/Species/Leptosphaeria) [46, 47].

I'eneTnueckoe paszHooOpasme monmynsnuu L. manculans 0O0yCIOBIEHO B OCHOBHOM ITOJIOBOM
pexkomMOmHaIMel, My TallMOHHBIM MIPOIIECCOM, OOJBITNM pPa3MEpPOM TOMYJISAIHH U BHICOKUM TTOTOKOM
T€HOB BCJIENICTBHE KPYITHOMACIITaOHOTO pacimpocTpaHeHus ackocmnop [5]. CekBeHHpOBaHUE TeHOMA
L. maculans moxaszano HaJIW4YUEe MHOXECTBa TpaHCIO30HOB (okoio 30 % renoma) [46]. Ilpenmo-
JlaraeTcs, 4YTO 2Ta BRIPOAMBIIAsCS, OoraTas peTpOTPAHCIIO30HAMH YacTh T€HOMa BHOCHT BKJaj B ObI-
CTPYIO SBONIONHUIO BUPYJIEHTHOCTH Y M30JIATOB L. maculans depe3 MHOTHE JEIEIHUH IIeJIBIX TeHOB,
MyTallid W IMOBTOPHO WHAyHmHpyemble Toueunble MyTanmu (RIP, repeat-induced point mutation)
B aJIeNsIX aBupyJeHTHOCTH (AvrLm) [48—50]. BeposTHO, 61aromaps RIP-MmyTamusam u JTokaanu3ammu
Avr-reHOB BHYTPH TOBTOPSIIONIUXCS PETHOHOB TPUO ajanTupyeTcs MoJ AaBJICHHEM 0TOOpa TeHaMH
ycrtoiuuBoctH [51].

VY L. maculans uneHTUGUIIMPOBAHO 14 TEHOB aBUPYJICHTHOCTH [52], mpruueM 8 13 HUX ICHETHYCCKH
KJIaCTEPUPYIOTCS B IBYX pa3IMUHbIX peruoHax. [lepsoiii knactep conepxkut AvrLlml, AvrLm2, AvrLm6
[52, 53], Bropoii — AvrLm3, AvrLm4, AvrLm7, AvrLm9 n AvrLepRI [52, 54—56]. OTu kiactepsl MOTyT
NPEACTAaBIATh COTHH KHJI00Aa3 M3-32 OTCYTCTBHUSI MEHOTHYECKOW PEKOMOMHALIMKM B TaKUX pEernoHax
[46]. K HacTosmemMy BpeMEeHH KJIOHHPOBAHO 7 T€HOB aBHpYyJIeHTHOCTH L. maculans — AvrLml [57],
AvrLm2 [58], AvrLm3 [52], AvrLm4-7 [50], AvrLm6 [53], AvrLmlil [59], AvrLmJI [60]. Bce reHbl aBu-
PYJEHTHOCTH, 32 UCKJIIOUeHHeM AvrLml, TOKaTu30BaHHOTO B T€TEPOXPOMATHHOBOM o0sacTu [57], komu-
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PYIOT Masible, OoraTble UCTEMHOM, CEKPETHPYEMbIE OCITKH U CHIIBHO 3KCIPECCUPYIOTCS Ha paHHHUX CTa-
nusx nmaroreHesa [52]. 'en AvrLm4-7 konupyet 0enok u3 143 aMHHOKHCIOTHBIX 0cTaTKOB [50]. MyTanus
TOJIBKO OJTHOTO OCHOBAaHUS, MPUBOASAIIAA K 3aMEHE TJIMI[MHA Ha apTUHUH, 00yCIOBINBAET MOTEPIO
CIIOCOOHOCTH y3HaBaTh reH Rl/m4, Torna kak y3HaBaHue R/m7 coxpansercs (AvrLm7-ciiennpuaHOCTD
He usaMmensetcs) [S0]. ToueuHast MyTaIus SBJISICTCS TIABHBIM COOBITHEM, IPUBOJSAIINM K 10Tepe Rim4-
omnocpenoBanHol yctoitunBoctH [S0]. Tlocne knonupoBanust AvrLm?7 ycTaHOBIECHO, UTo AviLm4 v AvrLm7 —
JIBa Pa3IUYHBIX aJlIessl OJHOTO T'eHa (eperuMeHOBaHbl B AvrLm4-7) [52].

HUccnenoBanue cTpyKTyphl MONYyIAnuy L. maculans 1o Npu3HaKy aBUPYJIEHTHOCTH/BHPYJIEHTHOCTH
B [lompme, IlIBennu, ['epmannn, Aarmun [24] u @pannun [61] moka3ano BBICOKYIO YacTOTY T'€HOB
BUpYJNEHTHOCTH avrLm2, avrLm3, avrLm9 wn avrLm5. I'ensl avrLml, avrLm4 oOHapyXKeHBI y HEOOJIBIIIOTO
yucia u3onaToB (Menee yem y 10 %). B Aurnuu B 2012-2013 TT. BHISBICHBI €AUHUYHBIC H30JISTHI
¢ avrLm7, n Bce onn umenu AvrLm4 [62]. B Kanazne B 2012 1. oOHapyskeHO MeHee 5 % U30JITOB C TeHAMH
AvrLml n AvrLm3 [63]. Onnako, o nanHbiM Zhang c coaBt. [64], B 2012 1. B Kanane (ManuTo0a)
B TIOMyJisiwn Tpuda ¢ AvrLml Berpedanock 22,0 % m3onsatoB, ¢ AvriLm3 — 2.7, ¢ AvrLm9 — 3,3, ¢ AvrLepR2 —
10,7, ¢ AvrLepRI — 39,1, ¢ AvrLm2 — 64,3, ¢ AvrLmll — 65,3, ¢ AvrLm6 — 66,0 %. Bricokoii Obl1a oISt
W30JIATOB C TeHaMU aBUPYICHTHOCTH AvrLm4, AvrLm5 u AvrLm7 — 77,1; 80,7 u 89,2 % cOOTBETCTBEHHO.
B I'epmanuu ananu3 momyssinuii rpuda B 2011-2014 1T. BBISIBUI BBICOKYIO YaCTOTY T€HOB BUPYJICHTHOCTH
K reHaMm yctoluuBocTu Rlml, Rim2, Rlm3, Rlm4 n Rlm9 (6onee 80 % W30/5ATOB) U HU3KYIO — K T'EHY
RIm7 (menee 5 %) [65].

I'eneTnka ycroiiunBocTH pamnca K pomo3sy. Y BUJI0B pona Brassica, BKIx04asi parc, BbISIBJIEHBI 1Ba
THTIa YCTOMYMBOCTH K OOJIE3HSAM: KaueCTBeHHas (pacocnernududeckas, IOBeHUJIbHAS, MOHO- M OJINTO-
reHHast) 1 KoJIndecTBeHHas (Hepacocnennduieckas, Bo3pacTHas, OOBIYHO monurennas) [66—75]. FOBe-
HUJIbHAS yCTOMYMBOCTbD, KOTOPAs AKCIIPECCUPYETCSI HAUMHAS CO CTAAMH IMIPOPOCTKOB (cemsioneit) [69],
3aBUCUT OT HAJIUUUs Y TEHOTHUIA PACTCHUS R-TeHa YCTOMYMBOCTH U OT HAJWYUs Y U30JISITA NaToreHa
COOTBETCTBYIOIIEr0 Avr-reHa. JT0 odeHb dPQPEeKTHBHAs yCTONYMBOCTH, KOTOpas NIEHCTBYeT depes
aKTHUBHOCTH R-TeHa — BO30YIMTEh MTOMAIaeT Ha CEMSII0JIH WITH JINCThS, B PE3yJIBTaTe YeTO Pa3BUBACTCA
peaknusi CBepXYyBCTBHTEIBHOCTH, MPEMSATCTBYIONIAs NajJbHEHIIEMY pacnpoCTpaHEHUIO WH(PEKIHH
L. maculans Ha Bce pacTeHue, XOTsI BO3JCHCTBUE MATOICHA MOXKET JITTUTHCS B TEUCHHE BETeTAllMOHHOTO
ce3oHa [6]. To ecTb a3 peKTHUBHBIC TNIaBHBIE TEHBI pacocrenupuyueckoil ycTroiunBocTr K L. maculans
JIEUCTBYIOT, KOI/Ia aCKOCTIOPHI MM MUKHUAUOCIIOPHI 3apa’katoT CEMSIAO0IN UIIU JUCThs, MpeaoTBpalias
TocIeTyIoliee pacnpocTpaHenne nHpeknuu kK credmro [54, 70]. HanpoTus, monureHHas yCTOMYUBOCTD
MIpenCcTaBisgeT co00il YaCTUYHYIO YCTOWYMBOCTH, M OOYCIIOBIMBAIOIINE €€ MaJible TeHBI CI0KHO B3a-
UMOJICUCTBYIOT MEXKAY co00# mpu (HOpMHPOBAHMU OTBETA PACTCHHS Ha MaTOreH. KaXIplid w3 3TUX
IFEHOB OOBIYHO HE IMPOSBIISICT OOJBIIOTO (peHOTUIIUYECKOro 3 (eKTa, MOITOMY OTCYTCTBYET CHIIBHOC
JaBiieHue oTOopa onpenesieHHbIX MaToTUuIoB rpuda [37, 71]. KonnuecTBeHHAs yCTORYHBOCTH OCOOEHHO
Ba)KHA IS TIOJICBOW 3aIll[UTHI PACTeHHH, TaK KaK HAHOOIBIIUI Bpe yPOXKar0 M KadeCTBY MPOAYKIIHH
HAaHOCHUT IOpa)k€Hue B3pocibix pactenuil [37, 71]. Tun ycTOHYMBOCTH MOXKHO ONPEAEIUTH TOJIBKO IPU
HaJU9YUU (MJIH OTCYTCTBHH) pacocrnenu(@UYecKuX TEeHOB YCTOWYMBOCTH B TECTHPYEMOM TEHOTHIIE
B. napus n anneneit aBUpyJIEHTHOCTH Y U30JATOB L. maculans, NCTIONb3yEeMBIX JIJISI HHOKYJISIITUN B KOH-
TPOIMPYEMOH Cpejie WM MOJIEBBIX dKcepuMeHTax. [loneBas (Bo3pacTHast) yCTOHYHBOCTh MOXKET OBITH
00ycIIOBIICHa HE TOJIBKO MaJbIMH I'€HAaMH, HO U PacoCIeU(PUISCKIMU TI1aBHbIME reHaMu. OHa MOXKeT
KOHTPOJIMPOBATHCS TTIABHBIM I'€HOM, K KOTOPOMY T0JIeBast OIS L. maculans HeceT aBUPyJIEHTHBIE
W30JIATHI, IJITH MHOTUMH T€HaMHU ¢ HeOombImuMu 3 dekramu [69]. OOBITHO HET pa3TuInil B CHMIITOMAaX
pa3BUTHS (POMO3HON MSATHUCTOCTH HA JIHCTHSIX MOJOABIX PACTEHUIH COPTOB KakK C MOJUTEHHON YCTOM-
YUBOCTHIO K L. maculans, Tax u 6e3 Hee, HO B KOHIIE CE30HA y COPTOB C KOJIMUYECTBEHHOM YCTOHYNBOCTHIO
S3BBI HA CTEOJSIX HE Pa3BUBAIOTCS WIIM SIBISIOTCS MEHEE Cephe3HBIMU, YEM Y COPTOB 0e3 3TOil ycTol-
4UBOCTH [69].

Bce BEIsSIBIICHHBIE K HACTOSIIIEMY BPEMEHH TJIaBHBIE T€HBI PACOCTICIIUPHUECKON YCTOWIMBOCTH K (po-
MO3y OOHapyXeHBI B A-reHOMe B. napus w HU oguH He HaimeH B C-renome [72, 73]. K macrosmie-
MYy BpeMeHH y B. napus MIeHTUPUIHPOBAHO U TEHETHYECKH KapTHPOBAHO HECKOJIBKO TAKMX T€HOB
(cM. Tabnuiy).
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I'naBHble renbl yeroiiunBoctTu Brassica napus L. k Leptosphaeria maculans (Desm.) Ces. et de Not.

Major genes Brassica napus L. resistance to Leptosphaeria maculans (Desm.) Ces. et de Not.

yCTOﬁZeI;{BOCTH Herounnk rena B xpfn(:zzggzﬁnnﬂapus Corukn
Riml B. napus (AACC, 2n = 38)" A7 [54, 57, 67, 73-77]
Rim2 B. napus” Al0 [54, 67, 73, 74, 78—80]
Rim3 B. napus A7 [54, 73, 74]
Rim4 = LEM1 B. napus” A7 [50, 7375, 81, 82]
Rlm5 B. juncea (L.) Czern. (AABB, 2n =36) A8 [54]

capernTckas (MHauicKas, KOpuyHeBas) TopuHIa
Rim6 = Jlml B. juncea A8 [53, 54, 75, 83, 84]
Rim7 B. napus” A7 [50, 54, 73, 74, 82]
RIm8 B. rapa L. (AA, 2n = 20) cypenuua — [54]
RIm9 B. napus A7 [54, 73, 74, 82]
Rim10 B. nigra (L) W. D. J. Koch (BB, 2n = 16)
yepHas (ppaHIly3cKast UM HACTOSAIIAs) TOPIHIIA AT [83]

Rimll B. rapa Jlucnencoma [59]
LepR1 B. rapa ssp. sylvestris Janch. A2 [86, 87]
LepR2 B. rapa ssp. sylvestris Al10 [86]
LepR3 B. rapa ssp. sylvestris Al10 [79, 80, 88]
LepR4 B. rapa ssp. sylvestris A6 [89]
rjlm2 B. juncea — [90, 91]
LmFrl B. napus A7 [86, 92]
cRImj B. napus A7 [88]
aRlmj B. napus A7 [93]

IlpuMevanue. ~—reH NPUCYTCTBYET Uy B. rapa [73], «—» — HE ONMpEENICHO.

SBnsttorcst i rensl Rimi, Rlm3, Rlm4, Rim7, RIm9 xnacTepoM TECHO CIEIICHHBIX (aKTOPOB, TIOKa
He sicHo [74]. Cumraetcs, uto R/ml oTimdaeTcs oT R/m3, Tak Kak, MIPUCYTCTBYS B OJHOM COPTE, OHU
FeHeTHYECKH KapTUPOBAHBI B Pa3HbIX MO3unusX. [ enbl R/ml v Rlm4 cuemienbl Mexay coOoH, He all-
JIETBHBI K MOTYT IIPUCYTCTBOBATh B OTHOM COPTE, TaK ke Kak TeHsl R/ml u Rlm3. B To e BpeMsl TeHbI
RIm3 w Rlm4, BcTpevaromuecss BO MHOTHX COPTax parica, peiko MPUCYTCTBYIOT BMECTE B OJJHOM I'€HO-
THUIIC U, BO3MOXKHO, SIBJISIFOTCS aJICIbHBIMU (pOpMaMu OHOTO reHa [69]. He oOHapysxeHo U copToB, KO-
TOpBIC OJHOBPEMEHHO COJIEPKAT reHbl RIm7 u Rim9. Takke He BBISCHEHO, SBISIOTCS i Rlm4 u Rlm7
Pa3HBIMH T'€HAMU WJIA aJUICIBbHBIMH (JOPMAMH OJTHOTO M TOTO K€ reHa ycroiumBocTH. ['eHbr LEMI,
LmR1, cRImm w cRImrb, mpucyTCTBYIOIINE B Pa3IUYHBIX COPTaxX B. napus, KApTUPOBAHBI B XPOMOCOME
A7 [88, 94]. YcraHoBieHO, 4yTO TeH LEM] 10BEeHUIBbHOU YCTOMUUBOCTHU K U30IIATY C Avrl-2-4-7 [95] no-
KaJIM30BaH B palioHe OOmMMpHON TaHAeMHON myruukanuu [94]. I'east LEMI, LmR1, cRImm wu cRImrb
MOTYT OBITH HACHTUYHEI TeHy RIm4 [96]. I'ern Rim4 mecyt dpanmysckue copta Major, Jet Neuf u aB-
crpanuiickue copra Maluka, Dunkeld, Skipton [82, 96].

B A-renome B. rapa oOHapyxeHbl pacocnienupuieckue reusl RImS, Rlmil, LepRI-LepR4 (cM. Tabd-
nuny). I'en LepR3, KOTOpBII HHTpOTpECCHPOBAH B paric oT B. rapa ssp. sylvestris, — IepBbIil KIIOHUPO-
BaHHBIN I'€H YyCTOWYUBOCTH parica K pomosy [79]. OH nmpuHAICKHUT K CEMEHCTBY PELENTOP-II0J0OHBIX
OenkoB. PenieccBHBIN T'eH YyCTOHYUBOCTH LepR4, KOTOPBIH 00yCIOBIMBACT MIMPOKUI CHEKTP YCTOWYH-
BOCTH M KapTHPOBaH B XpoMocoMe A6, mpeacTaBleH ABYMs Pa3HbIMU alliensiMu — LepR4a n LepR4b
[89]. Kpome Toro, B. rapa MOXeT cofepKaTb reHbl, paHee UACHTUGUIUPOBAHHbIE Y B. napus, — Riml,
RIm2, Rlm4, Rlm7 [73], xoTopble pacroiioxeHsl y B. rapa u B. napus B Toi ke mo3unuu [69]. Taxk,
HaIpuMep, ¢ MMOMOIIBI0 TOHKOTO KapTHPOBaHUS YCTAHOBICHO COBIAJICHUE JIOKAJIHU3AI[UU TeHOB LepR3
u Rlm?2 [80].

VY Buna B. nigra ¢ B-reHoMOoM UIeHTU(GUIHPOBAHKI ABa Te€HAa YCTOWYUBOCTH — Riml n RImi0
[85, 97]. UaTporpeccupoBaHHBIN B paric TeH R/ml() mokanu3oBaH y B. napus B xpomocome A7 [83, 98].
Pacrtenus parica ¢ R/m/ uMeIOT TydIIyio yCTOWINBOCTE K L. maculans B Gpazy cemsa07e# 1 Ha B3pOCIIOH
CTaIuM Pa3BUTHUS, KOT/Ia TEH CBEpXIKcIpeccupyetcs y B. napus [97]. BaxxHo oTMeTuTsh, 4To reH Rlml
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MNPUHAJIEKHUT K CEMEHCTBY CEpUH/TPEOHNH KUHA3 [39]. YKa3bIBaJIOCh, YTO OH KOHTPOJIHUPYET OOIBLIYIO
JIONIF0 BO3pacTHOHM yctoiuuBocTH (0koi0 70 % QeHoTMnuyeckor Bapuanuu) [74]. OTmedanock, 4To
BO3pacTHasl yCTOWYHUBOCTh copTa Maxol 00bscHsIeTCS TITaBHBIM 00pa30M MPUCYTCTBHEM reHa Rlml, xo-
TOPBIH 2P PEeKTHBEH, KOT/Ia B MOMYJIAINH IPEBAIUPYIOT U30IATHI rpuda ¢ AvrLml [78, 99]. C Bo3pacT-
HOW YCTOWYHMBOCTBIO parica K (poMo3y acCOIMUPOBAH M T'eH yCTOWYUBOCTH R/m2, mn0o Kak 00Ja1atomImii
0oCTaTo9HBIM 3(h(PeKTOM Ha BO3PACTHYIO YCTOMYHMBOCTH, TNOO KaK CIETIJICHHBIA C APYTHMHU Te€HAMH,
Haxogsmumucs B 3ToM QTL 1 00ycIoBINBAOITMMY JOTI0 BapHaIlnK BO3pacTHOH ycroitunBocta [100].

YeroitunBocTs K L. maculans ampuiionHoro Buaa B. juncea onocpenoBana AByMs TeHaMH, KOTO-
pwie Ha3BaHbI R/mS u Rim6 [54, 70, 73] (cm. Tabmuiry). Kpome Toro, y rubpunoB B. napus UACHTUDUIIN-
POBaH PELECCUBHBIN T'eH 7j/m2, MPOUCXONSIINN OT B. juncea, KOTOPBIA 04eHb Y3PPEKTUBEH K ITUPOKOMY
CIIEKTPY U30JIATOB L. maculans Ha ctaguu cemsaonei [90]. Ha ocHoBaHWM aHAIOTOB TEHOB YCTONYH-
BoctH (RGA, resistance gene analogues) pa3paboran SCAR-mapkep, TECHO CIEIJICHHBIH C JIOKYCOM
YCTOWYUBOCTH 7jlm2 y B. napus, B. rapa u B. oleracea. AHanu3 nocieoBaTeIbHOCTH 3TOTO I'eHa IMoKa-
3aJ1 CyHIECTBEHHYIO TOMOJIOTHIO JIBYX TIPEIIOJaraéMblXx R-T€HOB B KJacTepe T'€HOB yCTOMYHMBOCTH
B XpoMocoMme 5 Arabidopsis thaliana [91]. UaTporpeccus reHoB ycToWamBOCTH RIm6 [83, 84] u rjlm?2
[90] B B. napus obycnoBmiia ero 3pPEeKTHBHYIO YCTOWUUBOCTEL K M30JATaM L. maculans Ha cTaguu
TIPOPOCTKOB.

[Ipu HanMYWK IIIAaBHBIX TEHOB YCTOMYMBOCTH Y TEHOTUIIOB PACTEHHI U KOMITJIEMEHTAPHBIX UM T'€HOB
aBUPYJEHTHOCTH Y M30JIATOB I'pruba HaOMI0aeTCsl TUIMYHOE «T'€H Ha I'eH» B3auMojencTBue Brassica
¢ L. maculans, BiepBble YCTaHOBJIIEHHOE IIPU UCCIICIOBAHUN (PUTOMATOCUCTEMBI JICH — P’)KaBUMHA JTbHA
[101]. B cooTBeTCTBHM C HUM OCYHIECTBISICTCS IPSMOE HIJIM ONIOCPEAOBaHHOE y3HABaHKE OEIKOM, KOTO-
pBIi KOAMPYET IeH YCTOMYMBOCTH pacTeHus, dp(deKTopa, KOHTPOIUPYEMOTO OMPEACICHHBIM I'€HOM
aBUPYJEHTHOCTH naTtorexa [54, 67, 81]. Korga R-reHy cOOTBETCTBYET KOMILJIEMEHTAPHBIN AVr-reH, pac-
TEHUE SBJISIETCS YCTOWMYHMBBIM (pacocrenudpudeckas yctoiduBocTs) [102, 103]. Takas ycToid4nBOCTH
BIIEPBBIE OIMMCaHa MPU B3aMMOJICHCTBUN TeHa ycToiunBoCcTH R/ml y coprta parca Quinta u cOOTBeET-
CTBYIOIIETO T€Ha aBUPYJICHTHOCTH AvrLml y M30IsiTa maroreHa [67], mo3iHee — Mpu B3aUMOACWCTBHH
reHoB Riml n LepR3 ¢ reaom AvrLml [76, 79], a Takxke Rlm2 ¢ AvrLm2 [80]. Oka3anochk Takke, 4TO €CITH
M30IAT 06nagaeT obonmu renamu AvrLm3 u AvrLm4-7, o Rlm3-onocpenoBanHas yCTOMYMBOCTD parca
HE MPOSIBJISACTCS B CBSI3U ¢ HajuuueM AvrLm4-7, KOTOpbli MacKkupyet y3HaBanue 3ddexropa Avrim3
FeHOM yCTOWYMBOCTH R/m3, HO BHPYJCHTHOCTh U30JsiTa K R/m7 BoccTaHaBiuBaeT QpeHotun AvrLlm3.
Takum o0pa3oMm, Halmuue rera AvrLm4-7 He nofaBiseT skcnpeccuro Avrlm3, a cynpeccupyet Rim3-
OMOCpEe0BaHHOE y3HaBaHUE [52].

YacTp HcCcIen0BaHUM TOCBSIIEHO TEHETHKE KOJMYECTBEHHOH yCTOMUMBOCTH parica K ¢oMo3y, Ko-
TOpasi OOBIYHO HACJIEAYETCS MOJUTEHHO M MOXKET CIEPKMBATh MPOABMKEHUE I'pruda ¢ JTUCTOBOU IIa-
CTHHKH B 4epemiok u Tkanu ctedins [70, 74]. [loaToMy y cOPTOB C TaKOH yCTOHYHBOCTHIO MTOPAKECHHE
paKkoM OCHOBaHUs CTEeOJs Ha CTaIWU B3POCIOrO pacTeHUs ciabee, YeM y BOCIPUHUMYUBBIX COPTOB.
KonmdaecTBeHHast yCTOWYHUBOCTH COPTOB, KOTOpas MOXeT ObITh 3 dexTuBHA B Oopwde ¢ L. maculans
[100, 104], BappupyeTCS B 3aBUCUMOCTH OT METCOPOJIOTHUSCKUX YCIOBUMA. Y HEKOTOPBIX O3UMBIX EBPO-
MEHCKUX COPTOB HAOIIONAETCS BHICOKUI YPOBEHB MOJIEBOW YCTOWYUBOCTH K L. maculans [69]. OgHaxo
KOTJ[a KOHIIGHTPALlUsI HHOKYJIIOMa 3TOI'0 TATOreHa BBICOKA, KOJTMYECTBEHHAS! YCTOWYNBOCTD HE MTPEIOT-
Bpamaet Oonpmux notepb ypoxas [105, 106], Tak kak rpud MOKET BRDKUBATH U PA3MHOXKATHCS JaxkKe
Ha CaMbIX YCTOMYMBBIX TUHUAX B. napus [107].

Ferreira ¢ coaBr. [95] onpenenunun QTL BOnu3u rena Rlml, KOTOpPBI aCCONUUPOBAH C IOBEHUIILHON
YCTOMUYMBOCTBIO M YMEHBILICHHBIM MOpakeHHEM cTebieii B Temune, u asa QTLs, oOycnoBnuBarommx
IOJIEBYI0 YCTOMYHMBOCTH K L. maculans. Pilet ¢ coast. [108] uaentudunuporano 10 QTLs, n3 koTopbix
B XOJI¢ IBYXJIETHUX UcciaenoBanuil BeisaBiaeHo 4 QTLs, accouunpoBaHHBIX C YMEHBLIEHHOM MOpaKeH-
HOCTBIO ()OMO30M U THOETBIO pPacTeHHI. B MpyroM ckpenuBaHuy MPH MCIIOIb30BAHUH YABOCHHBIX Ta-
IUTOMAHBIX TUHAHN KapTupoBaHo 6 QTLs u 4 QTLs mpu ananuze cemeit F2:3 [100]. Tak kak u3 16 QTLs,
0oOHapyXEHHBIX B Xo1e 3TuX uccienaosanunii [100, 108], Tonmpko 4 ObUTH OOITUMHU, aBTOPHI CACTIATH BBIBOJ
0 3HAYUTENbHOM BIMAHNHN Ha niposBiieHre QTLs ¢ mamsivu appekramMu reneTnyaeckoro HhoHa 1 TaBICHUS
0T0Opa MaTroreHoM B Kax 10 MecTHOCTH. Y copra Crésor BbisiBnieH QTL, KOTOpBIiA, BEPOSTHO, SIBIISETCS
I'eHOM IOBEHWJIBHOH ycToiunBocT LmFrl n oOycrnosiuBaet 57-84 % Bapraluy MojieBOH YCTOWYHMBOCTH
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B 3aBUCHMOCTH OT roga u mectHoctu [92]. Kak ormeuanock panee, 70 % deHoTUnMYeCcKoi BapHanu
noJjieBoil ycroiunmBoctu copta Maxol oObsicHsieTcss HanuuueM rena R/ml [74]. BnusHue rena paco-
crenn(prUecKoll YCTOHYMBOCTH HA MOJEBYIO YCTOWYMBOCTH 3aBUCUT OT YacCTOThI COOTBETCTBYIOLIETO
aJuIens aBUPYJIEHTHOCTH B CTPYKTYpe NMOMyJisAuuu L. maculans, OqHAKO HE OMPEAENeH TOPOT YaCTOTHI
aJuIeNsl BUPYJICHTHOCTH, TIPU KOTOPOM COOTBETCTBYIOIIMH I'€H YCTOHYMBOCTH Oosiee HE dPPEKTHBEH
I 3alUThl yposkas [109].

C ucronp30BaHUEM IOAXO0A ITOJIHOICHOMHOI'O KapTUPOBaHMUS HEAABHO M3y4eHA KOJIMYECTBEHHAs
YCTOWYUBOCTH MOMYJISAINN YABOCHHBIX TaIUIONIHBIX JUHUN OT CKPEIIMBAHUS aBCTPATHICKUX COPTOB
maciugHoro parca Skipton u Ag-Spectrum [82]. Tak, B ycioBusix Terumiis! BoisiBieHo 2 QTLs (B xpo-
mocoMmax Al u Al0), accounMpoBaHHBIX ¢ YCTOWYMBOCTBHIO pACTEHUI Ha CTaAUU CEMSI0EeH MpU HHO-
KYJISIHUU OJHUM M30JISITOM U 00ycnoBiauBaromux 19,5-22.8 % ¢deHoTunuueckoi Bapualuu pa3BUTHS
6oxe3nu, a takxe QTL (B xpomocome Al) BozpacTHol ycTorunBocTH (24,6 % Bapuanuun). B aTux xe
YCIIOBUSX MPU MHOKYJISLIUN BTOPBIM H30JTOM I'pr0a OMpEAEIeHbl JIOKYChl YCTOHYMBOCTH Ha CTaAUH
cemsizionet (= RIm4) v B3pOCIbIX PACTEHHH B TOM K€ MapKepHOM MHTEpBase B XpoMocome A7, KOTOpbIe
oOycnosnuBaiu 88,9 u 67,8 % (GeHOTUIIMUYSCKOW BapHallMy Pa3BUTHs 0O0JE3HU COOTBETCTBEHHO [82].
B 2008 r. mpu uccrenoBaHUM B MOJIEBBIX YCIOBHUSAX 3TOH K€ KapTUPYIOLIEH MOMYJSIUN ONpPeIeIeHO
7 QTLs Bo3pacTHOH yCTOHYMBOCTH (JIOKaIM30BaHbl B Xxpomocomax A2, A9, A10, Cl1, C2, C3, C6), o0y-
CIIOBJIHMBAIONIUX OT 5 10 24,5 % Bapmarnuu. Kak okazanock, TeH Rlm4 He TPOSBILI HUKAKOTO JIOCTO-
BepHOro 3¢ deKTa Ha MOJIEBYI0 YCTOMUYHUBOCTD, YTO MOIJIO OBITH CBSI3aHO C IPHUCYTCTBUEM B IIMTOMHUKE
M30JITOB rprla, BUPYJIEHTHBIX K JAaHHOMY T€HY. DTO COTJIAaCyeTCs C pe3yibTraTaMu APYyTHX HCCIeno-
Baredneii [110], koTopble oKa3aJin, 4TO B3POCIIbIC PACTEHUSI COPTOB, UMEIOIINX T'eH RIm4, XapakTepusy-
I0TCS TII0XOH BhIKHMBaeMocTh0. B 2009 1. BoiBieH Tonbko onuH QTL B xpomocome Al, acconnnpoBaH-
HBIN C MOJIEBOM yCTOMYHMBOCTHIO U 00ycoBnuBaronuii 26,1 % Bapuauuu pa3sutust 0oiesnu [82]. Kpome
toro, uaeHTuduirporano 5 QTLs, accOTMUPOBAHHBIX C MPOIEHTOM BBDKHBIITUX PACTCHHH, KOTOPHIE
OTIpeNesid COBMECTHO 52,2 % TeHeTHdecKkoi Bapuauu [82]. B xome moneBsIxX AKCIIiepruMeHTOB B 5 pas-
TUYHBIX ycaoBusax cpeast (1995, 1996 u 2007 rr. Bo @pannun u 2008, 2009 rr. B AHTINH) BBISIBICHO
17 QTLs Bo3pacTHOW YCTOHYMBOCTH, COBMECTHO 00ycioBnuBaromux 51 % (peHoTunnueckon Bapuannu
Ooe3Hu, 6 U3 KOTOPBIX OKa3aJIUCh CTAOMIIBHBIMH, TaK KaK IIPOSBIISIIUCH HE MEHEE YeM B ABYX YCIOBHIX
cpensl [111]. C momolbi0 acCOUUATUBHOTO KaPTUPOBAHUSI IPU T€HOTUIIUPOBAHUU KOJUIEKUUH Brassica
(181 obpazen B. napus, 1 — B. rapa, 3 — B. juncea, 2 — B. carinata) ¢ ucroib3oBanueMm 1513 MapkepoB
(DATT u SSR) ycTaHOBIIEH psJI TOKYCOB IOBEHUJILHON W BO3PACTHOW YCTOWYUBOCTH, JIOKAJTU30BAHHBIX
B xpomocomax Al, A2, A3, AS, A6, A7, A10, Cl1, C2 [112]. AcconmmaTuBHOE KapTupoBanue 128 nuamit
MacJIU4HOro parca ¢ nomolibto 67 SSR, 4 SCAR u ofHOTO amienb-crnenuduyeckoro Mapkepa rnokasalo
Hajuuue 61 MapKepHOro amielns, CBSI3aHHOTO ¢ YCTOHYMBOCTBIO K (homo3y [113]. Hexoropsie u3 3Tux
MapkepoB cBsizaHbl ¢ QTLs ycroifunBocTH B HpeAbloyIlIUX HCCICIOBAHUSAX, UYTO MOITBEPAHIO UX
TTOJIE3HOCTH 11 MAS; npyrre MapKephl acCOIMUPOBAHbI, Kak mpenmnonaraetcs, ¢ QTLs HOBBIX TeHOB
ycToianBocTH [113]. Micrionb30BaHme B aCCOITMATUBHOM KapTUPOBAHUH IIMTHOTO MaTepuala 1aeT mpe-
HWMYIIECTBO, MOCKOJIbKY MOy YeHHBIE pE3ybTaThl MOT'YT OBITh TPUMEHEHBI B Oy TyIINX CEIEKIIMOHHBIX
nporpammax. Takum 00pa3oM, IJIsl BBISIBICHUSI MaPKEPOB, aCCOLIMNPOBAHHBIX C T€HAMH YCTOHYHBOCTH,
COBPEMEHHBIM MOAXOAOM SIBIISIETCS IIMPOKOT€HOMHOE accolatuBHoe kapTupoanue (GWAS, genome
wide-association mapping), KOTOPO€ MO3BOJISIET BEHISBISITH MapKephl K U3BECTHBIM W HOBBIM JIOKYCaM
YCTOMYHMBOCTH B KOJUIEKLIUU POIUTENBCKUX (POPM U MEPCIEKTUBHOIO CEJIEKIIMOHHOTO MaTepuaa Ijis
MOCIIEAYIOIETO MMPUMEHEHHS B MapKep-0IIOCPEOBaHHOM CEJIEKIIMU B ONPE/IeICHHOM 30HE.

O reHeTHKe ycTOHUMBOCTH parica K L. biglobosa n3sectHo Mano [15]. Tem He MeHee HEKOTOpbIE
pe3yabTaThl yKa3bIBAIOT HA TO, YTO T'€Hbl YCTOWYMBOCTHU K L. maculans (Hanpumep, rensl Riml u Rimo6)
He 2 dextuBHbl IPOTHB L. biglobosa [114, 115]. ITockonbky L. biglobosa cuibHee KOJIOHU3UPYET YCTOMU-
4YuBbIE K L. maculans copTa 1 MOKET BbI3bIBATH CYIIECTBEHHbBIC IOTEPU YPOKast, HEOOXOAMMO U3yUYEHHUE
TEeHeTHYECKOM MPUPOABI yCTOHUYMBOCTH parica u K L. biglobosa.

3akJouenue. [1Inpoko pacnpocTpaHeHHbBIH BO BceM MUpPe ()OMO3 SIBIISICTCS SKOHOMUYESCKHU 3HAYH-
Mol 0O0JIe3HBIO 03UMOTO U SPOBOrO pamnca u Apyrux Brassica. B benapycu snugputotun dhomosa Ha
parce 0OTMeualoTCs peryisipHo, Habmoxanuch oHu Takxke B EBpone, Kanane u Asctpanuu [18].
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®doMo3 parica BhI3BIBAIOT J[Ba BUA I'PUOHBIX MATOTEHOB — Leptosphaeria maculans v L. biglobosa
[2, 4,9, 35]. B OonbIIMHCTBE PETHOHOB, MPOU3BOISAIINX PAIIC, 3TH BUJIBI BCTPEUAIOTCS COBMECTHO, ITPU
sToM B Kutae pacrnpoctpaneH MeHee arpeccuBHbIl Bua — L. biglobosa [9, 15, 17, 27]. O0a matorena
MOpaXKaroT BCE OpraHbl PACTEHUI U KMEIOT CXO/IHBIE KU3HEHHBIE ITUKIIbl. OCHOBHBIM UCTOYHHKOM TIEP-
BUYHOW MH(EKIINN I BCXOJOB parica sBISIOTCS aCKOCIOPHI M MTUKHUANOCIOPHI, KOTOPhIe OPMUPY-
FOTCS B TICEBAOTEIHAX M MTUKHUAX COOTBETCTBEHHO.

I'enom L. maculans cexBenupoBan [46, 47]. YV aroro rpuba naeHTHQHUIINPOBAaHO 14 reHOB aBUpY-
JEHTHOCTH [52], n3 KOTOphIX 7 KiIoHHpoBaHHI [50, 52, 53, 57-60]. OHu KOAUPYIOT, 32 UCKIIOUCHUEM
AvrLml, noKajnu30BaHHOI'O B FETEPOXPOMATHUHOBOW 00J1acTu [57], Masible, 0OraThie [IUCTEUHOM, CEKpe-
THpYyeMble OEJIKM M CHJIBHO JKCIPECCHPYIOTCS Ha paHHUX cTaauax nartorenesa [52]. Ilepuonnueckuii
MOHHUTOPHHT TMONYISIUi L. maculans B pa3HBIX CTpaHaX BBISIBIISI PA3IMYHYIO YACTOTY BCTPEUaEMO-
CTU TCHOB BUPYJCHTHOCTU K U3BECTHBIM I'€HAM YCTOMYMBOCTU U €€ U3MECHYMBOCTh B 3aBUCUMOCTH OT
Haluuus R-reHOB B BhIpAlllMBaeMbIX copTax parca [24, 44, 61-64, 78, 116].

I'enom B. napus taxxe cexBerupoBat (http://www.genoscope.cns.fr/brassicanapus/) [117]. Bce us-
BECTHBIE TJIABHBIE T€HBI YCTOMYMBOCTH parca kK L. maculans nmokann3oBaHsl B A-reHome. HexoTopkie
TeHBI HHTPOTPECCHPOBAHBI B TEHOM parica U3 IpyTux BUIAOB (B. rapa, B. juncea, B. nigra). IloxaszaHo,
9TO B uTomarocucteme Brassica — L. maculans TeHBl aBUPYJICHTHOCTH TATOT€HA B3aWMOJICHCTBYIOT
C KOMIUJIEMEHTAPHBIMH T'€HAMH YCTOWYMBOCTH pacTeHHUs 1O THIY «Te€H Ha reH» [67, 76, 79, 80].
OTtnenpHBIC TIIABHBIC TEHBI BHOCST BKJIAJ B MOJECBYIO YCTOWUUBOCTH. Tak, R/ml MOXET KOHTPOIUPO-
BaTh OOJIBIIYIO IO BO3pacTHOW ycTOH4YMBOCTH (0Kk0JIO 70 % (EeHOTHNHMYECKOW Bapualliu), €CIIH
B MOMYJISIIIMHA MATOT€HA HU3KA YacTOTa BCTPEUAEMOCTH BUPYJICHTHBIX K 3TOMY I'€HY U30J4TOB [74, 78,
99]. I'er RIm2 BHOCHT BKJIAJ] B BO3PACTHYI YCTOMYHMBOCTB JIMOO 3a CYET OCTATOUHOrO 3 deKkTa, Tudo
13-3a CLUCIUICHHUS C APYTUMHU I'€HAMU, JIOKAJIU30BaHHBIMU B 3TOM ke paiione [100]. Kpome rimaBHBIX TeHOB
FOBCHIJIBHOW YCTOWYMBOCTH BBISIBICHBI MaJible I'€HbI KOJIMYECTBEHHOH (4aCTUYHOMW, MOJEBON) YCTOM-
YUBOCTH parica K (hOM03y, a ¢ TOMOIIBI0 aCCOIMATHBHOTO KaPTUPOBAHHUS JIOKYChl YCTOWYHUBOCTH OIpe-
JIeJIeHbl He TONBKO B A-, HO U C-reHome pamnca [82, 100, 108, 110—112]. ['eneTnka ycTOWUMBOCTH panca
K L. biglobosa npaxtuuecku He n3ydeHa [15, 114, 115].
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