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duronaroreHHbIN TpUO Pyrenophora tritici-repentis obpa3syet cnieliiudHbie (PUTOTOKCUHBI, KOAUPYEMBbIC
reHamu ToxA n ToxB. llens ncciaenoBaHUSI — BEISIBJICHUE TEHETUUECKOTO ITOIMMOpdu3Ma sep 1o reHaM-
adekTopam ToxA u Tox B Kak CBUAETEIbCTBA FTETEPOKAPUOTUYHOTO COCTOSIHUSI INTaMMOB P, tritici-repentis.
HoBu3sHa ucciemoBaHms 3aKJII0YaeTCs B MCITOJIb30BaHUM OPUTHHAIBHOTO ITOAX0Aa IJIsI JOKAa3aTeIbCTBA I'e-
TEePOKAPUOTUYHOU MPUPOABI INTAMMOB P. tritici-repentis, 3aKJII0OYAIOIIETOCS B OLIEHKE NOJIU SIIEP, HECYIIMX
reHbI-3ddexTopsl 7oxA 1 ToxB, OTHOCUTEIILHO OOIIETO IIyia siaep ¢ pedepeHTHBIM TeHOM Act] MeTomoM
KommyectBeHHoit [TLIP. MaTtepuajioM mcciienoBaHus SIBJISIIUCH 21 IITaMM M3 TpeX TOITYJISIIMii Tpuba, a
TaKKe MATOTHYECKOE (KOHUIMAJIIBHOE) U MEMOTHISCKOE IIOTOMCTBO OTIeIbHBIX ITaMMoB (103 cyOKITo-
HOB). Y 70% ToxA™-1mTaMMoB Ka3axcTaHCKOI Monyasiuuu P, tritici-repentis nons sinep ¢ reHoM ToxA oka-
3ajach B quamna3oHe 0.24—0.65, 4yTo yKa3bIBaeT Ha UX FreTePOKAapUOTUYHOE COCTOsIHME. B rpeueckoii morry-
JISumu rpr6a ObLI0 BhIsIBIEHO 20% LITaMMOB, Y KOTOPBIX JA0JIS siIep, Hecylux reH ToxB, oka3aliach Cylle-
CTBEHHO OOJIbIIIe SAMHUIIBI, YTO YKAa3bIBaeT HA AYIUIMKAIIAIO 3TOTO I'eHa I10 KpaiiHeil Mepe B YacTHU sIAep.
ITpu aToM MuHUMYM 40% 1ITAMMOB TaKKe OKa3aJIMCh TeTepOKapUOTUIHBIMU 110 TeHy ToxB. Cpeay MUTO-
TH4YecKoro moroMcTaa mTaMMoB ToxA™ 1 ToxB™ BBISIBIICH He3HAUNTETBHEIH MTOTMMOPGMU3M siep TI0 Ha-
JIMYUIO B HUX TeHOB-3(ddekTopoB. o saep ¢ onpenesieHHbIM TeHOM-3(MdeKTopoM, TTPeanoIoXKUTeIb-
HO, TIPEICTABIISICT COO0I TeHeTMYSCKM HaC/IeMyeMblii IIpu3HaK. BEIsgBiIeHa Goee mmpoxast Bapruadbe IbHOCTD
npu3Haka “mojist simep ¢ reHoM 70xA” cpeay MeioTUYECKOro MOOTOMCTBA, YeM CPead MUTOTUYECKOTrO.
DdyHKILMOHaIBHAS POJIb ITOJUMOpPdU3Ma IIep I JKU3HEACATEIbHOCTU U30JISTOB P, tritici-repentis B cocTa-
BE MOITYJISILUM TPEOYET najibHeIIero nu3y4yeHusl.

Knroueswie cnosa: rpubhl, Pyrenophora tritici-repentis, rerepoKapuoHbl, reHbI-3(h(eKTOpbI, KOJIMYeCTBEHHAS
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ACKOMMIIETHBII TOMOTAJUIMYHBINA rpud Pyrenophora
tritici-repentis (Died.) Drechsler siBisieTcst Bo30yauTesieMm
2KEJITOM MSITHUCTOCTU JINCThEB IeHUIIBL. Ero maToreH-
HbIE CBOMCTBA OMPENEISTIOTCS ITPOAYLIMPOBAHUEM X035~
WH-CITeU(UIHBIX (PUTOTOKCUHOB [1], M3 KOTOpPBIX
Haunbosee N3y4eHsl ABa OeJIKOBBIX TOKCHHA Ptr ToxA
n Ptr ToxB, mHIyLMpyomme COOTBETCTBEHHO He-
KpO3 U XJIOPO3 Ha JIUCThSIX COPTOB IIIEHUILIBI C KOM-
IUIEMEHTapPHBIMU TeHaMM1 BOCIIPUUMYIUBOCTU Tsnl u
Tsc2 [2]. Paree ¢ MOMOIIBIO MOJIEKYJISIPHO-TEHETH -
YeCKUX METOIOB OBIITIO TTOKa3aHo, uto ToxA P. tritici-
repentis TIPaKTUYECKU UIEHTUYEH TOMOJIOTMYHOMY
reHy 7oxA npyroro maroreHa MIIEHUIIBI — Tpuda
Parastagonospora nodorum (Berk.) Quaedvl., Verkley
& Crous [3, 4]. Takxe ycTaHOBJIEHO, UTO 70xA mTonal
B TeHOM Pyrenophora tritici-repentis IIyTeM TOPU30H-
tasibHOTO epeHoca reHoB (I'TII') ot Parastagonospora
nodorum [5], B pe3yabrare 4ero Pyrenophora tritici-re-
pentis IprUoOpeJI CBOMCTBO MOpaXKaTh COPTA MIIIEHUIIBI

¢ reHoM Tsnl. I'en ToxA mmpoKo pacIipocTpaHEH B
MOMYJIALMAAX rprba: 101 u30aaToB ToXA' B momyJis-
LIMSIX MOKET COCTaBISAThL OT 50% B CeBepo-3anagHoM
peruode Poccum u Tynwuce [6, 7] no 90—100% B
Kpacaomapckom kpae, a Takke B FOro-Bocrounom
Kazaxcrane, CIIIA u Kanane [8—10]. B ommmuune ot ox-
HokormuitHoro reHa ToxA [3, 11], ren ToxB siBasieTcs
MHOTOKOTIUIHBIM [12, 13] 1 MOXeT ObITh MpeACcTaBIeH
B HEKOTOPBIX U30JIATaX PAChI S AEBATHIO KOMUSMU [14].
I'en ToxB, o4ueBUAHO, SIBJSIETCS 3BOJIIOLIMOHHO Oojiee
“crapeiM” B TeHoMe P. tritici-repentis. OTCyTCTBUE
noauMopdudMa Mexny konusmMu ToxB cBUOeTeb-
CTBYET O TOM, 4YTO aMILIM(pHKAIIMS IeHa IIPOMU30IILIa
OTHOCUTENIBbHO HemaBHO [14]. MHornMm ncciaemona-
TEJISIMU OTMedallach KpaiiHe HU3Kasi BCTPEYaeMOCTh
WJIN MOJIHOE OTCYTCTBUE B MOIYAAUUIX P. tritici-re-
pentis ToxB* uzonaros [9, 10, 15—17], yto Takxke
MOATBEPKAECHO HAIIMMU HCCJIEIOBAHUSIMU POCCUIi-
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CKUX nonyndauuii rpuba [6, 8, 18]. B I'penin Hamu
OOHapyXeHa YyHUKaJIbHas JIOKaJlbHAasl MOy
P. tritici-repentis, cocTosIasi TOJbKO M3 IITaAMMOB
ToxB™*, 4TOo Iajl0 BO3MOXHOCTb MCIOJIb30BaTh I'eH
ToxB, Hapsiny ¢ ToxA, st XapaKTepUCTUKU T€TEPO-
KapuOTUYHOCTHU IITAaMMOB P. tritici-repentis.

I'pub P. tritici-repentis xapakTepu3yeTcsl BEICOKOI
W3MEHYMBOCTHIO MOP(hOJIOTUIECKUX ITPU3HAKOB [19,
20] 1 maToreHHBIX CBOMCTB, YTO BhIPAXKAETCSI B I3ME-
HEHUSIX pacoBoro cocrapa monyasuuii [21-23]. C
IIOMOIIBIO METOIOB MOJEKYIIPHOro (bMHIEPIPUH-
TuHTra, Taknux Kak RAPD [24], AFLP [25] u SSR [18,
26], 6bUIa U3ydeHa BHYTPU- M MEXKIIOMY/ISILIMOHHAS 13-
MEHYMBOCTh MAaTOIe¢HA IO MOJIEKYJISIPHBIM MapKepaM.
Bricokue 1okaszaTeii T'€HHOINo M TIe€HOTUITMYECKOIO
pasHooOpa3usi U30JATOB P tritici-repentis CBSI3BIBAIOT
MPEUMYIIIECTBEHHO C HECTAOMIbHOCThIO TeHOMa Ipuroda,
a He ¢ KOMOMHATUBHOM M3MEHYMBOCTHIO TIPU T10JIO-
BOM IIpoLecCe, MOCKOJIbKY I'pu0 SIBIISICTCS TOMOTAJI-
JUIHBIM [27, 28]. B nmutepaTtype OTCyTCTBYIOT CBEe-
HUSI O CYILLIECTBEHHOM BKJIazie OECIIOJIOr0 pa3MHOXKe-
HUSI, a UMEHHO TeTepoKapro3a U MmapacekcyaabHOTO
mmpolecca, B UBMEHUYMBOCTD P. tritici-repentis.

IMapacekcyanbHblil mpoliecc y (pUTOMATOTeHHBIX
IrpruOOB XOPOILIO M3YyYeH B JIaOOPATOPHBIX YCIOBUSIX
[29]. MBI He UMeeM MHMOPMAIIUK O 10Ka3aTeIbCTBE
CYIIIECTBOBaHMS reTepokapuosa y P. tritici-repentis B
Npurpoe. 3HaYUTEIbHYIO BapradeIbHOCTh U30JISITOB
P. tritici-repentis 110 MOp(OJIOTMISCKUM IIPU3HAKAM U
MmaToreHHbIM cBoiicTBaM [20, 23] HEKOTOpbIe aBTOPHI
OOBSICHSIIOT XPOMOCOMHBIM TToTuMopdu3MoM [12] u
HaJuyueM 3HAUYWTEJbHON MOJU TMOBTOPSIOIINXCS
nocnenoBareabHocTeil JJHK M TpaHcrozabenbHbIX
aneMmeHTOB (TDO) B renome rpubda [30, 31]. [TomHoTE-
HOMHOE CEKBEHUPOBAHWE INTAMMOB P tritici-repentis
MO3BOJIWJIO BBISIBUTH MHOTOYMCJIEHHBIE TEPECTPONUKHA
XpoMocoM [28] 1 060cHOBaTh posib TO B cO3MaHNI HO-
BBIX T€HOB, TTOATBEPAUTh TUTOTE3Y O TOPU3OHTATIBHOM
nepeHoce 70xA 1 BOepBbIE OTKPBITh Y TPUOOB SIBIICHHE
TpaHcAayrumkauuu [27]. Takum o6Gpa3om, BIUsSHUE
MOOUJIbHBIX 9JIEMEHTOB U XPOMOCOMHOTO TTIOJIMMOP-
¢du3zmMa urpaet 3HaUUTEIbHYIO POJIb B UBMEHUYUBOCTU
rpu6osB [8], B TO e BpeMs peaJibHbIi TTOTeHLIMA Te-
TepoKapro3a 1 apacekcyalbHOTO mpoliecca y (puto-
MaTOTeHHBIX TPUOOB B MPUPOAE OCTAETCS MaJOU3y-
yeHHBIM. HaOmomaemMyto naMeHIuBocCTh P. tritici-re-
pentis MOXHO OOBSICHUTh TeTepPOKAPUOTUUYHBIM
COCTOSIHUEM MULIEINS U TIEPEHOCOM sifiep KaK MEXIy
CUBalOIIMMUCS TUhaMU MULIENUS, TaK U B PE3YJIb-
TaTe 00pa30BaHUSI aHACTOMO30B MEXIY KOHUIUSIMU,
KOTOpbIe HAOIoOa y N30JIITOB 3Toro Buaa [27]. Ha
Halll B3IJISI1, J0Ka3aTeIbCTBO CYIIIECTBOBAHUSI TEHETU-
YEeCKOro MnojuMopdusMa siaep B MULIETUN U KOHUIWSIX
IrpUOOB SIBJISIETCSI BECOMBIM apryMeHTOM [IJIsl yTBep-
KIIEHUST O CYIIECTBOBAaHUU B MPUPOJIE TeTEpOKapU-
03a.
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Lless maHAOTO MCCIenOBaHUS — J0Ka3aTh TeTepoO-
KapuOTUYHYIO ITPUPOY IITaMMOB I'puba P. tritici-re-
pentis 1o reHaM-3(pdexTopam ToxA u ToxB.

MATEPUAJIBI U METO/J bl

MarepuaiaoMm uccienoBaHus caykuiau 20 mram-
MOB P. tritici-repentis, KOTOpble ObUIA BBIAEICHBI U3
JIUCTHEB TIIIEHUIIBI C CUMIITOMAaMU XEJITOW TISITHU-
cTocTu, cobpaHHbIx B Kaszaxcrane (AnMaTuHCKas
0011.; 10 mrammoB) u I'pennu (perroH XaJKuaUKH;
10 mrramMmoB) B 2019 T.

Bce mTamMMbl ObUIM OTOOpPAHBI IO HAJIWYMUIO Te-
HoB-3ddekTopoB ToxA u ToxB merogom ITLIP ¢ reHo-
crieuuryHbiMu paiimepamu [32]. IItammbr ToxA*
W3 Ka3axCTaHCKOW monyysiuuMu oOo3HaueHbl Kas,
ToxB* mramMMbl U3 rpedeckoil moryasuuu — Ip.
KpomMme Toro, B ucciienoBaHre OB BKIIFOYCH IIITAMM
BJI-6, BbIIelIeHHBIN U3 JIMCThEB MIIEHUIILI, BHIpa-
1eHHoM B JlIeHnHrpanckoii ooa. B 2017 r.

CyOKkiI0HBl (KOHUIMAJIBHOE = MHUTOTUYECKOE
MOTOMCTBO), HOJIydeHHbIe U3 ITaMMOB I'p-2, I'p-3 u
I'p-5 (13, 11 u 10 mT. coorBeTcTBeHHO), Ka3-3 n Kaz-5
(o 12 rt.), BJI-6 (24 111T.) myTeM nepeceBa OTAEIbHBIX
KOHUIMI, TaKXKe ObLIM BKJIIOUECHBI B UCCIIENOBaHUE.
Kpome Ttoro, mias mrtamma BJI-6 ObLTO MOMy4eHO
MENOTUYECKOe MMOTOMCTBO (21 acKOCIIOpOBHIit KJIOH)
10 MeTOAUKe, OMMcaHHOM paHee [33].

Irammer P. fritici-repentis BbIpallliBaid B Teye-
HUE CEeMHU CYTOK IO paHee OIMMCAHHOM MeTOIMKe
[34]. Beimenenune renomuoi JHK u3 mutienns rpu-
ooB nposoauin CTAB-meTonom [35].

Homo sinep, HeCcylIux reHeTu4ecKuii 1okyc (R), y
ILITaMMOB 13 Ka3axCTaHCKOM 1 IpeYeCKOil MOMyJISILni,
a Takke B MOJYYEeHHOM MMTOTMYECKOM U MeloThye-
CKOM TTOTOMCTBAX, OMPEAEIISIIU METOIOM KOJIMYECTBEH-
Hoit TTLIP, KoTOpBIil 3aKiIO4aeTCsi B OMHOBPEMEHHOM
amiTmadpukanyy reHa-muineHu (7oxA nmu ToxB) u pe-
(¢epeHTHOro OMHOKONMUIHOTO TeHa, B KaYeCTBE KO-
TOporo OB BBIOpaH TeH akThHa Actl [36]. Panee
3TOT NOAXO ObLT MCIOJIb30BaH MJIsl aHAIM3a KOMUi-
HOCTH OTIEJIbHBIX TeHOB IproOoB [37]. Peakiuu mipo-
Bomwim B oObeMe 20 MK, comepxkamiemM 4 MKII
5XqPCRmix-HS SYBR wmactep-muxca (EBporeH,
Poccust), 500 HM kaxkmoro rpaiiMepa 1 2 MKJI pacTBopa
JHK ¢ ucrnonbs3o0BaHUEM CIEAYIOLIETO IMPOTOKOIA aM-
mwmdukarm: 50°C — 2 mus; 95°C — 15 mun; [95°C —
15¢; 62°C — 60 c] % 40 Ha repmouukiaepe CFX96 Re-
al-Time System (BioRad, CIIIA) B TpeXKpaTHOM IO~
BTOpHOCTU. OOpabOTKY TEepBUYHBIX JAHHBIX OCY-
ILIECTBJISIIA C MOMOIIBIO POrPaMMHOTO obecrneye-
Husg Bio-Rad CFX Manager 1.6. YcpemHeHHBIe
JIaHHBIE M0 KaXKIOMY FeHy-MUILIEeH HOPMUPOBAJIY MO
yCpeOTHEHHOMY TIoKaszaTresio pedepeHTHOro reHa Actl
111 iorydeHust BemmauHbl ACt (ACt = Ct (ToxA/ ToxB)
— Ct (Actl)). oo simep, HeCYILIMX TeHETUISCKUIA JIO-
KYC, paCCUUATHIBAIU 110 (popmyiie R = 2-24Ct [38]. TTo-
JlydeHHas BeJIMYMHA OTpa)kaeT COOTHOIIEHUE KOJIU-
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Puc. 1. long sanep ¢ reHamu-spdexkropamu ToxA u ToxB'y nzonstoB P. tritici-repentis pa3HOTO TeorpaduyecKoro mpoucxox-

TIeHUs.

yecTB Konuii reHa-agdekropa (7oxA niu ToxB) ot-
HOCHUTEIBHO OJHOKOMUWIHOTO TeHa “IOoMaIllHero
xossiictBa” Actl, B KaxmoMm simpe. 3HadeHune R < 1,
mpedriojiaraioniee Haamuue reHa-3ddekTopa He B
KaxKIOM siipe, TakKKe Kak 1 3HadeHue R > 1, KoTopoe
CBHUICTEJILCTBYET O IYIUIMKALIUM FeHOB-3((EKTOPOB
o KpaiiHeil Mepe B 4aCTH siAep, YKa3bIBalOT Ha IreTe-
POKapUOTUYHOE COCTOSIHUE MUIICIUS IITaMMa TpH-
oa.

CratucTndeckylo oopadoTKy pe3yabTaTOB IIPOBO-
VU ¢ ucrojib3oBaHueM IporpaMM MS Excel 2010 u
STATISTICA 10.0. CpenHue 3HaueHMS ITI0Ka3aTeeii
CpaBHUBAJIM IIOMOIIBIO /-KPUTEPUS IS HE3aBUCHU-
MBIX ITIEPEMEHHBIX, PA3JIMYMSI CUMTAIN JTOCTOBEPHBI-
mu ipu p < 0.05.

PE3VJIBTATHI

Ananusz doau sdep, necyuyux eervt ToxA u ToxB,
Y Wmammos u3 npupoonslx nonyaauuil P. tritici-repentis

ITammel P. tritici-repentis 13 Ka3aXxCTaHCKOM MO-
OyJsiuvu, BbiaeaeHHble B 2019 r., pasaudyaiuch Io
noie saep (R), Hecymmx reH ToxA, KoTopasi Bapbu-
posaia ot 0.24 1o 1.02, 1 B cpegHeM oKa3ajlach paBHa
0.70 (puc. 1). Y mectu mITaMMOB 13 Ka3aXCTaHCKOM
OOIMyISIIUY TI0Ka3aTeldb R oKaszajcs CYIIECTBEHHO
MEHBbIIIE 1, 9YTO YyKa3bIBaeT Ha UX TeTEPOKAPUOTUUHOE
COCTOSHME U HAJIUYKE B MULIEIUU KaK ToxA™, Tak u
ToxA~ anep.

Honst simep, Hecymux reH 7ToxB, y mraMMoB M3
rpevyeckoit monyJasiuu B cpeaHeM cocTapisiyia 0.93.
V nByX IITaAMMOB KOJIMYECTBO KoMKt reHa 7oxB 3Ha-
YUTEIBHO MPEBBIIANIO 0011Iee KOJUYECTBO SIAEP, BbI-
paxxeHHOe uepe3 pedepeHTHbI reH Act] (R paBHO 1.78
u 1.84 coorBeTcTBeHHO). KonmmuecTBo konuii ToxB'y
YeThIpeX APYTUX IITaMMOB, HA00OpPOT, OBLIO Cyliie-
CTBEHHO MEHBIIIE OOIIIEeTo YKcia saaep ¢ reHoMm Actl:
BenmmurHa R = 0.36—0.55. Takum oOpa3oMm, B Ipeye-

CKOIi monyssiuuu P, tritici-repentis IpUCYTCTBYIOT IeTe-
POKapUOTUYHBIE IITAMMBI C Pa3HBIM COOTHOLIEHUEM
ToxB™* u ToxB~ ganep. Yuciio xonuii reHa 7oxB B anpe
rpubda ocTaeTcsl HEU3BECTHBIM, HO CYJIs IO pe3yyibTa-
taM oueHKu gouu siaep ToxB* y mrammos I'p-2 u IT'p-
12 (R=1.78 u 1.84), oHO 1OJKHO OBITH HE MEHEE IBYX
(puc. 1).

Ananu3z doau sidep, necyuyux een ToxA,
8 MUMOMUYECKOM U MellOMUUeCKoM NOMOMCMEax
wmammos P. tritici-repentis

Jas1 u3ydeHusl cTaOMJILHOCTU SIIEPHOrO cocTaBa
mwraMmMoB TOXA™ mpu GecIioioM pa3sMHOXEHUU KO-
HUOWSIMU BHIOpAJIM IBa IITaMMa M3 Ka3aXCTaHCKOM
nomynsiunu Kas-3 u Kas-5, a rakke mramMm BJI1-6 u3
CEBEPO-3aMagHON TONMYJISIUUUA, U OUECHWIU JOJIIO
sanep ¢ TeHoM ToxA B UX MUTOTUYECKOM ITOTOMCTBE

(puc. 2).

Honsa ssnep ¢ reHoM ToxA y cyoknonoB Kaz-3 co-
crasisuia oT 0.20 o 0.34 1 He UMesia TOCTOBEPHBIX
oTmuuii oT “marepuHcKoro” mramma (R = 0.24). Y
10 3 12 cyoxknonoB Kasz-5 gons saoep ¢ reHoMm ToxA
oka3zanachk B nuarma3oHe 0.85—1.08, 6Jiu3KkoM K ypoB-
HIO “MaTepuHcKoro” mramma Kasz-5 (R = 0.99). On-
Hako I nIByX cyokioHoB Kas-5 »ToT mokasarens
CYILIECTBEHHO OoTJnvajics u coctabuia 1.32 u 1.73 co-
OTBETCTBEHHO.

Honsg saaep ¢ reHoM ToxA y CyOKIJIOHOB IITaMMa
BJI-6 u3 ceBepo-3anamgHoi MONy/ISILUMKA BapbUupoBaia
B y3KoM nuarta3oHe 0.93—1.11 1 B cpemHeM oKa3ajlach
1.01, 9TO HEe UMEeT TOCTOBEPHBIX OTJIMYMIA OT ITOKAa3a-
Tesas “mMarepuHckoro” mramMma (R = 1.02).

YCTaHOBIECHO TOCTOBEPHOE OTIMYME MEXKIY MU-
TOTUYECKMMHU TToTOMCTBaMu mtaMMoB Kaz-3 u Kasz-5
I10 JI0JIE sIIep, HecylnuxX reH ToxA.

B Mmeitornueckom nmotomctBe BJI-6 monst simep ¢
reHoM ToxA y 20 acKOCITOPOBBIX KJIOHOB COCTaBMJIa
TEHETUKA
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Puc. 2. Jons sinep ¢ reHoM-3¢hdekTopoM ToxA y MUTOTUYECKUX U MEMOTUYECKIX ITOTOMKOB INTaMMOB P, tritici-repentis pa3HO-
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Puc. 3. Jons saep ¢ reHoM-3¢dekTopoM ToxB y MUTOTUIECKHX TTOTOMKOB IITAMMOB P. tritici-repentis N3 TpedecKoil TOIyJIsi-
uu. JInHueit mokasana noJjs siaep ¢ ToxBy “mMaTepuHCKOro” mramMmma.

oT 0.94 no 1.82. CyuiecTBeHHOE YBEIWUYECHUE JOJIU
anep ¢ TeHoM-3¢pPEKTOPOM B CpaBHEHUHU C “MaTe-
PUHCKMM” IITAMMOM OBIJIO BBISIBJIEHO y UETBIPEX ac-
KOCITOPOBBIX ITOTOMKOB, V KOTOPBIX 3Ta BeJMYWHA
okazaznach 1.33—1.82.

Ananu3z doau sdep, necyujux een ToxB,
8 MUMomu4ecKom NOMomMcmee Wmammos
P. tritici-repentis

M3 rpedeckoit monynasuuu P. tritici-repentis ObLIN
BbIOpaHbI Tpu mTamMma I'p-2, I'p-3 u I'p-5, xapakrepu-
3YIOIIMECs] HauOOIbIINM, HAMMEHBIIMM U CPEeIHUM
YUCJIOM siaep ¢ TeHoM 7oxB. Y mramma I'p-2 R = 1.78,
TOTIA KaK Y €ro CyOKJIOHOB 3TOT I10Ka3aTejlb BapbU-
poBas or 1.06 1o 2.65 u B cpemHeM okazanach 1.83
(puc. 3). ¥ 9 u3 11 cyokioHoB mramma I'p-3 3Haue-
Hue R nna ToxB okasanoch B nuamnasoHe 0.25—0.33,
YTO COOTBETCTBOBAJIO ITOKA3aTENIO “MaTepUHCKOro”
mramma (R = 0.36), omHaKoO y IBYX CYOKJIOHOB Ha-
6mogaiioch yBenuueHue 3HadeHust R mo 0.57 u 0.65
cooTBeTCTBeHHO (puc. 3). CyoknoHsl mramma I'p-5,
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B KOTOPOM OTMEYaJIM IIPUMEPHO PaBHOE KOJIMYECTBO
Kormii reHoB ToxBu Actl (R = 1.12), xapakTepu3oBa-
JIMCh BeIMYMHOI R 111 reHa Tox B B nuamnazoHe 0.84—
1.64. YcTaHOBJIEHO IOCTOBEPHOE OTIUYME MEXKIY
MUTOTUYECKUMHU MOTOMCTBaMU mtamMmmoB I'p-2, I'p-3
u I'p-5 mo mone saep, Hecymmx ToxB.

OBCYXJIEHHE

st nokazatesibCTBa reTepOKapuoOTUUYHOM MPUPO-
Ibl IITaMMOB P. tritici-repentis Mbl HCIIOJIB30BaIU
OPUTUHAIBHBIN MTOAX0J — OLEHKY JO0JIU siAep, HeCy-
IIUX TeHbI-3((PeKTOpbl, METOAOM KOJIMYECTBEHHOI
ITLP. C momonipio mpeaoKeHHON METOINKH Olle-
HWJIM 0J110 siaep ¢ reHamMu ToxA u ToxB oTHOCUTEb-
HO pedepeHTHOTO reHa Actl B 20 IpUPOTHBIX IIITAM-
Max, BeImeaeHHBIX B 2019 1. Panee 3TOoT moaxon OBIT
VICIIOJIB30BaH [IJIsl aHaInu3a KOMUHHOCTU OTIEJIbHBIX
reHoB rpu6os [37].

IMonyyeHHbBIE pe3yabTaThl CBUAETEILCTBYIOT O CYy-
ILIECTBOBAHUY 3HAYUTEIbHBIX PA3TAUMI MEXKIY IIITAM-
MaMH B TIPUPOIHBIX HOMYJISIIUSIX IO COCTABY SIAEP pa3-
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JIMYHOTO T€HOTUIIA, HECYIINX MM He HeCYIIUX IeH-
sddexTop ToxA wnu ToxB. Y psana ToxA"-mtaMMoB,
TaK Xe Kak 1 y yacty ToxB*-mramMmoB, He Bee sanpa,
nMmeronme pedepeHTHBIN reH Actl, HecyT TeH-3(]-
¢eKTOop, 4TO MO3BOJISIET CYUTATh UX TE€TEPOKAPUOHAMMU.
I[Momamopdusm mramMmmoB P. tritici-repentis U3 TIpU-
POIHBIX ITOIY/ISIIMKI MO COOTHOIIEHUIO SIAEP C TreHa-
MU-3(pdexkTopaMu U 6€3 HUX 0Ka3ajcsl 3HAaUUTEIbHO
BBIIIIE, YeM ITOJIMMOP(U3M KOHUINAIEHOTO IIOTOMCTBA
OTIEJIbHBIX ITaAMMOB. DTO OOCTOSITEILCTBO IO3BO-
JISIET MPEANOJI0XUTh, YTO COOTHOIIIEHUE SIAEp OMpe-
JIEJICHHOI'O TeHOTUIA SBIISIETCS CHEeHU(PUIHBIM IS
mrTamMMa. BO3MOXHO Takoil 3HAYMTENbHBINA ITOJIM-
MOp(}U3M Cpeau MPUPOAHBIX IIITAMMOB ITO COOTHO-
IIEHUIO siep ¢ reHaMU-3¢pdeKTopaMi MOXHO O00b-
SICHUTb CEJIEKLIMEN SIep B pe3yJibTaTe B3aUMOJICH-
CTBUSI C pACTEHUEM-XO3SIMHOM B IIPOLIECCE Pa3BUTUS
0OJIe3HMU.

Panee nipu aHamm3e reHETUYECKOTO TTOJMMOopdU3Ma
MeXIy LlITaMMaM1 MUKOPU3HOTO rpuda Rhizophagus ir-
regularis OBLJIO YCTaHOBJIEHO, YTO IO KpaitHeil mepe
YacTh M30JIITOB B COCTAaBE IOITYJISILIMU SIBJISIFOTCS Te-
TepokaproHamu [39]. ABTopamMu Takke ObUIO TTOKa3a-
HO, YTO T€HETUYECKUI MOJUMOPGHU3M SIIEP KaxKIOoro
LITAaMMa COXPaHSJICS B MOMYJISILIMU C TEUEHUEM Bpe-
MeHMU. bbUT BBISIBJIEH pa3HbIi YPOBEHD MTOIMMOpPdU3Ma
si7Iep Y OTAEJbHBIX IITaMMOB R. irregularis, mpyyeM Bbl-
SIBJIEHHBIE PA3IMYUs MEXIY sSIpaMM 3aKIIOYaIUCh B
pa3HoIt KOIIMIAHOCTH OTeAbHbIX ydyacTKoB JIHK.

Cpenanii ypoBeHB BeTUIMHEBI R 110 TeHy 70xA co-
XpaHsIJICS B MUTOTMYECKOM MOTOMCTBE, ITOJIyY4EHHOM
n3 Tpex mrammoB (Kaz-3, Kas-5 u BJI-6) pasHoro
IIPOUCXOXACHUS, 1 HE MMEJI JOCTOBEPHBIX OTIMINIA
oT 3HaueHus R “marepuHckoro” mramma. OgHako B
MUTOTHUYECKOM ITOTOMCTBE ITamma Ka3z-5 ObLIN BbI-
SIBJICHBI CYOKJIOHBI, Y KOTOPBIX HOJISI SiAep C TEHOM
ToxA yBennmuunach Ha 40% u GoJiee 110 CpaBHEHUIO C
“mMaTepuHCKMM” 1ITaMMOM. PaHee B Ka3zaxcTaHCKOM
MTONYJISAIUY HaMU ObIIA BHISIBIIEHBI TOXA ™ -M30JI4THI,
maBaBmue B [P co cnenndumunbiMu K reny ToxA
npaiiMepaMu TIPOAYKT aMIUIU(pUKAIMKA Tropasao
ooubliero pasmepa (okoio 2000 1mH), yemM oxugae-
Mmbiit (573 1iH) [8]. [TogoOHEBIE ciTyyan TakKe oTMeda-
Jmch apyrumu ucciaenoBatensiMu [40]. MoxHo mpen-
MOJIOKUTD, YTO MPOAYKTHI aMITIA(UKALIMUA OOJIBIIIOTO
pa3Mepa MOpeacTaBISIOT COOOil MyIUIMKALIMM TeHa
ToxA y P. tritici-repentis TIOCPEICTBOM MeEXaHH3Ma
TpaHcoyTmukauuu [27].

®dakT MHOTOKOIMUIHOCTU TeHa ToxB yCIIOXHSET
BBIIBJIEHUE TeTepoKkaprosa y ToxB*-mrammos P, trit-
ici-repentis 1 UHTEPIIPETALMIO TTOJTYYEHHBIX JAHHBIX
o nojie ToxB*-anep. CpenHee 3HayeHue R 1o reHy
Tox B B MUTOTUYECKOM ITOTOMCTBE IITaMMOB P. fritici-
repentis TPEUECKOIl IIOIYJISILINKA HE UMEJIO JOCTOBEP-
HBIX OTJIMYMII OT 3HA4YEHUSI R COOTBETCTBYIOIIETO
“MaTepuHCKOTO” mrTammMa. TeM He MeHee B MUTOTH-
YeCKOM ITOTOMCTBe I'p-2 BEISIBJICH CaMBIil IIIMPOKUIA
JIMana3oH BapbHMPOBaHUS BETMIMHEI R 110 TeHy ToxB —

ot 1.06 10 2.65, 11py caMOM BBICOKOM CpEIU ILITAMMOB
IpeYeCcKoi MOMy/IsIUKM 3HaYeHUU R “MaTepuHCKOro”
mramma — 1.78. ITomnoOHy0 BapuabdeIbHOCTb MOXXKHO
OOBSCHUTH MapayleIbHbIM CYIIIECTBOBAHUEM JIBYX
TeHeTUYECKUX MPOIIECCOB: Nyraukauuu ToxB B oT-
JeJIbHBIX SIApax MpU MOCTOSTHHOM 3JIMMUHUPOBaHUN
ToxB*-smep 3a CUeT CENEKTMBHOIO MPEUMYIIECTBA
ToxB~-simep. MoXHO TpenroyioXXuTb, YTO B MUILIE-
JIMM Tpuba MPUCYTCTBYIOT sSApa ¢ pa3HBIM KOJUYE-
cTBOM Konuii 70xB, cCOOTHOIIIEHE KOTOPBIX B HOBBIX
c(OPMUPOBAHHBIX KOHUAUSIX U BBIPOCIIUX U3 HUX
KyJIbTypax OydyT pa3HBIM BCJICACTBUE pa3jIMuMil B
CKOPOCTH JEJIeHUS SAep W APYyTMX HEW3BECTHBIX
MPUYMH.

AHanmu3 MMUTOTUYECKOTO U  MEMOTHYECKOro
NOTOMCTB OTHOTIO 1TaMMa P. tritici-repentis 13 ceBe-
pO-3amagHoONi IOMYJISIIUMKY NPOASMOHCTPUPOBaa 00-
Jiee M POKYI0 BapradeIbHOCTh MpU3HaKa R IS TeHa
ToxA cpeay MOHOACKOCIIOPOBBIX ITOTOMKOB (oT 0.94
1o 1.26), uem cpeau cyokiaoHoB (ot 0.93 mo 1.11) npu
CXOJHBIX CPEAHUX 3HAYCHUSIX R.

Kaxk Mbl oTMeuasiu B NpeabIayIleM HallleM Ucciie-
JIOBAaHNUM, TOMOTAJUIMYHBIA CIIOCOO pa3MHOXEHMUS
P, tritici-repentis criocOOCTBYeT coxpaHeHMIO reHa ToxA
KakK 4yXepomHoit TpaHciaokaimu [33]. OnHako BbISIB-
JICHHBII oMo pdu3M sizep o reHy 70xA cpeay acko-
CHOPOBBIX KJIOHOB IITaMMa BJI-6 1ormyHo OOBbSICHUTh
MPOVCXOXIEHUEM JaHHBIX aCKOCIIOp B pe3yJsbTaTe re-
TePOTAJUIMYHOIO CKpeIMBaHus. I MImoTe3a o IceBmo-
TOMOTAJJIMYHOM MPpUPOAE U3OJITOB P. tritici-repentis
Obl1a BbIcKa3aHa HaMu paHee [33]. Jlpyrumu uccie-
JIOBaTEeIIMM TaKXKe OTMEYaeTCsl, YTO CKPEIIMBaHUSI
MEXIy u3oJisiTaMu P. tritici-repentis TIpPOUCXONST C
HU3Koi yactoToii [41]. OcTaeTcst HEU3BECTHBIM, Ha-
CKOJIBKO IIIMPOKO paCHpOCTPaHEHBI “TeTepOTaII-
Hble” cKpewuBaHusi P. tritici-repentis B ipupone. C
JIPYTOii CTOPOHBI, MEXAY KOHUIUSIMHU 4aCTO HaOJI0-
JTaJId aHACTOMO3bI B IIEPHO, UX IIPOpacTaHUS U IIPO-
HUKHOBEHHUS B pacTeHue, T. €. uepe3 17—24 4 mmocie
WHOKYJISIIUU; Cpeau 22-X TIpOoaHaJIU3UPOBAHHBIX
U30JITOB B 19 0OHapykuiav aHacToMo3bl [27]. JlornuHo
MPEIIOJ0XUTh, YTO B pe3yJIbTaTe aHAaCTOMO30B IIPOUC-
XOIUT TIepeMeIlIeHue sIIep, YTO BeIeT K 00pa3oBaHUIO
reTepoKaproOTUYHOrO Mulieiaus. B Haireir padboTe MBI
JloKaszaJiu, YTO MULIEJIMI rprda BKI0YaeT TeHeTUYe-
CKY HEOTHOPOAHBIE SIIpa, KOTOPhIE PA3MHOXKAIOTCS C
pa3HOII CKOPOCThIO, KOHKYPHUPYIOT MEXIy cO00ii, B
pe3yabTaTe Yero mraMMbl OTJIMYAIOTCA APYT OT Apyra
M0 COOTHOIIIEHUIO TEHETUYECKU PA3JIMYHBIX SIIEp B
MUIIEIINH.

ITonyueHHBIe pe3yabTaThl MTO3BOJISIIOT TO-HOBOMY
B3[JISTHYTh Ha MTPOOJIEMBI B U3yYeHUU U3MEHUYUBOCTHU
rpubOB — CeJIEKIUIO SJeP B TeTePOKApUOHAX U TIPO-
0J1eMy MHAMBUAYAJbHOCTHU y TpuOOB [42]. B naHHOi1
paboTe HaM yAajoch Ha MOJIEKYJISIPHOM YPOBHE TTPO-
JIEeMOHCTPUPOBATD MOSIBJIEHNE MUTOTUUECKUX U MEM1-
OTUYECKUX MOTOMKOB € Pa3JIMYHBIM COOTHOIIIEHEM
Pa3HOKAUYECTBEHHBIX SAEpP Y TeTepOKapuOTUYHOTO
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rpubda P. tritici-repentis. IHTepeCcHO, 9YTO Ha MaTepura-
Jie IITaMMOB U3 IMIPUPOIHBIX ITOMYJISLIUI MBI HEe Ha-
GTI01aJIM TIPEMMYIIECTBA B pa3MHOXKEHUM IS s1Iep,
HEeCYyILIUX reHbI-3(P¢EeKTOPHI, CKOpee HA00OPOT, OHU
COCTaBJISIJIM MEHBIIIYIO 4acTh OT OOIIEro ITyjia saep.
AHann3 CyOKJIIOHOB OTIEIbHBIX IITAMMOB, pa3jinda-
IOIINXCS TI0 KOMUITHOCTUA TeHOB-3(M(EKTOPOB, IO~
TBEPAWJI TIPEAIONOXEHNE, YTO YPOBEHb ITOJIMMOP-
¢du3Ma TaIIONIHBIX SAep SIBJISETCS CIeUU(GpUIHBIM
JIJIST KaXKIOTo IITaMMa.

I[Ipy wccnenoBaHUM TreTEePOKAPUOTUYHOCTU Y
rpuda Rhizophagus irregularis 6pl1a OOHapyxeHa 0oJiee
BBICOKasi BApMaOeIbHOCTb MEXY SIIpaMU B KOOUPY-
omx yyactkax JIHK, 1Mo cpaBHeHUIO ¢ HEKOIUPYIO-
MMM, YTO, II0 MHEHMIO aBTOPOB, YKa3bIBacT Ha
“(pyHKINMOHANBHYIO BaXXHOCTh” T€HETHMYECKOTO ITO-
Jqumopdusma saep y mrammoB R. irregularis [39]. B
9TOM KOHTEKCTe, (hyHKIMOHAIbHAS POJIb MOJIUMOP-
dusma smep I KUA3HEIESITEIbHOCTU IITaMMOB
P. tritici-repentis B cocTaBe TTOMYJISIIUU TPEOYeT Nallb-
Hellero u3ydyeHus. BoisiBlIeHHbIE HAMU paHee pas-
MY MeXay IurammaMu P. tritici-repentis o 3KcC-
npeccun reHoB 7ToxA m daxkTopa TpPaHCKPHUIIIINHA
PtrPf2xax in vitro, Tak v in planta [43, 44] MoryT OBITH
CBsI3aHBI C JOJIEN siIep, HECYIIMX 9TU T€HBI, B 00IIEM
yJie siaep y OTACIbHBIX U30JISITOB.

B zakiiroueHue cuuTaeM HYXXHBIM IMOTYEPKHYTh
3HAaYMMOCTh TeTepoKapuo3a Ui (PUTOIMAaTOreHHBIX
rpuOOB B Mpolieccax aganTallMi, OCBOEHUSI HOBBIX
pacTeHMi1-X03s1eB 1 OOMeHa reHeTUYeCKoii mH(pOop-
manueit mocpencreoM ITII. MMMeHHO KOHKypeHLIMS
sIep B IMPOLIECCE Pa3MHOXKEHUSI MU U 00pa3oBa-
HUSI KOHUAWU MTPUBOIUT K (POPMUPOBAHUIO KOHUIWM C
OTJINYAIOLIUMCS COOTHOLLIEHUEM SIIEP, HECYLIIUX pa3-
HBIe TCHETUYECKUE NETEPMUHAHTBI. DTOT MEXaHU3M
MOXKET BJIMSITh Ha 9KCIIPECCUIO T€HOB U UMETh (heHO-
TUIIMYECKOE BBIPAKEHNWE B arpeCCUBHOCTU U TaTO-
TEHHOCTH M30JISITOB. BOnmpoc 0 KOHKypeHILIUHU siIep B
TeTePOKAPUOHE B MPOLIECCE 3apaXeHUsl PACTCHUS
OCTaeTCsl OTKPBHITBIM U TpeOyeT AabHEHINNX UCCIe-
NOBaHUN.

HMccnenoBaHue BBITIOJIHEHO MpU
PO®U (rpant Ne 18-04-00128a).

Hacrosas craThsl He COAEPKUT KaKMX-JIU00 UC-
cJIeIOBaHUI C UCIIOJIb30BaHUEM B KaueCTBe OObEKTa
JKMBOTHBIX.

MoJACPXKKE

Hacrosmas craThsl He COIEPKUT KaKMX-JIU00 1C-
CJICIOBAHUI C yyacTueM B Ka4eCTBE OObEKTa JTIOACH.

ABTODBI 3asIBJISIIOT, 9YTO Y HUX HET KOH(MJIMKTA MH-
TEepPECOB.
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Nuclear Genetic Polymorphism in Pyrenophora tritici-repentis Strains
for ToxA and ToxB Effector Genes

N. V. Mironenko* *, A. S. Orina?, and N. M. Kovalenko“
2All- Russian Institute of Plant Protection, St. Petersburg, Pushkin, 196608 Russia
*e-mail: nina2601mir@mail.ru

Pyrenophora tritici-repentis is phytopathogenic fungus which forms specific phytotoxins encoded by the 7oxA
and 7ToxB genes. The aim of the study was to identify the genetic nuclear polymorphism on 7oxA and ToxB
genes as the evidence of the heterokaryotic condition of P. tritici-repentis strains. The novelty of the study was
the evaluation of proportion of nuclei with the 70xA4 or 7ToxB gene relative to total pool of nuclei with the ref-
erence gene ActI by quantitative PCR for detection of the heterokaryons. Twenty-one P. tritici-repentis strains
from three geographical populations, as well as mitotic (conidial) and meiotic generations of individual
strains (103 subclones) were analyzed in the study. The proportion of nuclei with the 7oxA4 gene in 70% of
P, tritici-repentis ToxA™ strains from the Kazakhstan population was in range of 0.24—0.65, which indicated
their heterokaryotic state. In the Greek population 20% of P. tritici-repentis ToxB" strains characterized by
the proportion of nuclei with 7oxB gene higher significantly than 1 were detected, while at least 40% of the
strains were also heterokaryotic. Probably the proportion of nuclei with effector genes is a genetically inher-
ited trait. A low polymorphism of the proportion of nuclei with effector genes among mitotic generation was
revealed. Whereas, a broader variability of the proportion of nuclei with 7ox4 among meiotic generation was
revealed. The functional role of nuclear polymorphism for the life of P. tritici-repentis isolates in the popula-

Keywords: fungi, Pyrenophora tritici-repentis, heterokaryons, effector gene, quantitative PCR, proportion of
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