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B 0030pe mnpuBeNEHBI COBPEMEHHBIE CBEACHHS IO Pa3HUYHBIM AacleKTaM pOCTa, PasBUTHS U
MATOJIOTHYECKOTO  TIPOIIECCa, BBI3BIBAEMOTO Y  PACTCHHWM  IMIICHHIBI  CyMYaThiM  TIPHOOM
Mycosphaerella graminicola. I'pu6 mnpencraBnsier cobo#t MOJEIbHBIH OOBEKT HCCIENOBAaHUN B
00J1acT UMMYHOJIOTHH PACTEHHH M SBJISAETCS BO30YIWTEIEM CENTOPHO3HON TSATHUCTOCTH JIHCTHEB,
OJTHOTO U3 HanboJee BPEIOHOCHBIX 3a00JICBAHUI MIIICHUIB, BRI3BIBAIONINX 10 50% MoTeph ypoKas B
CTpaHax C JOCTATOYHO BJIAKHBIM YMEPEHHBIM KiuMmaToM. [laroreHes 3a0oyieBaHMs YHUKAIBHBIN H
BKJIIOYAET JUTUTEIBHBIN GECCHMIITOMHBIN TIEPHO M TIOCIEIYIONIYIO OBICTPYIO HEKPOTH3AIMIO KIIETOK
JUCThEB MimeHuIpl. [lomymsimu M. graminicola uMmeroT yAMBUTENBHO CXOIHYIO CTPYKTYpY B
rmobagbHOM — MaciiTabe, B TO JK€ BpeMs HaOJIOJaeTCs  OKCTPAOPIMHAPHO  BBICOKAS
BHYTPHUIIOYJIAHOHHASL M3MEHYUBOCTD. Ceenenus o MOJIEKYIISIPHBIM MEXaHU3MaM
MaTOJOrMYECKOTO TPOoIlecca U YCTOMYMBOCTH PAaCTeHHiA Bee ente (parmentapubl. I[larorennocts M.
graminicola 3aBHCHT OT KOHCEPBATHUBHBIX BHYTPHKICTOYHBIX MyTeH Mepelayd CHIHAJIOB,
BKJIIOUYAIONMX  MHUTOTEH-aKTUBUPYEMble MPOTeMHKHMHA3bl, G-0elKH W MOpOTEMHKHMHasy A.
VCTONUMBOCTD PACTEHHUI HAUMHAET MPOABIATHCS OBICTPO, CITYCTS 3 9 TIOCIIE 3apaXKeHUs, U CBsI3aHa C
TPOYIIMPOBAHWEM aKTHBHBIX (OPM KHCIOpOIa, CHHTE30M PR-0GENKOB, OTIOKEHHEM B KIETOYHBIX
CTEHKaX KaJUIO3Bl W DKCIpPECCHell MHOTHX T'eHOB. ['MOenb TKaHed pacTeHW Ha TO3MHHMX 3Tamax
MaToreHesa, BEPOSTHO, OOYCIOBIEHA WHAYKIMEH TPUOOM pEakIMid CBEPXUyBCTBUTEIHHOCTH Y

BOCIIPUUMYUBBIX COPTOB paCTeHHﬁ.

KuoueBble ciaoBa: Mycosphaerella  graminicola,
YCMOUUUBOCMb, PeaKyusl
KUCI0pooa

CymyaTbIif rpub Mycosphaerella

graminicola (Fuckel) J. Schrét. in Cohn siBnsieTcs
BO30yIUTENEM CENITOPHO3HON MSATHUCTOCTH JINCTh-
eB mmieHnnsl (septoria leaf blotch of wheat). On
MOBCEMECTHO PACIPOCTPAHEH U TPEACTaBISET CO-
00#1 oJ1HOTO M3 HanboJee BPEJOHOCHBIX MTATOT€HOB
03MMOH M SIPOBOM NIIEHUIIBI, OCOOCHHO B 30HaX C
BIIQXKHBIM yMepeHHbIM kiaumaroMm (Eyal, 1999). B
VYkpauHe CenTopuo3 4alie BCEro BCTpEYaeTcsl B
necocrenHoi 30He U Ilonmecwe (Bymymnsn, 2003).
BebiBaembiii M. graminicola nemoGop yposkast
MoxkeT gocrurath 30-40% wu Oosee, CHmKaeTCs
take kadectBo 3epHa (Eyal et al.,, 1987; Ma-
proTin, PaBampuex 3iag bapakar, 2002).

Aopec ona koppecnondenyuu: lampait Cepreii Hukonaesuy,
Kadenpa MHKOJOTHH ¥ (UTOMMMYHOJIOTHH, XapbKOBCKUH
HalMOHANBHBIN yHUBepcuteT uM. B.H. Kapasuna, . CBobo-
I, 4, XapekoB, 61077, Ykpanna

Triticum, nonynayuy, NAMO2EHHOCY,
CBEPXUYBCBUMENbHOCIU, AKMUGHblEe Dopmbl

Coo01ieHHs 0 OTEPSX YPoKasi, BRI3BAHHBIX
M. graminicola, nepuogHUYECKH TTOSIBIISUTUCE,
HaunHas ¢ 1890-x romos (Shipton et al., 1971).
OHaKo TOJNBKO TIOCJIE BHEIPEHHUS! B IPOU3BOJICTBO
KapJIMKOBBIX BBICOKOYPOXKAWHBIX BOCHPUUMYHUBBIX
COPTOB, IPUMEHEHHUS BBICOKUX JI03 a30THBIX yI100-
pEeHul U Ipyrux INpUEMOB UHTEHCUBHOM arporex-
HUKH BO3/ICJIBIBAHHS, BO MHOTHX CTpaHax rpuo
CTaJI OCHOBHBIM ITaTOT€HOM IIICHHIIBI, HMEFOIHM
Haubosee BBICOKYIO BpenoHocHocTh (Eyal, 1999;
Scharen, 1999; Palmer, Skinner, 2002).

JI1st yCIIeNTHOTO BBIBEJICHHUS YCTOWYMBBIX K
CENTOPHO3Y COPTOB, pPa3pabOTKu 3S((HEKTUBHBIX
MPUEMOB KOHTPOJISL 3a00jieBaHHUs HEO0O0XOIMMO
riy0OKOe MOHUMaHHE Pa3IMYHBIX ACIEKTOB IATO-
reHe3a. OHAKO TOHKHME OCOOCHHOCTH MATOJOTH-
YECKOro MPOIECCa, MEXaHH3Mbl MATOTEHHOCTH B
BupysienTHoct M. graminicola ocrarorcst maso-
MOHATHBIMH. TOJIBKO B TIOCJIEHEE BpPEMS s HC-
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CJIEIOBATEIbCKUX LIEHTPOB OCYILECTBIISIET BBINIOJI-
HEHHE TPOTpaMM, NPHU3BAHHBIX MOMOJHUTH HAIIN
MO3HAHMS B TAaHHOM Botmpoce. BaxxHo, 4To matorexn
CTall MOJENBbHBIM OOBEKTOM, HM3yUY€HHE €ro OcCo-
OeHHOCTE BHOCHUT 3HAYMTENBHBIA BKJIAI B MOHH-
MaHHe B3aMMOOTHOIIIEHUI pacTeHui ¢ Bo30yanTe-
nsMu Oone3He M 3aKOHOMEPHOCTEH WMMYHHOM
peakuuu pactenmii (Palmer, Skinner, 2002; Deller
etal., 2010).

B wnacrosmiem o00630pe 0000mICHBI COBpe-
MEHHbIE CBeeHHus o Ouosnoruu M. graminicola u
OCOOEHHOCTSIX BBI3BIBAEMOI'0 TPUOOM IMaTOIOTHYE-
CKOT0 TIiporiecca.

ITopaxaroruii MIICHUIYY BO30YAUTEIh CEII-
TOpHO03a TUBEPTrUpOBal OT UCXOAHON JpeBHEN Mo-
MyJSIIAH, 3apaXkaBilei aukue 3maku, okoxo 10500
neT Hazan B paitone Cpemnero Boctoka. Cumrat-
pudeckas TUBEpreHIUsl COMpPOBOXKIAIaCh T€HETH-
yeckoi mudhepeHnranueil, 1 B HaCTOAIIEe BPEeMs,
[0 BCEH BUAUMOCTH, HPAKTHYECKH OTCYTCTBYET
TEeHETUYECKUI OOMEH MEXAy MOMyJSIUsIMU rpuda
Ha TIICHHULE M AUKOpacTymux 3nakax CpenHero
Boctoka, XOTs M OOHapy>XEHBI [OKa3aTelbCTBa
BO3MOYKHOTO ITOTOKA F'€HOB MEXIy HUMH (Zhan et
al., 2003; Stukenbrock et al., 2007).

M. graminicola mMoxeT 3apaxaTb Kak BCXO-
IIbl, TaK ¥ B3pocible pacTeHus. OOBIYHO MaToreH
3apakaeT JIMCThS, HO TAKKE MOXKET BHI3BIBATH IISAT-
HHUCTOCTH Ha OCTSX M KOJIOCKOBBIX demrysix. CuMi-
TOMBI 3a0oneBaHus (puc. 1) oOHapyXuBarOTCS B
BUJIE XapaKTEPHBIX TOPaXCHUH, COAepKaIlnuX
pacmosiokeHHble psaaMu nukHUAH (Shipton et al.,
1971; Wainshilbaum, Lipps, 1991).

M. graminicola me mmeer y3Kkoit crienuaiu-

3allMd U B C€CTCCTBCHHBLIX YCJIOBHUAX WU IPHU HUC-
KYCCTBCHHOM 3apa’XCHUU BBI3bIBACT 3a6oneBaHHe,
1Mo MeHbIeld Mepe, y 15 ponoB AMKOpacTymuX U
KyJIBTYPHBIX 3JIaKOB, B dYacTHocTH y Agropyron
spp., Agrostis spp., Brachypodium spp., Bromus
spp., Dactylis spp., Festuca spp., Hordeum spp.,
Glyceria spp., Poa spp., Secale cereale u Triticum
spp. (Brokenshire, 1975a; Eyal, 1999; Shipton et
al., 1971). Omnako, Mo Bceli BHIMMOCTH, HE BCE
3TH paCTeHHS MOTYT CIYXUTh 3(PPEeKTHUBHBIMU
AJIbTCPHATUBHBIMU XO35CBAMU IMATOTC€HA B CCTC-
CTBCHHBIX YyCJIOBUAX.

Takconomusa u mopghonozuueckue ocooven-
nocmu M. graminicola

[Taroren yacto ynmomMuHaeTcsi Mo aHaMopd-
HoM crammm kak Septoria tritici Rob. et Desm.
Anamopda Obuta onmcana Roberge u omybnmko-
BaHa Desmaziéres B 1842 romy (Cunfer, Ueng,
1999; Zadoks, 2002). Cymuatas cragus M.
graminicola 6suta onucana B EBporne emie B 1894
rogy (Cunfer, Ueng, 1999), omnako ona Obuia
UICHTU(HUIPOBAaHA Kak Teneomopda rpuda S.
tritici ronmbko B 1972 rony (Sanderson, 1972).

Mycosphaerella graminicola mpunamiexur
K mapcTBy Fungi, otmeny Ascomycota, mogotaeny
Pezizomycotina, xmaccy Dothideomycetes, mox-
kimaccy Dothideomycetidae, mopsaky Capnodiales,
cemetictey Mycosphaerellaceae, poxy Mycosphae-
rella (Schoch et al., 2006; Lumbsch, Huhndorf,
2007). B cootBeTcTBUM ¢ 0a30i maHHBIX Species
Fungorum, cuHOHMMamu sIBIISIIOTCs Septoria cur-
tisiana Sacc., S. graminum Desm., S. tritici Berk.
& M.A. Curtis, S. tritici var. lolicola R. Sprague &
Aar.G. Johnson, Sphaerella graminicola Fuckel.

Puc. 1. CenTopuo3Hasi NATHUCTOCTh HA JIMCTHSIX NIIEHULBI (A) H MOPa)keHNe, IOKPLITOE
NMMKHUJAMH NIaTOreHa KpynHsiM 1miianoM (b). lnuna npuBegennoro Ha ¢gporo b orpeska saucra
nmmeHnnsl — 1 cM.
(dotorpaduu CKOMMPOBAHBI U3 OTKPBITHIX pecypcoB MHTepHETa.

doto A: http://www.recolta.eu/img/Septoria-tritici-septorioza-pete-caracteristice-atac-grau.jpg
®oro B: http://www.omafra.gov.on.ca/french/crops/facts/90-008.htm).
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B ecTecTBEHHBIX YCIOBUSAX Ha MOPaXKEHHBIX
pacrenmsax M. graminicola dbopmupyer msa THIma
IUIOIOHOIIECHHUS: OeCIonoe, MPeICTaBIeHHOE MTHK-
HHUJAMH, U TI0JIOBOE IUIOJOHOIIEHHE B BUJIE TICEB-
JIOTEIHEB.

IIukangel Tprba MIAPOBHIIHBIE, PACTIONOXKE-
HBI PSIIaMU BIIOJNb JKMJIOK Ha 00EMX TTOBEPXHOCTSIX
JHUCTHEB CTPOTO TOJ YCTHHLIAMH, TEMHOOKpAIICH-
Hble, nuamerpoM 60-270 mxMm. IlukHOCTIOpHI Oec-
[[BETHBIC, HUTEBUIHBIE, MPSAMBIE I CIIErKa H30-
THyTBle, UMeIoT 3-7 cenT u pasmep 20-98x1,4-5
MkMm  (TerepeBHukoBa-babasun, 1987; Cunfer,
Ueng, 1999; Scharen, 1999). B ycrnoBusix BeICOKOH
BJIQXKHOCTH THKHOCTIOPBI BBIXOISAT W3 MUKHUI B
BUJE€ EIMHOTO0 THUAPOPOOHOTO CIU3UCTOTO MaTt-
pHUKCa, HA3IBAEMOTO ITUPPYCOM (Cirrus, MH. IUPPH
(cirri)) (Duncan, Howard, 2000). Iuppyc 3amiu-
I1acT NUKHOCIIOPEI OT BBICBIXaHUA U MPEIIATCTBYCT
npexaeBpeMeHHoMy ux mnpopactanuto (Cunfer,
1999).

[ToMuMO MUKHHUI HA TOPaKCHHBIX YaCTAX
pacTeHnii ObUIM OOHApYKEHBl MHKPOIHKHU/IBI
nmuametpoM 30-75 MKM, KOTOpBIE cojep annd Oec-
[IBETHBIE CJ1a00 MCKPHBJIECHHBIE CIOPHI Pa3MEpoOM
8-10,5x0,8-1 mxm (Harrower, 1976). Criopsl u3
MUKPOTIMKHU HE POPACTaiil HU HA MUTATEIbHBIX
cpenax, HM Ha IMOBEPXHOCTH JIHCTHEB ITIICHUIIBL.
B03MO0XHO, MHUKPONHMKHHUIBI MOTYT UIPaTh POJb
criepMariyes.

TenemopdHass  cramusi, HEPBOHAYAIHHO
HaiineHHass B Hooit 3emanaun B 1972 rony
(Sanderson, 1972), B manbHeiimiemM Oblia OOHApY-
JK€Ha TIPAKTHUYECKH Be3Je, TJIe BCTpedaeTcs Mmaro-
ren (cm. Hanpumep Hoorne et al., 2002; Verreet et
al., 1990; Halama, 1996; Eriksen, Munk, 2003;
Brown et al., 1978; Hunter et al., 1999). Tices-
JOTEIMH Pa3BUBAIOTCA OAMHOYHO, HIAPOBUJIHBEIE,
TEMHO-KOpUYHEBBIE, pa3smepoM  76-80x77-100
MKM. CyMKH OWTyHHKATHbIE, TPYIIEBUIHBIE, pa3-
MepoM 34-41x11-13 MKM, coaepx’aT BOCEMb acKo-
crnop. Ilapadussl oTCyTCTBYIOT. ACKOCIIOPHI IBYX-
KJIETOUHBIE, IPO3PAYHbIE, ILUTUNTHIESCKON (POPMBI,
OJlHa KJIETKa OOBIYHO HEMHOTO KpyIHEEe, WUMEIOT
pasmep 10-15%2,5-3 mxm (Sanderson, 1972).

B ducTBIX KyJbTypax TMOJIOBYIO CTalIuio
rpuba MOJy4YHUTh HE yIaeTcs, Mo KpailHel Mepe, B
HacTosmiee BpeMs. IlceBporerum oOpasyroTcss Ha
MEPTBBIX TKAHSAX JIMCTHEB B INpENEIax CENTOPHO3-
HBIX TOpaXEHWH, U HapUMep B ycIOBUsAX Benu-
KOOpUTaHMHM Ha O3WMOW TIIEHWIIE O00pa3oBaHUE
TICEBJIOTEIMIEB HAOJIIOJaeTCsI, B 3aBUCHMOCTH OT
MOTOJIHBIX YCIIOBUM, B HMHTepBaie oT 62 mo 95
nHelt moce Gopmuposanms mukaug (Hunter et al.,
1999).
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Pocm in vitro

I'pub sierko KynbTHBUpPYETCs iN Vitro; mMop-
(hosoro-KynbTypajgbHble 0OCOOEHHOCTH 3aBUCST OT
u3oiaTa rpuba U CocTaBa MUTaTeIbHOU cpeabl. M.
graminicola sBasercs TUMOP(HBIM OPraHU3MOM M
B TUITUYHOM CJIy4ae, MPHU IMOCEBE HA MUTATEIBHYIO
Cpely MHMKHOCIOpP HJIM acKocCIop, HaunHaeT (op-
MHpPOBATh JIPOXOKENOAOOHBIE KOJOHHH, COCTOS-
HIMe W3 TOYKYIOMIMXCS KIeToK. Jlamee KomoHUH
CTaHOBSTCS MMWICITHATEHOIO MU CMEIIAaHHOTO
(MHLENATEHO-IPOXIKETI0A00HOT0) THIA, HOpMU-
pyeTcs TeMHas CTpoMa, B KOTOPOW Pa3BHBAIOTCS
mukauael (Harrower, 1976; Kosanenko, 1977; Ca-
HuUHA W np., 1980; Manbko, I'mymenko, 1997).
[ToMHMO TOJHOLCHHBIX MHKHUJ, B YHCTOH KyJIb-
Type Tpub MoxeT (hopMUPOBaTH MOJOOHBIEC THK-
HHUJAM CTPYKTYpbI, HE COICp)Kallue MHKHOCIOP
(«riceBmomukHuABIY) (Kema, Annone, 1991).

OpnnHolt w3 Hambonee MONXOIAIINX ITHTA-
TEJBHBIX CPel, Ha KOTOPOW MPOUCXOAUT «THUIIHY-
HOe» pa3BuThe kononuit M. graminicola, sBisercs
KapTo(embHO-TeKCTPO3HBI WK  KapTodembHo-
TJIIOKO3HBIM arap. B To xe BpeMs, Hampumep, Ha
cpene Yameka-I/lokca r1pub pacter B BHIC
JIPOAOKEIIONOOHBIX KYJIBTYP CO CKYJAHBIM MHIICTH-
eM (Harrower, 1976; KoBanenko, 1977; Canuna u
np., 1980; Maunbko, ['mymenko, 1997).

Kuznennwtit yuxn

Kusuennsnii nuka M. graminicola moxasan
Ha puc. 2. BaxHelIIUM NepBUYHBIM HUCTOYHUKOM
MHQEKIUN SBJSIOTCS PACIPOCTPAHSIONIUECS TI0
BO3yXy ackocmopbl. OHU BBICBOOOXKIAIOTCS W3
3perbIX TCEBJOTEIMEB B TEYEHHWE BCETO roja, U
MacCOBOE OCaXKICHHE aCKOCIOp Ha TOCEBBHI IIIIIe-
HUIIBI B TIEPUOJI C aBI'YCTa 110 OKTSIOPh B CEBEPHOM
MONTyIApUX U ¢ (DeBpalIs 1O arpellb B F0)KHOM TI0-
JMyImapuyd UMeeT KPUTHIEeCKOe 3HAUYCHHE I WHU-
muupoBanust snuutoTrit (Shaw, Royle, 1989;
Eyal, 1999; Hunter et al., 1999; Scharen, 1999;
Bathgate, Loughman, 2001; Palmer, Skinner,
2002).

B03MOXHO, JOMONHUTEIBHBIM HCTOYHHKOM
NEPBUYHON MH(EKIMU MOTYT CIYXHUTb MHUKHOCIIO-
pBI, coepKaliyecs: B MAKHUIAX, OCTAIOIIUXCS Ha
pactutenbHBIX ocratkax (Brokenshire, 1975b).
OpHaKo TNHKHOCHOPBI MOTYT PACHpPOCTPAaHATHCS
TOJIBKO Ha HEOOJIbIINE PACCTOSHUA, U C HUMH CKO-
pee CBsi3aH MepeHOC WHPEKIMN ¢ HIKHUX JINCTHEB
Ha BEpXHHUE U ¢ OOJBHBIX PACTEHUH Ha 310POBHIC B
npezenax 1nocesa, YeM INepBUYHOE 3apaKeHUE pac-
tenuii (Shaw, Royle, 1989). B 10 ke BpeMst nmuk-
HOCIIOPBI MOTYT CJIY’)KUTh UCTOYHHKOM MEPBUYHOM
WH(EKIHUH, HATPUMED, B YCIOBUAX MOHOKYJIBTYPBI
TIIICHULIBI, TIPY HYJIEBO 00pabOTKe MOYBHI, a TaK-
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PacnpocTpaseHne BETpoM Ha
HOBbIE PACTEHUA MILSHULbI
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PacnpocTpaxeHue C
noMoubio Opbiar
[0XAA Ha HOBLIE

\ PacTeHKUA NIWEHNLbI
A shcipe PacnpocTpaHeHne ¢ NoMOLLEID
6pbiar 4OXKAA U BETPa
\
1 2 &
/ \
/ Acxocriopsl
l‘ ? ————’ PachpocTpaneHme C
| i HVDKHUX NTACTLEB Ha
g \,, BEpXHUE
\ PPSEE ( ARG
N —
CrepHsa Bcxoawl B3pocnbie pacTesns NWeHuLL!

Puc. 2. Kusnennsrii uuksa M. graminicola (ucmons3oBans! ganusie Palmer, Skinner, 2002).

JKe TPHU OJIM3KOM PACIIONIOKEHUH HOBBIX ITOCEBOB
HIICHUIBI K MOCEBaM IMPEIBIIYIIEro BereTannoH-
Horo neproza (Shaw, 1999).

Crnenyer mpUHUMAaTh BO BHUMAaHWE, 4TO
MOP(}OIOTHYIECKH CTPYKTYpPHI TOJOBOTO M Oecro-
JIOTO CIIOPOHOIICHHH TprOa TOBOJIBHO CXOJHBL, IO
9TOH TPUYMHE POJb MUKHOCIOP KaK HCTOYHHUKA
NEPBUYHOW HMHQEKIUN MOXKET OBITh OMIMOOYHO
HepPEOIIeHEeHa, a MOJIOBAsl CTAJUS MOXKET OCTaThCs
He3ameuennoii (Eyal et al., 1987).

HakoHen, mOTEHIMAIBHBIM  HUCTOYHHUKOM
MEPBUYHON MHOEKIUU MOTYT CIIYy)KUTh TaKKe Ce-
MeHa (Brokenshire, 1975c), xoTs moka3aTenbcTBa
3TOMY OTCYTCTBYIOT.

Postb IMKOPACTYIIUX 3J1aKOB Kak ajlbTepHa-
THUBHBIX X03sieB M. graminicola B uxuImupoBaHum
SMUPUTOTUI CENTOPHUO3a OCTAETCSA JTUCKYCCHOH-
HOH.

ITocitle mepBoOHAYANBHOTO 3apakeHUsT MOJIO-
JIBIX pacTeHWi HaOmro/aeTcsi JUIMTENbHBIN Oec-
CHUMIITOMHBIN TIEPUOJ], 3aTeM 3a00JIeBaHUE MPOSIB-
JsieTcsl Ha HWKHHUX JIUCTBSIX, B BUAE NOPAKEHHH,
conepkammx nukHUAB (Palmer, Skinner, 2002).
[Ipu NTMBHEBBIX JOXKSMX MTUKHOCTIOPHI IIEPEHOCSTCS
C HIDKHHUX JIUCTHEB Ha BEpXHHE (BEPTHKAJIBLHBIHA
TPaHCHOPT), a TAKXKe C OJHOTO PACTEHUs Ha JIpy-
roe (TOpPU3OHTAILHBIA TPAHCIOPT), oOecreunuBast
nporpeccupoBanue 3aboneBanus. [lepemerenue
3a00JIeBaHUs BBEPX 10 PACTEHHIO CUUTAETCS BaXK-
HBIM MOMEHTOM, OOYCIIOBJIMBAIONIMM BpPEJIOHOC-
HOCTh CENTOPHO03a — CTENEeHb MOpaXKeHus ¢uiaro-
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BOT0, IPeA(IIaroBOro U TPEThETO JINCTHEB IMIIICHH-
ObI ITOJHOCTBIO OHpGI[CJ'I?IIOT IIOTCHIHUAJIBHOC CHH-
kenue ypoxas (Shaw, Royle 1989; Shaw, Royle,
1993; Lovell et al., 1997; Hunter et al., 1999;
Palmer, Skinner, 2002).

[Toka3zaHo, 4TO B TEUEHUE OJJHOTO BETCTAIIU-
OHHOTO Tieproza (y O3UMOH MIICHUIIBI), K KOHILY
BereTanuu okoio 24% U30JATOB SIBISIIOTCS TIPO-
JYKTaMH TOJIOBOM PEKOMOWHAIIMN MCXOIHBIX H30-
JIATOB, 3apa3vuBIIMX PACTCHUA B HA4aJIC BEreTalm-
OHHOTO Tieproaa (Zhan et al., 1998). Takum obOpa-
30M, aCKOCIOPBI CIYaT HE TOJIBKO HCTOYHUKOM
MEPBUYHON MHPEKIMH, HO U 00ECTICUNBAIOT HOBBIC
3apakKeHHsl PACTCHHUIl B TEUCHHE OJHOTO IMEPHOa
Beretanuu (puc. 2).

Bauanue enemnux ycxzoem? Ha paszeumue
cenmopuosa

Baxneiiliee BIusHIE HAa JMHAMUKY M1ATOJIO-
THYECKOT0 TPOIIecca B MOCeBaxX MIICHUIBI OKa3bl-
BAaIOT TEMIIEpaTypa U JIUTEIbHOCTh BIQXKHOTO ITe-
puoja nocie 3apaxenus (Shipton et al., 1971).

JlateHTHBIH TIepuoj 3aboneBaHus (OT 3apa-
XKeHHUs1 10 (GOPMHUPOBAHUSI MEPBBIX MUKHU]) Baph-
UpYyeT B 3aBUCHUMOCTH OT COPTOBBIX 0COOCHHOCTEH,
BJII&YKHOCTH M TEMIEPATypbl U B MOJEIBHBIX JKC-
nepuMeHTax cocrasisut ot 15 1o 37 cyrok (Shaw,
1990; Viljanen-Rollinson et al., 2005).

MuHrManeHas TeMIeparypa, IpU KOTOPOM
NPOUCXOJUT PAa3BUTHE MATOTEHA, COCTABISET OKO-
1o 2,5°C (Lovell et al., 2004). Tlpu nu3MeHeHUU
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temneparypsl oT 11 g0 25°C pa3Butne 3aboneBa-
HUSl YCHUJIMBAJIOCh, HO TIPU POCTE TEMIEpaTypsl 10
29°C oHo pe3ko cHmKanock (Shipton et al., 1971;
Hess, Shaner, 1987; Wainshilbaum, Lipps, 1991,
Lovell et al., 2004).

3HAYUTENbHBIH 3PPEKT OKa3bIBACT TaKXKE
JUITENTLHOCTh ~ TIEpUOJIa  BBICOKOW  BIIQXKHOCTH
(6mmzkoit k¥ 100%) mocie 3apakeHHs: pa3BUTHE
3a00JIeBaHUS YCUIUBAIOCH TIPU YBEIIMYCHUH 3TOTO
nepuoaa ot 24 g0 96 ygacos (Hess, Shaner, 1987;
Chungu et al.,, 2001). Ilpu mepmome BBICOKOI
BJIQXKHOCTH MeHee 24 4acoB 3a00JIeBaHUE HE IMPO-
apisutock (Eyal et al., 1987).

OcgelieHne CHUKAET BEPOSTHOCThH 3apake-
HUS TIICHUIBI, HO CIIOCOOCTBYET Pa3BUTHIO 3a00-

JeBaHUS TIoclie BHeApeHus maroreHa (Shaw,
1991).

O0001ast, MOJKHO OTMETHTh, YTO 3a00JIeBa-
HUIO CIIOCOOCTBYET J0XKIJIMBas 00JIayHast TOT0/1a C
temneparypoii 20-25°C (Eyal et al., 1987).

Feuom, nonyaauuu uU  UIMEHUYUBOCHIb
Mycosphaerella graminicola

Pasmep remoma M. graminicola orenuBator
B 31-40 MIH, B 3aBUCHMMOCTH OT H30JIATa Tpuoda.
Uucino xpomocoMm cocrtasiser oT 14 go 21, ux
mmHa BapbupyeT oT 0,3 mo 6 mmu (McDonald,
Martinez, 1991; Mehrabi et al., 2007). Hecmotps
Ha pasziuuyus B OOIIMX pazMepax FeHOMa W YHcIe
XpOMOCOM, y H30JISITOB OTCYTCTBYIOT OTJIMYHS B
pocTe, pa3BUTHU U MATOT€HHOCTH; 3TO CBHIETEIIb-
CTBYET O TOM, 4TO reHoM Ha 17-22% sBnseTcs uz-
onsrrounsM (Mehrabi et al., 2007).

M. graminicola — rereporain4HbIi TPHO,
JUTS TIOJIOBOTO TpoIiecca He0OXO0IUMO B3aUMOJICH-
CTBHE JBYX W30JSTOB C MPOTHBOMOJIOKHBIMU THU-
mamMM  crapuBaHuWs.  Tum  crmapuBaHus M.
graminicola onpenensiercss aBYMsI pa3iUYHBIMUA
HETOMOJIOTUYHBIME aJutelsiMu  (nauoMopdamMu) B
eauHcTBeHHOM Jokyce (Kema et al., 1996¢).

WNnromopdsl THMa crapuBaHUsl aCKOMHIIE-
ToB 0003HayaroT kak MAT1-1 u MAT1-2 (Turgeon,
Yoder, 2000). ¥ Bcex HCCIEAOBAHHBIX K HACTOS-
[IeMy BPEMEHHM TIeTepOTAUINYHBIX ACKOMHIIETOB
uanomopdha MATI1-2 xoaupyeT eIUHCTBEHHBIH
JHK-cBs3pIBaromuii 0€10K, COAEpIKaIluii MOTHB
HMG-box. Ctpykrypa sxe MAT1-1 3aBucur ot cu-
cTeMaTHueckoro momjoxenusi rpuba (Turgeon,
Yoder, 2000).

O6a nokyca THna criapuBaHus ObLUTH H3yde-
Hel y M. graminicola. Jlokyc MAT1-2, kak u y
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JIPYTHX aCKOMHIIETOB, KOAUPYET OCIOK, UMEIOIIUN
nmomeHn HMG-box. Uanomopda MAT1-1 kogupyet
enuHcTBeHHBIN JIHK-cBsI3pIBaromuii O€IOK ¢ Tak
HaszblBaeMbIM 0-box MoTmBoM (Waalwijk et al.,

2002).

Wnromopdbl THNA CIApUBaHHS OKAa3bIBAIOT
BIMSIHUE HAa  BUPYJICHTHOCTh H30J7TOB M.
graminicola, a umenHo u30IATHI € ToKycom MAT1-
1 umeror Oojee BBICOKYIO BHUPYJIEHTHOCTb, YeM
u30JaThl ¢ JoKkycoM MAT1-2 (Zhan et al., 2007).
[IpyYuHBI TAKOTO Pa3iuyYdsi B BHPYJICHTHOCTH HE
CBSI3aHBI CO CLEIUICHHEM I'€HOB M OCTAIOTCS TOKa
HEU3BECTHBIMH.

Ananu3 pacrpeneneHus HINOMOP) THIA
CHapUBaHUs Y U30JSATOB rpuda, coOpaHHBIX Ha Ye-
THIpEX KOHTHHEHTAaX, MO3BOJMI YCTaHOBHTH, YTO,
Ha4yrHasg OT YPOBHA pa3HbIX NMKHUJ HAa OJHOM JIU-
CTC MUIICHUILBI, U 3aKaH4YMBasA YPOBHEM KOHTHHCH-
TOB, JIBa TUIIA CIIAPUBAHUs I'puda MPeICTaBICHBI B
MpUMEPHO paBHBIX KommdectBax (Zhan et al.,
2002). OTo AoKa3bIBAaeT, YTO IMOJIOBOE Pa3MHOXKeE-
HHE Ipuba NPOMCXOAUT MOBCEMECTHO, Be3le, T
3TOT MATOT€H BCTPEYaeTCs, AaXe B TEX PErHOHAX,
IJIe MCEBJOTEIMM MOKa HEe OOHApY)KEHbI. TOJIBKO
€XEroJHO IPOTEKAOIIMHA IMOJOBOW NPOLECC MO-
JKET TOMOTE€HU3UPOBATh YAacTOThl AJJIENIed THIIOB
CHapuBaHus, KOTOPbIE MOTJIM OBl OBITH CMELICHBI

IUKJIaMH OECroyioro pasMHoXxeHus (Zhan et al.,
2002).

leorpadmyeckn OTHANCHHBIC TMOMYJISAIUA
rpuba HMMEIOT HE TOJBKO PaBHOE COOTHOIICHUE
UAMOMOp(d THITOB CIIAPUBAHUS, HO M yIUBUTEIBHO
CXOJIHYI0O TCHETHUYECKYIO CTPYKTYypy MO JPYTHUM
JIOKyCcaM, KaKk Ha YpPOBHE OTJACJbHBIX PErrOHOB
(Boeger et al., 1993; Cordo et al., 2006), Tak u mpu
CpaBHEHHMU TOMYJSIMNA, COOpPaHHBIX Ha pa3HBIX
koHtuHeHTax (Linde et al., 2003; Zhan et al.,
2003). OTu naHHBIC YKa3bIBAIOT HA CYIIIECTBOBA-
HHUE MOTOKA TCHOB MEXIy MOMYJSIUSIMHU Ha TJ0-
0abHOM YpOBHE, BKJIIOYAs KOHTHHEHTAIbHBIM,
WHTCHCUBHOCTh KOTOPOTO JIOCTATOYHA JIJIS TOTO,
4TOOBI MPENOTBPATUTh 3HAYUTEIbHYIO AU depeH-
[HAIMIo TI0 JacToTaM ayiened (Zhan et al., 2003).
Hanbosmee o4yeBHOHBIM MEXaHM3MOM, OOJErdaro-
MM TMOTOK T€HOB MEXAy reorpaduuecku oTaa-
JICHHBIMU TIOMYJISIIUSIMH, SIBJIIETCS TEPEHOC BO3-
IyITHBIMU TIOTOKaM# ackocrop. Kpome toro, mo-
TOKY T'€HOB TOTEHIMAJILHO MOTYT CIIOCOOCTBOBAThH
albTEPHATHBHBIC X035€Ba Tpuda, XOTS POJb allb-
TEPHATUBHBIX XO035%€B B snuaeMuonoruun M.
graminicola ocraercs mI0Xo MOHATHON M TpedyeT
JlanpHeiero nzyuenus. Hakonen, ogHol U3 npu-
YHH TIOTOKA TEHOB MOTYT OBITh 3apakK€HHBIC CeMe-
Ha, KOTOPbIC TPAHCIIOPTUPYIOTCS U3 OJHOTO PEru-
ona B apyroi. Ommako, xors M. graminicola u
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MoXxeT 3apaxaTb cemeHa (Brokenshire, 1975c¢),
IIOKa HUKTO HE MOKa3aj, YTO M3 3apaXCHHBIX Ce-
MSIH BBIPACTalOT WH()UIMPOBAHHBIC CENTOPHO30M
pactenus (Boeger et al., 1993).

[ToBcemecTHOE MPOTEKAHHE IOJIOBOTO TPO-
1ecca MoATBEPIKIACTCS TAKKE TEM, YTO TeHETUYC-
cKasi CTpyKTypa nomyssiiuii M. graminicola omnpe-
JICJISICTCS. B OCHOBHOM TIOJIOBBIM Pa3MHOXCHHEM, a
HE €CTECTBEHHBIM OTOOPOM, 4TO OBLIO MPOJIEMOH-
CTPUPOBAHO B HCCIICJIOBAHUAK, B KOTOPBIX CpaB-
HUBAJIOCH BIHMSIHHE 3THX ABYX mporieccoB (Chen,
McDonald, 1996; McDonald et al., 1996).

HecmoTpss Ha CXOIHYIO TEHETHYECKYIO
CTPYKTYpY TPH CPaBHEHHU pPasHBIX MOMYJISIUH,
usomsaTel M. graminicola mposBistror skcTpaopau-
HApHO BBICOKYIO BHYTPHUIIOMYJISAIUOHHYIO I¢HETHU-
yeckyro u3MeHunBocTh (Linde et al., 2003; Razavi,
Hughes, 2004). B HexoTOphIX ciydasx pa3inda-
JIKCh HE TOJIbKO U30JISATHI, BHIACICHHBIC H3 Pa3HBIX
paCTeHI/Iﬁ Ha OJJHOM II0JIC UJIM M3 PAa3HBIX JIMCTHEB
OOHOr'0 paCTCHUA, HO JaXKE HU30JIATHI, BbIACICHHBIC
W3 Pa3HbIX MUKHWJ B TPE/ieiax OJHOTO MOpPaKeH-
HOro yvactka Ha jucre mmenuisl (McDonald,
Martinez, 1990; Linde et al., 2003).

I'eHeTHyeckas M3MEHYHMBOCTh CBsI3aHa B OC-
HOBHOM ¢ siiepHBIM reHomoM (Schnieder et al.,
2001; Zhan et al., 2003). Ha ypoBHE MUTOXOHIpH-
aThHOTO T€HOMa, W3MEHYHBOCTH Tpuba ObLIa Me-
HEe BBIpaXKEHA: CPEU U30JIATOB OBbLIU BBISBJICHBI
ceMp ramiotunoB MTAHK, wu3 koropeix 1Ba
HauboJyiee PacIpOCTPAaHEHHBIX BCTPEYANIMCH TPH-
MepHo y 93% m3onsaros (Zhan et al., 2003).

OCHOBHYIO pOJIb B HEOOBIYHO BBICOKOU Te-
HeTUuecKoi n3mendynBocti M. graminicola urpaer
MOJIOBOM TIpoIiecc, Oecronoe pa3MHOKEHHE BHO-
CHUT 3HAYUTEIBHO MECHBIIMN BKJIAJl B TEHETUYECKOEC
pasnoooOpasue (McDonald et al., 1995). Hekoro-
pbie xpomocombl M. graminicola He umeroT romo-
JIOTOB U MPH MEH03€ PACTIPEICISIOTCS CITyYailHbIM
oOpazom. [lockonbky OHM HE HPUCYTCTBYIOT TIO-
CTOAHHO B I'€HOME JAaHHOI'O OpraHu3sMa, 3TU XpoO-
MOCOMBI PacCMaTPUBAIOTCS KaK WU30BITOYHBIC, He-
CyIeCTBEHHbIC. B pe3ynbTare MoJIOBOro pa3MHO-
JKEHUsI Yy TOTOMCTBA HaOJFOJIAeTCsl BBICOKAsl CTe-
HEHb MOJMMOp(H3Ma YKCIa XPOMOCOM U pa3Mepa
XpOMOCOM, 4YTO 00ECIIEUMBACT BBICOKYIO ILIACTHY-
HocTh matorena (Wittenberg et al., 2009). Mou-
HBIM HCTOYHMKOM I€HETHYECKON M3MEHUYMBOCTH y
rpuba SIBISETCS TAKKE TPAHCHO3UPYIOUIMH diie-
MCHT, KOTOpBIﬁ AKTHUBCH KaK IIpU I10JIOBOM, TaK U
oecmonoMm pasmuokennu (Goodwin et al., 2001).

BO3MO)KHO, Ha MHKPOI3BOJJIIOIMOHHOM
YPOBHE MNPOUCXOAUT OIIPCACIICHHAsA CIICHHaIN3a-
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nus u3oistoB M. graminicola mo oTHomeHHIO K
COpPTaM W BHJaM ITIICHUIIBI, U TIPH BEIPOBHEHHOCTH
CTPYKTYpPBI MOIYJIALMA O HEUTpaIbHBIM IpHU3HA-
KaM, HaOJIOAAIOTCS Pa3IUyusl B BUPYJICHTHOCTH.
Tak, Ipu CpaBHEHWH 1O BUPYICHTHOCTH MOITYIs-
muit M. graminicola u3 Kanmugopuwn, Operona u
Texaca, u30mATEl OB B cpelHeM Ooyiee BHPY-
JICHTHBIMH ISl COPTOB, BBIPAIIUBACMBIX B TOH Ke
camoit reorpadudaeckoit 30He (Ahmed et al., 1995).
W3onsThl, BBIZCTICHHBIE W3 BOCIPHUMYHBEIX COp-
TOB IIICHUIIBI, UMENTH B CPeHEM Oo0Jiee BBICOKYIO
BUPYJICHTHOCTh TPH CPABHEHHH C U30JIATAMH, BBI-
JICTICHHBIMHA U3 YCTONYUBBIX COPTOB HIIU COPTOB C
MPOMEXYTOYHOH ycToiumBocThio (Ahmed et al.,
1996).

B cpemnem m3onaTe Tprba ¢ TBEpAOH IIIe-
HUIBl CUJIbHEE TOpa)kald copTa TBEpAOH MIIEeHU-
e, ueM Msarkoit (Van Ginkel, Scharen, 1988). ITpu
aHanuze mutoxoHnpuanbuoil JJHK n3onsaTos, BbI-
JeneHHbIX U3 coptoB msrkoi (Triticum aestivum)
u tBepaoi (T. turgidum) mmenun, ObUIM WICHTH-
¢bunypoBaHsl IeCTh ramoTunos. [Ipy MuHUMaNB-
HBIX pa3NIM4uAx B MoauMopdusMe IJIUHBI pe-
CTPUKIMOHHBIX (HParMEeHTOB JIOKYCOB SICPHOM
JHK, mexmy nByMs Tpymnmnamu H30JSTOB OBLTH
BBISIBJICHBI PA3JIMUUs B YACTOTE TaryIOTUIIOB MUTO-
xounpuanpHoit JIHK. Tammotun 4, xoTophlil co-
JIEPKUT YHUKAIbHYIO BCTaBKY UIMHOM MpPUMEPHO
3 ToH, OBUT BBISBJIEH TOJBKO y H30JIATOB, BbIIE-
JICHHBIX C TBEPIOW MIUEHMIBI, U OB JOMHUHHDPY-
IOIIMM Y M30JISTOB JaHHOUM rpymmsl (Zhan et al.,
2004). ABTOpBI TpeANoNaralT, YTO pa3Indus B
4acTOTE TraruioTunoB wmuroxoHapuansHor JHK
SBJIIETCSL PE3yJIbTaTOM JIEWCTBUS €CTECTBEHHOIO
otOopa.

HekoTopbie crieluanicThl Jaxe MpeiaraoT
pasnuuath B¢ pasHoBuaHocTH M. graminicola na
OCHOBAHHUM CIIELMAIU3alMd DTOr0 IaTOreHa IIo
oTHomIeHHI0 K BuaaM mireHuisl (Kema et al.,
1996b). 3aech, omHako, CleayeT OTMETUTh, YTO
3HAYUTEILHOE YMCIIO M30JIATOB I1aTOT€HA SIBJISIOT-
Csl BHUPYJIEHTHBIMH B OJMHAKOBOW CTEIEHH JUIs
HIMPOKOTO HAbOpa COPTOB Pa3HOTO MPOHUCXOXK]IC-
nus v Buga (Eyal et al., 1985; Eyal, 1999).

llumwwzut:ecxue acneKkmbsl namo.iocuve-
CKO020 npouyecca

OOmast cxema pa3BUTHsI CENTOPUO3a HA JIU-
CTBSIX TIICHMIIBI TOKa3aHa Ha pHC. 3.

[locne monanaHus Ha TMOBEPXHOCTb pacTe-
HUS-X035MHA aCKOCIIOp WM NMUKHOCIIOP, MPH J0-
CTaTOYHO MJIMTCIBHOM NIEPpHUOAC BBICOKOM BJIa)KHO-
ctu (Shaw, 1991), cmopsl cHavana MOYKYIOTCS,
00 cpa3y mpopacTaroT POCTKOBBIMU TpyOKaMu U
rudaMu MHLIENHS, KOTOPBIE PACIIPOCTPAHSIOTCSI 110
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Puc. 3. O0mas cxema pa3BUTHS CeNTOPHO3a HA JIMCThAX NMIIEHUIBI.

1-e cyr, xonumuu Mycosphaerella graminicola mpopacraror, GOPMHUPYIOT POCTKOBBIE TPYOKM M NPOHUKAIOT B
MOAYCTHUYHYIO TOJIOCTh Yepe3 YCThHLE. 3-€ CyT, MH(EKIMOHHbIe TH(Bl HAYMHAIOT KOJOHWU30BATh MOIYCTHUYHYIO
MOJIOCTh U PACHPOCTPAHSIOTCS B CTOPOHBI 10 MEKKIECTHHKAM B OKpPY)XaroLIMe TKAHH. 5-e €yT, MEXKICTOYHBIH pPOCT
WHOEKIMOHHBIX TH(), KaK JaTepalbHbld, TaKk M B DIyOHMHY OKPYXAaWOIIMX TKAaHEW, NPUBOAUT K KOJOHM3ALUH
MPUIETAIONX OAYCTBUYHBIX MOJIOCTEH. 7-€ CYT, NEePICHIMKYIAPHOE BETBJICHHE MH(PEKIMOHHBIX I'M() NPUBOIUT K
(hopMHPOBaHUIO MOJOOHBIX KOP3MHAM CIUIETEHHSM HH(EKIMOHHBIX TH(] M0 nepudepuyeckoi 4acTu MoJyCTbUYHON
nosiocTd. Havyarno mosiBieHuss MaKpOCKOIIMYECKHX CHMIITOMOB, H300paKeHHBIX Ha PUCYHKE B BHJIE TOUCYHOM 3aHUBKH,
BKJIIOYAIONIUX aBTO(IYOPECIEHIHUIO C MOCJIEAYIOIUM XJI0PO30M M HEKPO30M KJIETOK XO03iuHa. 9-€ CYT, «KOP3UHBD»
HHGPEKIHOHHBIX TH(, BBICTHIAIOIINX MOMYCTHHYHBIC MOJIOCTH, HAYMHAIOT 3allONHATHCSA IUIOTHOW TKaHBIO TIpHOa,
HHUIUUPYS 00pa3oBaHWE NHKHUA. [IpOMOIKAIOT YCHIMBATHCS MAKPOCKOMMYECKHE CHMIITOMBI, TaKhe Kak
aBTOQIIyOpECHCHIIMS ¥ XJIOPO3 KIETOK Xo3sMHa. l1l-e CyT, IMOJHOCTBIO CO3pPEBLIME NHKHHABL, OKPYKCHHbBIC
HApKOTH3UPOBAHHBIMH KIICTKAMH XO35IMHA, 3aMETHBl HEBOOPY)XCHHBIM TIJIA30M WM MOTYT BBIICNATH LUPPU MPH
MOMELICHUH BO BIIAXKHBIC YCI0BHA. MHPEKIMOHHBIE TH(BI MPOJOJDKAIOT PACHPOCTPAHSITHCS 1O JIMCTOBOM IUIACTHHKE.
(Ucnons3oBansl nanusie Duncan, Howard, 2000).

noBepxaocTH Jmcta (Cohen, Eyal, 1993; Duncan, 3apaKeHHe PAaCTEHHil IPOMCXOUT B OCHOB-
Howard, 2000; Kema et al., 1996a;). Panx uccneno-  youm gepes yersuna (Shipton et al., 1971; Cohen,
BaTE/ICH OTMEYAIOT, YTO rM(bl PacTyT B Ciydaii-  Eyal, 1993; Kema et al., 1996a; Duncan, Howard,
HoM HanpasieHnn (Kema et al., 1996a). B npyrux 2000), HO HaOJOAACTCS U IPSIMOE IIPOHUKHOBEHUE
ciyqasx ObLI OTMEYCH OPHCHTHPOBAHHBI POCT rpuba B pacTeHHE MEXKAY KIETKaMH 3MUICpPMHCA,
POCTKOBBIX TPYOOK, IIONIEPEK JTHHHOM OCH JTHCTh- 1o kpaifHell Mepe, ISl HEKOTOPBIX KOMOHHALMIA
CB TIICHHIIBI 10 HANPABJICHUIO K yCTHULAM, HUTO  copToB pacTeHuil W u3oisToB nmarorena (Rohel et
BEPOSITHO CBHJCTEIBCTBYET O peakuuy rpuba Ha al., 2001). Ilepen npoHnkHOBEeHHEM rprda Ha KOH-

turmMotponmyeckue curnansl (Cohen, Eyal, 1993;  yyxax POCTKOBBIX TPYGOK MOTYT (pOPMHPOBATHCS
Duncan, Howard, 2000).
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CTPYKTYPBI, HATIOMHHAIOIINE AlPECCOPUH, OJHAKO
MPOUCXOJUT TAKKe MPSIMOE MPOHHUKHOBEHHE TH(]
MEXTy 3aMBIKAIOIUMHU KJIETKaMH yCThUII, 0e3 00-
pasoBanust ampeccopueB (Cohen, Eyal, 1993;
Kema et al., 1996a; Duncan, Howard, 2000).

Uepe3 12-24 gaca mocie 3apakeHUS THDBI
rpuba KOJIOHM3YIOT TOJYCThUYHYIO IOJIOCTh, 3a-
TEM, 4Yepe3 JIBO€ CYTOK, IOCTUTAIOT KIETOK ME30-
¢umra (Duncan, Howard, 2000; Kema et al.,
1996a). B manpHelmeM THQBI pacpoCcTpaHIIOTCS
K TPWIETAIONUM K YYacTKy 3apaKCHHS TOJyCTh-
WYHBIM TIOJIOCTSIM, KOJIOHM3WPYS 3HAYHTEIHHBIN
Y9acTOK JIUCTA TOCTE €AMHUYHOTO COOBITHS TIPO-
HUKHOBeHUs B pacterue (Duncan, Howard, 2000).
I'uder rpuba pacTyT CTPOro MEKKIETOYHO, HE
(hopMupysT HUKAKAX MHUTAIONINX OPTaHOB THIIA Ta-
YCTOpUI.

Yepe3 5-6 cyTok mocie 3apakeHHs TH(BI
rpuba B TOMYCTHUYHBIX TOJOCTAX (OPMHUPYIOT
KapKac WIM CBOETO poJa KOP3WHY, YTO O3HAdaeT
Hadano (opMHUpOBaHUS MUKHHUIBL. Yepe3 6 CyTok
mocIie 3apakeHus HabIroaanach aBTOIIyopeCIeH-
IS KJIETOK XO3SMHA B BUE CHOPAJANYECKHX CKOII-
nenunit 10-20 kneTok me3odmiia U 2-3 KIETOK
SMIUACPMHCA, TPUIICTAOIINX K HOHYCTLHHHOﬁ I10-
noctu (Duncan, Howard, 2000).

Mo 7-8 cyTok mocie 3apakeHUs BUIUMBIX
CHMIITOMOB 3a0o0JieBanus 3aMeTHO He Opi10 (Kema
et al., 1996a; Duncan, Howard, 2000). B nais-
HeHIIeM Ha MUKPOCKOIIYECKOM U MaKpOCKOITHYe-
CKOM YpPOBHSIX CTaHOBHJICS 3aMETEH XJIOPO3 KIle-
TOK dSmujiepMuca. XJIOPOTUYHbBIE KIETKH JIHJEP-
MHCa Ha 3TOW CTaJMH BCerna ObUIM acCOIMMpPOBa-
HBI CO CKOIUICHHEM aBTO(IyOPECIUPYIONIUX Kile-
tok me3odpmuia (Duncan, Howard, 2000). K 9-m
CyTKaM OYaXXKH aBTO(MIYyOpeCUEHIINH HAYUHAIN
CIMBATHCA ¥ 00Pa30BHIBAThH OOJIBIINE PETUOHBI aB-
TO(IIYOPECIMPYIOIIUX KIECTOK Me30(huiia U 3IH-
nepmuca. K 11-M cyTkam 3T paHee aBToQIryopec-
UPYIOIINE KIETKA CTaHOBWJINCH HEKPOTHU3HUPO-
BaHHBIMU. B Teuenne uaTepBana ot 10 g0 12 mnei
MOCJIe 3apaXKEHHUsI, TPOUCXOAUT OOIIMPHAs THOEIh
KJIETOK XO3sIMHA, KOTOpas HWHIYNHUPYET NalbHEeMH-
IIyI0 KOJIOHH3ALUIO U B KOHEYHOM HTOTE CO3peBa-
nue mukaug (Kema et al, 1996a; Duncan,
Howard, 2000).

Monexynapusle u duoxumuueckue acnex-
mbl nAMo2eHHOCMuU 2puda

VY rpubOB, B TOM YHCIE€ M MATOTCHHBIX JUIS
pacTeHHil 1 KUBOTHBIX, B IIPOIlECCaX POCTa MU pas-
BHUTHS, a TAK)KE B MIATOTCHHOCTU U BUPYJIEHTHOCTH
KPUTUYECKUMH SIBISIFOTCS KOHCEPBAaTHUBHBIE CHUT-
HajbHBIE IIyTH, OIOCPEAOBAHHBIE  MUTOICH-
aKTUBHPYEMBIMU  TPOTEHMHKHWHA3amMu  (mitogen-
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activated protein kinase, MAP-kuHa3a) u npore-
WHKUHA30i A (Ha3piBaeMod Takke NTAMO®-
3aBHCHUMON MpoTemHKuHa30#) (Xu, 2000; Li et al.,
2007; Zhao et al., 2007). Baxxnast ponb 3THX myTe
B MIATOT€HHOCTH ObILIa MMOKa3aHa U ISl BO30yAuTE-
JISl CETTOPHO3a MIITEHHIIBI.

Kak 6but0 0oT™Meueno Beiiie, M. graminicola
ABJsieTCS. AUMOP(GHBIM OpPraHM3MOM M HayMHAET
pocT B mposxkenonooHon opme. Ha moBepxHOCTH
JHUCTBEB PACTCHUH B YCIOBHAX OTPAaHHYEHHOTO
HaJIM4Msl TUTATeNbHBIX BEHIECTB MPOUCXOIUT Tie-
PEKIIIOYEHNE OT APOACKEIIONOOHOr0 K MULEINAIIb-
HOMY pocty — (dopMe, KoTopasi sSBisieTcs WH(EK-
OUOHHOH Ui pacTeHHd. Y AuMop¢HBIX TpHOOB
CUTHaJbHAsl CeTh, KOHTPOJIMPYIOLIAs 3TO Iepe-
KIIIOUEHHE, SBIISETCSI KOHCEPBAaTUBHON U BKJIIOYAET
JIBa OCHOBHBbIE MyTH — uepe3 G-Oenku, tAM®D u
nporenHkuHazy A u uepe3 MAP-kuna3s! (Nadal et
al., 2008). KommnoHeHTbl o00Ooux TmyTed ObUIH
Haiizensl 1y M. graminicola.

Mytantsl M. graminicola mo reny MgHog1
pacTyT B BHJC MOYKYIOIIUXCS JAPOFOKEH, HE CIO-
COOHBI TIEPEKITIOYATHCS K MUIICTHATLHOMY POCTY H
3apaxkath pactenus (Mehrabi et al., 2006a). I'en
MgHogl xomupyer MAP-kuna3zy MgHogl u siBis-
ercs  oprojorom reHa Hogl Saccharomyces
cerevisiae. Takum o6paszom, MgHogl sBusercs
(akTOpOM TATOTEHHOCTH, YYacTBYIOUIEM B pery-
asinau aumopdusma y M. graminicola.

[IpumeuaTensHoO, uTo opTomoru Hogl mme-
I0TCSl Y psiia Opyrux (pUTOMaTOreHHBIX TPUOOB, B
YaCTHOCTH Colletotrichum lagenarium,
Magnaporthe grisea u Bipolaris oryzae, u myras-
ThI TI0 TeHy HOQl nmaHHBIX OpraHM3MOB OCTAIOTCSA
nmosiHocThi0 maroreHHbiMu (Dixon et al.,, 1999;
Kojima et al., 2004; Moriwaki et al., 2006). Oto
MO3BOJIET MPEANONIOKNTE, 4To HOgl urpaer Bax-
HYIO POJIb B MATOTE€HHOCTH TUMOpP(HBIX (uTomna-
TOTEHHBIX TPHOOB, HO HE UTPaeT POJH B MATOICH-
HOCTH y TIpuOOB, HE HMEIOIIUX AUMOpdHU3Ma
(Mehrabi et al., 2006a).

B perymsiimu tumopdusma rpuba yqacTByeT
TaK)X€ CUTHAJIBbHBINA MyTh, CBSI3aHHBIA ¢ HTAM® u
npoTenHKuHa30i A. IlepBoHayanbHO 3TOT MYTh
OBLT TIpOaHATM3MPOBAH MYTEM HAPYIICHHS T€HOB
KaTAINTHYECKOH M PETYJISATOPHOH CyOBeANHUIL
NpOTEeHMHKUHA3bl A, o0o3HaueHHbIX MQTpk2 wu
MgBcyl coorBerctBeHHO (Mehrabi, Kema, 2006).
B sToM ucciepoBaHuu OBUIO YCTaHOBJIEHO, YTO
MgTpk2 urpaer MO3WTHBHYIO POJib B PEryJISLUH
MUIENAATBHOTO POCTa, TOCKOJIBKY MYTAaHTHI II0
reny MgTpk2 He mepexiIroYannch K MHIETHATD-
HOMY POCTY Ha KapToQelbHO-IEeKCTPO3HOM arape.
Opnnako oHM (POpPMHPOBATM MHUIIETUI HA BOIHOM
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arape, B yCIOBUSIX, KOTOPbIE UMUTHPYIOT OCTHBIN
MUTATENLHBIMU BEIIECTBAMH CYOCTpaT Ha MOBEpX-
HOCTH JuCTheB. MyTantel MQTpK2 nponukamu B
pacTeHUs U KOJIOHU30BaIM ME30(DHIUI, HO HE ObUIN
CITOCOOHBIMH  (POPMHUPOBATh THUKHHUABI W WUMETH
MOHW)KEHHYIO BUPYJICHTHOCTD.

B panpHeiinieM Oblla IOKa3aHa BaykHAs
poirs B amMopduzmMe u maroreHHoctn M.
graminicola apyrux KOMIOHEHTOB 3TOTO CHUTHAJIb-
HOTO TYTH — TreTepoTpuMepHbiXx G-0eIKkoB U
TAM® (Mehrabi et al., 2009). ¥ rpuba Obiin
UACHTU(GULIUPOBAHBl TPU I'€HA, KOIUPYIOIUX TPH
cyosemunanipr Go (MgGpal, MgGpa2, MgGpa3),
W OJWMH TeH, Koaupytoumid cyosenuuumy G
(MgGpbl). Ten MgGpal HeraTHBHO peryiupyer
0o0pa3oBaHME HUTEH MULEIHS, TOCKOIbKY MYTaHT
MgGpal mnpoxyuupoBan 3HAuYMTENBHO Oosee
JUITMHHBIE CTIOPHI TI0 CPABHEHUIO C U30JISITOM JAHKO-
ro TUNAa Ha KapTO(eIbHO-IEKCTPO3HOM arape |
TJTFOKO3HO-IPOXKKeBOM oTBape. Myrantet MgGpa3
MIPOSIBIISUTA BBIPAXKEHHBIN APOAOKETOAOOHBIH POCT.
Bayrpuknerounsie ypoBan TAM® y MyTaHTOB
MgGpbl u MgGpa3 ObuTH CHHIKEHBI; 3TO YKa3bl-
BaeT Ha TO, 4TO 00a reHa MO3UTHBHO PETYIUPYIOT
nyTh TAM®. D10 mOATBEPXKAAETCA BOCCTAHOBIIE-
HUEM (EHOTHIA IUKOTO THIIA Y STHX MYTAaHTOB
npu pobaBieHun dK30reHHOTO UAM®D. YpoHH
UAM® y myrantoB MgGpal u H30JITOB AUKOTO
TUNA Pa3IM4aINCh HE3HAYUTENIBHO; BEPOSITHO
JIAaHHBII TeH HE 33JCICTBOBAH B PETYJSILIUU YPOB-
Hell TAM®. Ilarorennocts MytanTtoB MgGpal,
MgGpa3 u MgGpbl 6bla 3HaYUTEIBHO MOHKEHA
(Mehrabi et al., 2009).

Emte onHMM BasKHBIM (PaKTOPOM MATOr€HHO-
ctH sBisiercs red MAP-kunaset MgFus3, oprosor
rena Fus3 S. cerevisiae (Cousin et al., 2006). My-
TaHTBl 10 JaHHOMY T'€HY HpH pocte iN Vitro Ha
PaHHUX 3Tanax Pa3BUTUS KOJIOHWU HE OTIMYAIIUCDH
OT MTaMMOB JTMKOTO THTIA, OJTHAKO Ha OoJiee Mmo3I-
HHUX CTaJusIX UX POCT ObUI HapylleH, OHH HE CTa-
HOBWIMCh  MEJAHW3UPOBAaHHBIMM,  BBISBIISIIH
HapylIeHne OPHUEHTAIMU POCTa U HECIOCOOHOCTH
(hopMUPOBATH BO3MYIIHBIA MHUIEIHNA. DTH MyTaH-
ThI OBUTM HENAaTOTCHHBIMU JUIS PAacTeHUH Onarona-
ps HEeCrOoCOOHOCTH IPOHHWKATh Yepe3 YCTHHIIA.
Kpome aroro, myrantel mo MgFus3 ue ¢opmupo-
Banu nuKHUI. MQFUS3 MokeT mpeacTaBisiTh CO-
00l MybTH(YHKINOHANBHBIN (PaKTOp MaTOreHHO-
ctu M. graminicola (Cousin et al., 2006).

Haxkonen, Obl1 00HapyxeH Taxke reH MAP-
kuHa3bel MQSIt2, opronor rena Slt2 S. cerevisiae
(Mehrabi et al., 2006b). MyranuTts o reny MgSIt2
He 00pa3yloT BO3JYNIHOTO MHUIENUS M HE CTaHO-
BSITCS. MEJIAHU3UPOBAHHBIMHU TIPH POCTE HA KapTo-
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¢enpHO-IeKCcTpo3HOM arape. OOpa3zoBaHHE pOCT-
KOBBIX TPYOOK M TIPOHUKHOBEHHE B PACTEHUE ITUX
MYTaHTOB TPOHUCXOJUT TaK K€, KaK U y H30JIATOB
JUKOTO THUMA, OJHAKO TIOCIE TOMaJaHus B
MOyCTBUYHYIO TTOJIOCTH TH(BI Tprda OBLTH HECIIO-
COOHBI BETBHUTHCS W KOJOHH3MPOBATH ME30(DHIII.
Taxkum obpaszom, MgSIt2 sensercs eme oMHUM HO-
BbIM (pakTopoM mnaTtoreHHocT M. graminicola
(Mehrabi et al., 2006b).

OnHoi M3 BaKHBIX MPEINOCHUIOK MaTOreH-
moctr M. graminicola siensiercst HajM9re OCHOBHO-
ro Kiacca TpPaHCIOPTHBIX OENKOB ABC-
tpaucmoprepoB  (ATP-binding cassette (ABC)
transporters). JlaHHBIE O€NKH WrpaloT KIIOYEBYIO
poJib B 00CSCIICYCHHH YCTOWYMBOCTH (DPUTOMATOTCH-
HBIX TPHOOB K Pa3IMYHBIM TOKCUYHBIM BEILIECTBAM,
ocymecTBisis ux ynanenue nu3 kiertok (Dickinson,
2003). Y M. graminicola 6bu1a u3y4yeHa poipb maTu
reHoB ABC-tpancnioprepoB (MgAtrl...MgAtrS).
HccnenoBanusi moka3aid, YTO 3TH OCIKU BaXKHEI
JUTS 3aIUTHI OT TOKCHYHBIX JIJIsi Tprba COeIMHEHUIN
€CTECTBEHHOI'O M MICKYCCTBEHHOTO MPOUCXOK/ICHHS,
BKJIFOYAsl MpEAIoiaraeMoe 3allUuTHOE BEIIECTBO
MIIEHUIBI PE30PIHUH, a TAKXKE JAPYTUEC METAOOIUTHI
pacTeHuii, (yHTHIUIbI, aHTHOUOTHKH, MUKOTOKCH-
Hel (Zwiers, De Waard, 2000; Stergiopoulos et al.,
2003; Zwiers et al., 2003).

B marorennoctr M. graminicola, o Bceit Bu-
JIMMOCTH, BRXHYIO POJIb UTPAIOT BBIJCISIEMbIC TPH-
O0om TunponuTHyeckne (epmeHThl. [pubd mpomymu-
pyeT MHUPOKHH CIEKTP PEPMEHTOB, JICTPATUPYIOIIUX
KJIETOYHBIE CTEHKH PAaCTeHW — KcwiaHasbl, [3-1,3-
TJIFOKaHA3bl, TOJIMTAIAKTYPOHA3bl, LEeJUTIoNasbl, [3-
KCWJIO3WIa3bl W [-TalakTo3uasbl, a TakkKe o-
apabunosunasel (Douaiher et al., 2007a). beiia BEI-
sSIBJIEHa BBICOKAsl KOPPEISIIUS B aKTUBHOCTH (pepMEH-
TOB KCWJIAHA3HOTO W TIOJIUTaJIaKTYpPOHA3HOTO KOM-
IUIEKCOB IN Vitro mpu pocte rpuda Ha KUIKOM MUTa-
TENBHOM CpeJie ¢ TAKUMU KOMITOHEHTAMU BUPYJICHT-
HOCTH, KaK 4acToTa 00pa30BaHHUs U pa3Mep HEKPO30B
1 BpeMs1 (POPMHUPOBAHUS TTUKHU]T Tprla Ha 3apakKeH-
HeIX JHCTBsIX (Douaiher et al., 2007b). B HemaBHeit
pabote ObLIa MMOKa3aHa BBICOKAs KOPPEIISIIUS aKTHB-
HOCTH 3HJ10-P-1,4-KcriiaHasbl, KOTOPYI0 U30JAThl M.
graminicola Beizensumm in planta gepes 16-22 cyrok
1OCTIe 3apaKEHUs], C BEIIMYMHOW Pa3BUTHs OOJIE3HH
(Siah et al., 2010).

Monexynapnuvle u dGuoxumuueckue achnek-
mal ycmou4ueocmu pacmeHuil

VYcroitunBocTh pactenuii k Mycosphaerella
graminicola mposBiisieTcss B OrpaHMYSHUN WK 3a-
JICPIKKE pacIpOCTPAHECHUsI MTATOreHa B TKAHAX XO-
3sauHa U (popmupoBanus nukHu) (Palmer, Skinner,
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2002). OTHOCUTEIHLHO MEXaHH3MOB, OTBETCTBCH-
HBIX 3a MHrHOMpoBanme pocra M. graminicola y
YCTOHYMBBIX COPTOB TMIIEHHUIIBI, U3BECTHO OYEHB
Maro.

Y CTOMYMBOCTD MIIEHUIIBI K TPUOY SBISETCS
KOMITJIEKCHOHM, HEKOTOphIE COpTa UMEIOT OTIEIb-
HbI€ IOMMHAHTHBIE T€Hbl YCTOWYNBOCTH, TOTAA KaK
YCTOMYMBOCTH APYIHX OOYCIIOBIEHA HECKOJIBKUMHU
reHaMd, HMMEIOUIMMH  aAJUTHBHBIA 3 ¢eKT
(Palmer, Skinner, 2002). K coxanenuro, B0 MHO-
rUX IIyONMKalusix, B KOTOPBIX aHAIM3UPYIOTCS pe-
aKUUM YCTOMYMBOCTH MIICHUIBI K BO30YIUTENIO
CENTOpHO3a, OTCYTCTBYET TC€HETHYECKUH aHaIu3
YCTOMUMBOCTH pacTeHuil. M3-3a 3TOro momydeH-
HBIE PE3YJIbTaThl HE BCEIJa JIETKO WHTEPIPETHPO-
BaTh M 000011aTh. TeM He MEHEee, K HACTOAIIeMY
BPEMEHH HAKOIUICHBI Ba)KHbIE AAaHHBIC, KOTOpPBIE
BHOCSIT OIPEAEIICHHYIO SICHOCTb B 3Ty IIPOOJeMy.

[IpopacTanue MUKHOCTIOpP ¥ IPOHHKHOBEHHE
NaToreHa B IIOXYCTBUYHYIO MOJOCTh pPACTEHHS
IMPOUCXOJUTIM OJWHAKOBO Ha BOCIIPUMMYUBLIX H
ycroiumBbix coprax mmmeHuisl  (Cohen, Eyal,
1993; Kema et al., 1996a; Shetty et al., 2003).

['ICTOXMMHUYECKUMH HCCIIENOBAHUSIMH OBLIO
MOKa3aHO, YTO YCTOWYHMBOCTh IMIICHHIBI K CENTO-
pPHO3Y CBsi3aHa C YKPEIUICHUEM KJICTOYHBIX CTCHOK
pacTeHuid, a HMMEHHO C OTJIOKECHHEM KaJI03bl
(Cohen, Eyal, 1993; Kema et al., 1996a; Shetty et
al., 2009). JlurHudukauu KICTOYHBIX CTCHOK B
cllydae B3aUMOJICHCTBHS YCTOMYUBOrO COpTa IIIiIe-
auiel ¢ M. graminicola ne na6monaercs (Shetty et
al., 2009).

KonnuecTBeHHOE ompenencHue MULETUs
maToreHa B JIUCTBhAX yCTOﬁHHBBIX U BOCIIpUMMYH-
BbIX COPTOB IMIICHHUIBI ITOKa3ajlo, YTO Ha Hadallb-
HBIX 3Tanax 3apakeHUsl OHO ObUIO IPUMEPHO ONU-
HAKOBBIM, OJTHAKO B JAlbHEHIIEM, K MOMEHTY CO-
3p€BaHuA IMUKHUI, MacCa MHULCIUA Yy BOCIIPUHUM-
YUBBIX COPTOB Hadalla 3KCIIOHEHIMAJIbHO YBEIH-
YUBATHCS; 3TO YBEIMYEHHUE COMPOBOXKIAIOCH Mac-
COBBIM KOJUIAIICOM KJIETOK XO3sIMHA. Y yCTOWYH-
BBIX )K€ COPTOB POCT rprba OCTaHABIMBAJICS, Mac-
ca MHMLENMsS NPAKTHYECKH HE YBEIMYMBalIach M
MUKHUAAB HE (GOPMUPOBAIMCH WK (HOpMUPOBa-
JIUCh B He3HauuTeIbHOM KonmuecTBe (Kema et al.,
1996a; Pnini-Cohen et al., 2000; Shetty et al.,
2003; Keon et al., 2007).

YcTOMUMBOCTh pacTeHUil HE CBs3aHa C pe-
aknued cBepxuyBcTBuTenbHOCTH (Kema et al.,
1996a; Hammond-Kosack, Rudd, 2008). Boee To-
ro, KaK OyJIeT OKa3aHO HUXKE, CBEPXUYBCTBUTEb-
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HBII OTKJIMK MIICHUIIB B JAHHOM CITy4ae acCOIUU-
pPOBaH HE C YCTOHYHMBOCTBIO, a C BOCIIPHHMYHBO-
CTBIO PaCTEHHUM.

OpmHoit 3 Hanboyee paHHUX PEaKIWH, CBS-
3aHHBIX C YCTOWYHMBOCTBIO pacTeHHH K (uTOmaTo-
TeHHBIM OpraHu3Mam, SIBJSIETCSl 00pa3oBaHME aK-
THBHBIX (opM kuciopona (ADK), Hanbosee Baxk-
HBIMH U3 KOTOPBIX SIBJISIIOTCSI CYHNEPOKCHIHBIN
AQHUOH-PAJINKal, TUAPOKCUIBHBIA W THAPOKCHIIE-
POKCUIHBIN panuKanbl, a TaKke Hauboyiee J0JTo-
JKUBYIIAS U JIETKO OOHapy)KHMasi IIEPeKUCh BOZO-
pona (H,O,) (Hammond-Kosack, Jones, 1996).
A®K MoryT oKa3blBaTh HETOCPEACTBEHHOE aHTH-
MHUKpPOOHOE [€HCTBUE, a TAKXKE UTPAIOT KIFOUEBYIO
POJIb KaK CHUTHAJIBHBIE MOJIEKYNbl B KOOPIMHALIUU
JPYTuX peakUuid YCTOMYMBOCTH, BKJIKOYAsl PEak-
LU0 CBEPXYyBCTBUTENBHOCTH. [lpm 5TOM, 1O
MMEIOIUMCS B HACTOsIIEE BpeMs AaHHBIM, Iepe-
KHCh BOJIOPO/Ia HETOCPEICTBEHHO WM OIOCPEI0-
BaHHO MHTHOMpPYET POCT OMOTPO(HBIX MAaTOTEHOB,
HO OJIarompHsITCTBYET MaTOJOIMYECKOMY HpoLec-
cy, BbI3pIBaeMoMy Hekporpodamu (Van Kan,
2006; Shetty et al., 2008).

JHeranbupiii ananu3 obpazoBanus H,O, npu
3apaXeHUH BOCIPHUMMYHBOTO copTa Sevin
ycroiunBbix coptoB Stakado m Flame moxkasan,
410 710 11-M CyTOK mocie 3apakeHHsl 3HaUUTEIbHO
0oJblIe MEPEKUCH BOAOPO/Ia HAKATUIMBAIN YCTOM-
YHMBBIE COPTA [0 CPABHEHHUIO C BOCIIPUUMYHBBIMH.
Pacnpenenenue no Bpemenu u jokanuzanus H,O,
y Stakado koppenupoBajiy C OCTAaHOBKOW pOCTa
NaToreHa, yKasblBas Ha POJIb 3TOM MOJIEKYJbI B
ycroiunBocTH. OpHako Ha 13-15 cyTtkm mocne
uHOKyIsiun conepkanue H,O, 3HaunTensHo BO3-
pacraio yxe y BOCHPUMMYHBOTO COpTa U MPEBOC-
XOIUJIO €€ COJIEPKAHUE y YCTOHUMBBIX COPTOB, H
3TO COBMajajio ¢ 0Opa3oBaHMEM INHUKHUA M KOJI-
JlaricoM KiieTok xo3simHa (Shetty et al., 2003; Keon
et al., 2005; 2007).

Takum 00pa3oMm, MEpeKuch BOJAOPOAA Y
YCTOMYMBBIX COPTOB MIIEHHUIBI HAKAIUIMBACTCA Ha
paHHell 6eCCUMIITOMHON CTaJuH MaTOJIOIUIECKOTO
nporiecca ¥ TeM WM WHBIM CTIOCOOOM WHTHOUpPYET
poct u passute M. graminicola, o npu ¢popmu-
POBaHMM MUKHHUJI M THOEIM KIETOK YK€ BOCHpHU-
UMYHMBBIC PACTCHHS HAKAIUIMBAIOT €€ B 3HAYHUTEIb-
HbIX KonudecTBax. [Ipoucxoxnenne ADK ocraer-
CSl HEBBIICHEHHBIM, HO BEPOSATHO Y YCTOMUYMBBIX
COPTOB Ha paHHEW CTaJWW MaToreHe3a WX MpOJy-
[UPYeT pacTeHHe-XO035MH; HakoruieHne xxe ADK
Ha MO3AHEH CTaiuM, MOciie THOETH KIETOK Iie-
HUIIBI, BEPOSITHO OOYCIIOBICHO JAEATEILHOCTHIO
rpuba (Keon et al., 2005, 2007).
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Pone H,0, B ycToliunBocTy mimeHUIB kK M.
graminicola Opla moaTBEpIKIEHA B DKCIIEPHMEH-
TaxX, B KOTOPBIX B PacTEHWs yCTOWYHBOTO U BOC-
MPUAMYHBOTO COPTA TMOCTE 3apakeHus HHPUIb-
TPUPOBAIM TEPEKUCh BOJOPOJAa JHOO KaTajasy,
paspymaromyro H,O, (Shetty et al., 2007). Un-
(buIbTpAaIHs MEPEKUCH BOAOPO/Ia Jeajia pacTeHHs
0oiiee YCTOMUYMBBIMH, TOTAa KaK HHQUIBTPAIHS
KaTtayiasbl U MocpeacTBoM 3toro ynanenue H,O, B
3HAYUTEILHOW CTETICHW CHMKAla PEe3HCTEHTHOCTh
YCTOWUYUBOTO COPTA.

VY yCTOMYMBBIX COPTOB MILEHULBI TAKXKE MO-
Ka3aHO paHee 3HAYMTEIIbHOE YBEINYCHHE aKTHB-
HOocTH Tiepokcuaasel (Shetty et al., 2003). Bos-
MOYKHO, 3TOT (DepPMEHT 3aJeliCTBOBAH B 3allIUTHBIX
PEaKIusaX, CBA3aHHBIX C YKPEIUIEHHEM KJIETOYHBIX
cTeHoK. OJJHaKo He UCKIIIOYEHO TaKXe, YTO MEePOK-
cuja3a ABJSETCS OAHUM M3 UCTOUYHUKOB MEPEKHUCH
BOJIOPOZA, MOCKOIBKY (QOpMBI (hepMeHTa KIeTOY-
HOM CTEHKHM PAacTeHWHl SBIAIOTCS Ba)KHBIMU MPO-
myuenaramu  HyO, (Hammond-Kosack, Jones,
1996).

Ipu 3apaxeruun M. graminicola ycroiun-
BOU JIMHHMH MIICHUIIBI C TEHOM ycToitunBocTu Sth4
U BOCIIPUMMYHMBOM JMHUM, Yy YCTONYMBOW JIMHUU
ObUTa BBISBJIICHA 3KCIIPECCHUS CBA3AHHBIX C IaTore-
HezoMm (Pathogenesis-Related, PR) OenkoB, a
umeHHo PR-1, PR-2 u PR-5 (Ray et al., 2003). Kak
n3BecTHO, PR-Oenku skcmpeccupyrorcs y yCTO-
YHUBBIX PACTEHUH MOCIE 3apa’keHHUs NaTOreHaMu M
MPEMOJIOKUTETHHO UTPAIOT POJIb B 3aLIUTHBIX pe-
aKUIUsIX, XOTs (YHKIUHM LEJIOro psga MOJ0O0HBIX
OenkoB HesACHBI. B HacTosiiee BpeMsi NMpH3HAETCA
cymiectBoBanue 17 kimaccoB PR-0enkoB pactenui,
oenok PR-1 npenmnosnoxutensHo 00J1aaeT aHTHUT-
PUOHBIM 3(PPEKTOM M MMEeT HEM3BECTHBIE CBOM-
cTBa, Oenok PR-2 sBnsercs B-1,3-rmrokanas3oi, a
PR-5 orHOCHUTCS K TOMaTUH-IIONOOHBIM O€eJIKaMm
(Van Loon, Van Strien, 1999; Van Loon et al.,
2006).

Y yCTOMYMBOM JIMHUM MILIEHUIBI CPEIA IKC-
MPECCUPYIONINXCSI TEHOB Tak)Ke OB BBISBIICH I'eH
mucynbhuanzomMepassl — 0ejKa, KOTOPBIH SBISETCS
XOPOIIIO U3BECTHBIM MOJIEKYJIIPHBIM IIAIIEPOHOM U
KOMIIOHEHTOM MyTed TepeAayd CUTHAJIOB Y KH-
BOTHBIX, HO paHee He OblT YHOMSHYT KaK Y4aCTHHK
peakuuii ycroitunmBocTu y pactenuit (Ray et al.,
2003).

3aciry)KHBaeT 0COOOro YIIOMUHAHUS, 4YTO
OKCIIPECCHsI ITHX OCJIKOB TNPOUCXOAMIA CIYCTS
BCEro TpM 4aca mocie 3apaxkeHus. Takum oOpa-
30M, 3alIUTHBIA OTKJIMK IIICHUIBI HA 3apa)KeHHEe
M. graminicola HaunHaeT pa3BopauMBaThCS OYCHb
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6BICTpO, 3a0JITO 40 MPOHUKHOBCHUA rpH6a B pac-
TCHHA.

VYuacte PR-2 (B-1,3-rimtokanasel) B yCTOM-
YHUBOCTU PACTCHHUN K CENTOPUO3HON MSTHUCTOCTH
OBIJIO IONTBEPKACHO B HeaBHEH paboTte (Shetty et
al., 2009). HakoruieHme TpaHCKPHUIITOB COOTBET-
CTBYIOIIIETO I'e€HA Y YCTOMYMBOTO COPTA IMIICHUIIBI
Stakado nabnromanochk ObIcTpo, yke yepe3 24 u
noctie 3apakeHus. OcoOeHHO BBICOKAsi aKTHBHOCTh
B-1,3-rmrokaHa3bl  HaONMIOJANach B AlOILIACTHOM
JKUJKOCTH PACTCHUH TMIICHUIIBI, YTO CBUACTCIh-
CTBYET O JIOKAJTM30BAHHOM HAKOIUICHUH 3aIIUTHO-
ro OeiKa B HEMOCPEIACTBEHHON OJIM30CTH OT IaTO-
TeHa, KOTOPBIM TaK)Ke HAXOIUTCS B amoruiacte. B
MPOTUBOIIOJIOKHOCTh 3TOMY, YBEIUYCHUE AKTHB-
HOCTH JIAaHHOTO Oelika y BOCHPUUMYHUBOTO COpTa
Sevin HaOmoganock MO3AHO, TONBKO Yepe3 9 cyT
MOCJIE 3apakKeHUs, Mepell HEKPOTU3alMel TKaHeu
JICTHER.

BricBOOOXK 1aEMBIE B-1,3-rmroxaHa3oit
(hparMeHTHI B-TJIFOKaHOB (PUTONATOICHHBIX TPHOOB
SIBIISTFOTCS. OJTHUMH M3 XOPOIIO M3BECTHBIX JIHCHU-
TOPOB 3AIIUTHBIX PEaKIMid pacTeHWH (CM. HAIpH-
mep: He et al., 2007). O6paboTka BOCIPHUMYUBBIX
pacreHuii  mmeHWUs  ¢pparmeHTamu  B-1,3-
IIIOKAHOB M3 KJIETOUHBIX cTeHOK M. graminicola
NPUBOAMIA K MOJHOW YCTOWYHMBOCTH K 3a00JieBa-
HUIO MPH nociieayronieM 3apaxenuu (Shetty et al.,
2009).

IToMuMoO TIIFOKaHA3BI, B allOINIACTHOM KHI-
KOCTH YCTOHYMBOTO COpTa MIICHUIIBI HAKATUTUBAJI-
Csl TAKXKE TETBbIN Al TIIMKOMPOTEHHOB (THIA JKC-
TEHCUHA) ¥ apaOWHOTaIaKTaHOBBIX OenkoB (Shetty
et al., 2009). Bo3mMoxHO, 3TH O€JIKH HapsAy C KaJi-
JI030i MPUHUMAIOT y4YacTHE B YKPEIUIGHWHW Kile-
TOYHBIX CTCHOK PACTEHHH /MM B CBOErO poja
OsokupoBaHuM TH(] MuLETHs (UTOMATOTCHHOTO
rpuba, OrpaHWYMBasi JTOCTYMHOCTh MHUTATENbHBIX
BEIIIECTB M PACIPOCTPAHCHHE MATOreHa B TKAHAX
pacTeHusl.

Bxiag B ycTOMYMBOCTH MIIEHUIIBI BO3MOXK-
HO BHOCST BHEKJICTOYHBIC CEPUHOBBIC MPOTEA3bl,
MOCKOJIBKY Y BOCIIPHMMYHBOTO COpPTa 3apa)kKeHHe
NPUBOMIO K CHHYKEHHIO MPOTEa3HOH aKTHBHOCTH,
TOTJIa KaK Y YCTOHYMBOTO COPTa MPOUCXOHIIO €€
3HaumWTeNnpHOe yBeaudenue (Seggarra et al., 2002).

Kak oTMedeHO Bbllle, 3aUIUTHBIA OTKIIHK
HIIeHUIBI Ha 3apakenne M. graminicola naunnaet
pasBopauuBarbcsi OBICTPO, B TEUEHHWE CUUTAHHBIX
yacoB nocye 3apaxenus (Ray et al., 2003). Onna-
KO IIOJIHOE pa3BUTHE PEaKLM yCTOMYHMBOCTU Tpe-
OyeT 3HAYUTENBHO OOJiee IMTEILHOTO TepHoa.
JleTanbHbIl aHAU3 SKCIPECCUH T€HOB Y YCTOWYH-
BbIX COpTOB IueHuipl Tadinia (COAEPXKHUT TIeH
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ycroiunBoctu Sth4) u W7984 (comepxuT reH
ycrodumBocTr Sth8) M He MMEIOIINMX H3BECTHBIX
TeHOB YCTOWYMBOCTH K CENTOPHO3Y BOCIPHUUMYU-
BBIX copToB Yecora Rojo u Opata 85 BbisiBHI, 4TO
MPOTEKAaHUE PEaKIUl YCTOMYMBOCTU PACTECHHUS
oxBaThIBaeT mepuoj A0 18-24 cyT mocne 3apaxe-
Hus (Adhikaria et al., 2007). Y 3Tux copToB miie-
HULBI OBUIM BBISBJICHB PAaHHWUU W TIO3JHHUN THKH
9KCIPECCHU T'€HOB B YCTOMYMBBIX KOMOMHAIIMSIX.
YeTsipe reHa (XUTHHA3bI, (eHUIATAaHHHAMMOHNH-
nuasel, O0enka PR-1 u mepokcupassl) HaumHamu
9KCIPECCUPOBATHCA C BBICOKOW HMHTEHCHBHOCTHIO
Ha paHHeH (pase HaToJIOrMYEcKOoro mpolecca, ye-
pe3 3-24 4 mocie 3apaxkeHus1, HO UX IKCIIPECCUs HE
oOHapyXuBaJlach Ha OoJiee MO3MHUX dTanax. B To
JKe Bpems NeBATh Apyrux reHoB (ATdazsl, 6-
OKCH/JIa3bl OpaccHHOCTEPOU/IOB, NEeNTUANI-
nposiInM3oMepasbl, nepokcuaasel 2, 40S Oenka
pubdocom, AJ1®-rmoxo3onupodochoprnassl,
IPEoaraéMoro MHrMOUTOpa MpoTeassl, METHO-
HUHCYNTB(POKCHApPEAYKTa3sl U Oenka, MoJ00HOTOo
npenmectsenHuky PHKassr S) umenu 6umonans-
HBIH XapakTep 3KCIIPECCHH C PaHHUM (B mpenenax
1-3 cyt mocne 3apaxeHust) u mo3nHuM (12-24 cyr
nocyie 3apakeHus) MUKaMH Kak MUHUMYM Y OIHO-
r0 U3 IBYX YCTOMYMBBIX COPTOB. DKCIPECCHUS ITUX
F€HOB Y BOCIPHUUMYMBEIX COPTOB IIPOUCXOAMTIA HA
HU3KOM ypOBHE MJIM OTCYTCTBOBasa BooOie. ben-
KOBBI€ IIPOAYKTHI JaHHBIX T€HOB, KaK Ipearoara-
eTcsl, 3aJCICTBOBaHbl B PEAKIUIX YCTOMYMBOCTH B
Ka4dyeCTBEC aHTI/IMI/IKp06HI>IX arcHToB, NEPECAATIYNKOB
CUTHAJIOB  WJIM  PETYJSITOPHBIX  DJIEMEHTOB
(Adhikaria et al., 2007).

Takum oOpa3om, HECMOTPSI HA TO, YTO PEaAK-
[IUU YCTOMYUBOCTHU TIICHUIBI K TATOT€Hy WHHIIM-
UPYIOTCA O4Y€Hb OBICTPO, MX IOJIHOE MPOTEKAHHUE
TpeOyer 18-24 cyT; kK 3TOMYy BpeMEHH y BOCIIPH-
MMYMBBIX COPTOB MPOMCXOJIUT 3HAUUTENHHOE YBE-
JMYEHHE pocTa rpuda.

M. graminicola «nemunuunvlity HeKpo-
mpogh?

ITo crpaterun mapasutuzma M. graminicola
0OBIYHO OTHOCST K TeMHOMOTPOPHBIM MATOTeHAM
(Parbery, 1996; Rohel et al., 2001). DT0 anmpuopHo
03HAYaeT, YTO Ha HAYaJIbHOW OECCUMITOMHON (a-
3€ MaTOJIOTMYECKOro Ipolecca rpud pacteT Ouo-
TPO(HO W YCHENTHO MOIyYaeT MOCTYH K IMHUTATENb-
HBIM BEIIECTBaM JKHMBBIX TKaHel. Jlajnee maroreH
BBI3BIBACT KOJUIANIC W OOWIJIBHYIO HEKPOTH3AIUIO
TKaHeW X03sMHa 1o TUIy HekpoTpodos. [loka ere
Maj0 YTO HM3BECTHO OTHOCUTEIIbHO aKTUBHOCTHU
rpuba B 3T JABe (a3bl pocTa U Pa3BUTHS, & TAKKE
OTHOCHUTEIILHO IPUYHH, KOTOPHIE BBI3BIBAIOT TIEpe-
KIIIOYeHHEe OT OHOTPO(HOr0 K HEKPOTPODHHOMY
CTHIIIO NTapPa3UTUPOBAHUS.
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JleTanpHplld aHaAMU3 AKCHPECCUPYIOMIUXCS
TCHOB Irpruda 1 pacTeHus, a TaKKe COJCPIKaAHMSI MH-
TaTeNbHBIX BENICCTB B AaroIUIacTe MIIICHUIBI Ha
pasHBIX HJTamax MaTOJIOTHYEeCKOro mpolecca Io-
CTaBWJI TIOJT BOIIPOC CYIIECTBOBaHHE OHOTPOPHON
¢assr marorenesza (Keon et al., 2007). B teuenue
OeccuMNTOMHOM (a3l YBEIMYEHHUS KOJINYECTBA
rpuba B TKaHSIX MPAaKTUYECKH HE MPOUCXOIUT; B
amnoruIacTe MIICHUIBI OTCYTCTBYIOT METaOOIUTEHI,
KOTOpbIe TaToreH Mor Obl UCIONB30BaTh IS IH-
TaHus. Bo3M0OHO, B 3TOT nepuoj rpud UCHoib3y-
€T COOCTBEHHEBIC 3aIacHbIC BEIECTBA, B YACTHOCTH
nunuzpl. TOTBKO ¢ HAYAIOM HEKPOTH3AIMH KIETOK
pacTeHMii HauyMHAeTCs AaKTHUBHBIM poct M.
graminicola, compoBomaeMbIii moTepeit 1emoCT-
HOCTH MEMOpaH XO35MHA U MOSBJICHUEM B arloIuia-
cTe OOJBIIOr0 KOJIMYECTBA Pa3IUYHBIX MeTaboIIu-
TOB, KOTOpBIE TPUO MOXKET UCIIOJIL30BATh IS CBO-
ux Hyxa (Keon et al., 2007). B ato xe Bpems ma-
TOTEH HAYMHACT BBIACIATh THAPOIUTHYCCKUE
(bepMeHTHI, 32 cYeT ACHCTBHSA KOTOPHIX OH JOMOJI-
HUTEJIPHO O0ECIICUNBACTCS MUTATEIBHBIMU Bellle-
crBamu (Siah et al., 2010).

KiroueBsIM BOTIPOCOM, CBSI3aHHBIM C MeXa-
HI3Mamu narorenesa M. graminicola Ha miienwuie,
SBIISICTCS TIOHUMAaHUE TIPUYINH, KOTOPBIE TPUBOIAT
K HEKPOTH3allMU KJIETOK JIMCTHEB IIICHUIIBI MPHU
nepexoae rpuda OoT OECCHMITOMHOTO K HEKpO-
TpohHOMY crocoOy mapasutupoBaHusi. buorpod-
HBIE TIATOT€HBI (DOPMUPYIOT TOHKO OTPETYIHPO-
BaHHBIC B3aMMOJCHUCTBUS C PACTCHHUSMH, JIOOHMBa-
SICb TIOJYYEHUs MMHUTATENBHBIX BEIIECTB U3 JKUBBIX
KJIETOK XO3fWHA. Y CTOHYMBOCTh PacTeHHUH K OMO-
Tpodam OOBIYHO CBsI3aHA C PEAKIUEH CBEPXUYB-
CTBHUTEJBHOCTH, KOTOpast siBIsieTcs: popMoii 3arpo-
TpaMMUPOBAaHHOW KJIETOYHON THOENn — aronros3a
(Greenberg, Yao, 2004).

HexpoTpodb! ke, Kak Hoiaraiu, UCHONb3y-
10T «IpyOyI0 CHily», yOUBasi pacTUTEIbHbIE KICTKH
3a CYeT BBIACNCHHUS TOKCHHOB W/WJIM THAPOIUTHU-
4ecKHX (PepMEeHTOB, KOTOpbIE MPOCTO JIe30pTraHu-
3yIOT MeTabOMM3M XO35IMHA, a 3aTeM pasJiararoT
MEPTBbIE TKaHU THUIPOIUTHYECKUMU (epMEHTaMU
U TaKUM 00pa3oM TONYYaroT MHUTaTeNbHBIE Bellle-
CTBa JUIsl COOCTBEHHOTO pocTa U pa3BuTHs. OIHAKO
Takasi TOYKa 3pEeHUs] Ha HEKPOTPOPHIO OKa3alach
ype3MepHO  ympolleHHoW. HakamnuBarommecs
JIAaHHbIE CBUJICTENILCTBYIOT, YTO HEKPOTPOQHI Aeii-
CTBYIOT BECbMa TOHKO, BMEIIMBAsICh BO BHYTpPH-
KJIETOYHBIE CUT'HAJIbHBIE MYTH XO3IMHA U UHIYLU-
pysl CBEpXUyBCTBUTENbHBIA OTKIMK. ['0BOpst Opy-
THMH CJIOBaMH, HEKPOTpO(Bl MHIYIUPYIOT peakx-
LU0 YCTOMYMBOCTH y PacTEHUsI MU UCIOJB3YIOT €€
st cBoerr «Beironbly (Glazebrook, 2005; Van
Kan, 2006); npu 3TOM BbIACISEMbIE MHOTHMMH
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HeKpoTpodamMu creuuduyueckne u Hecneuudpuye-
ckre (PUTOTOKCHHBI SBJISIOTCS HE MPOCTO METabo-
JMYECKUMH SIaMH, & CBOETO pojia eTePMHUHAHTA-
MH HECOBMECTUMOCTH, WHIYIHPYIOIIUMU peaK-
[0 CBEPXUYYyBCTBUTENbHOCTH y x03seB (Wolpert
etal., 2002).

Peakuusi cBepX4yBCTBUTEIBHOCTH SIBIISCTCS
pE3yJIbTaTOM aKTHUBAIMU ONPECICHHBIX CUTHAIIb-
HBIX IyTel B KJIETKE PacTEeHHs, B YaCTHOCTHU Y pac-
TEHUN aKTUBHPYIOTCS romonorn MAP-knHa3
AtMPK6 u AtMPK3 apabumoncuca (Rudd et al.,
2008). IlopasutensHO, HO HEJABHO OBLIO OOHAPY-
KEHO, YTO B CIIy4ae BOCTIPHUMYHBOCTH ITIICHHUIIBI
k M. graminicola, npu nepeximodeHun rpuda ot
onoTpodHOI K HEKPOTpo(HOW CTpaTeruu mapasu-
TH3Ma, Y PaCTeHHH aKTHBUPYETCS NMPOTEHHKHHA3a
TaMPK3, romonor AtMPK3 (Rudd et al., 2008). V
YCTOMYMBOM NMIIEHULBI JaHHAs KWHA3a HE aKTHUBU-
pyercs. IlomuMo 3TOrO, HEKpOTH3aLUs KIETOK
NIICHUIB HAa MO3JHUAX dTalax IMaToreHe3a CoIpo-
Boxks1aeTcst HakorieHneM A®K u o MHoTUM Jpy-
MM OCOOCHHOCTSIM HAallOMHHAET PEaKIHIO CBEpX-
gyscreutensHocTr (Keon et al., 2007). Dtu daxter
NpUBEIH K Mpeanoioxkenuto, ¥ro M. graminicola
BelleT ce0si Kak HEKpOTpod, HHIYLHUPYIOIIUHA Y
NIICHUIB CBEPXUYBCTBUTENBHBIN OTKIHK, KOTO-
pBII B TaHHOM clly4yae He 3allHIlaeT pacTeHue, a,
HAao00OpOT, JeaeT ero BOCIPUUMYUBBIM K MaTore-
Hy. Anrmmiickue astopel (Hammond-Kosack,
Rudd, 2008; Deller et al., 2010) pa3paboranu mMo-
JIeNb B3amMojIeicTBHi meHniia—M. graminicola,
IPE/ICTaBICHHYIO Ha pHUC. 4.

B coorBerctBHM ¢ ATOM Momenpro M.
graminicola siBnsieTcsi B KOHEYHOM HUTOTE HEKpPO-
TPOGHBIM TATOTEHOM, KOTODPBIM, B OTIMYHE OT
OCTaJIbHBIX HEKPOTPO(OB, HMEET UINTEIbHBIH
OeccuMIITOMHEIN Tiepuo, Oonee 9 cyt. B atot me-
pPHO/ HAKAIUTUBAETCSl OYeHb HE3HAUMTENbHAsT OHO-
Macca rpuba, KaKk B cly4ae COBMECTHMMOCTH (BOC-
NPUUMYHUBOCTh), TaK U B CIy4ae HECOBMECTHMOMU
peakiuu (yCTOHYHMBOCTH). 3HAYUTEIBHOE YCHIe-
HHE pocTa Tpuba TMPOUCXOAUT OJHOBPEMEHHO C
peaknuell CBEpX4yBCTBUTEIBLHOCTH M AKTUBALMEH
TaMPK3 B ciy4yae BocipuuMYHBBIX pacTeHnid. Hu
MepBOe, HU BTOPOE COOBITHE HE MPOUCXOIAT Y
YCTOHMYMBBIX PaCTEHH, U B 3TOM CIIy4ae 3aMETHO-
ro YBEIWYCHHUSI MacChl IaTOreHa He HaOroaeTcs.
BocnpurM4YnBOCTh MINIEHUIBI ABISETCS pe3yibTa-
TOM «IepexBaTa» TpuOOM CUTHAJIbHBIX ITyTel pac-
TEHHs, CBS3aHHBIX C YCTOMYMBOCTBIO (BKIIOYAS
OKHCIIUTENBHYIO BCIBIIIKY), KOTOpPBIE B HOpME
3¢ dexTrBHBI 10 OTHOMIEHUIO K OnoTpodam. Kirro-
YEeBBIM MTOTOM TaKUX COOBITHH SIBISAETCS MOTEPS
[EJOCTHOCTH MeMOpaH XO3SIMHA, YTO MPUBOJIUT K
BBIXO/Iy B aIrlOIUIaCT MUTATEIBHBIX BEIIECTB, KOTO-
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pble paHee OBUIM HENOCTMXKUMBI A1 Tpuda. B ciy-
Yae YCTOMYMBOCTH IIICHHIBI MPOMCXOMUT B3au-
MOZIEHCTBHE TIOKa elle He MACHTH(UIMPOBAHHBIX
OenkoB ycroiumBoctd (R) um aBUpyneHTHOCTH
(Avr), KoTOpoe TPSMO WM KOCBEHHO TPEIOTBpA-
IAI0T BCE AT COOBITHA.

Ora wMojens mpennonaraeT, 4ro M.
graminicola mpoxyuupyet TokcuHbl W/iau 3G pek-
TOPBI, KOTOPBHIE HHAYLUPYIOT PEaKIHI0 CBEPXUyB-
CTBUTENHFHOCTH W akTHBHPYIOT TaMPK3 mmenn-
IBl, @ TaKKe TO, YTO KJIETKU JHCTHEB MIICHHIIBI
HUMEIOT MOJIEKYJIIPHYIO MUILIEHb WIA MHIICHU JUIS
aTHX 3 PEeKTOPOB.

Iloka, omHako, OTCYTCTBYIOT JOKa3aTellb-
CTBa BbIIENEHUS (PUTOTOKCHHOB JaHHBIM MaTore-
HoM. TaxKe 1MOKa He BBISBICHBI pyrue KaHIuIa-
THI HA UHIYKIMIO HEKPO30B Yy MuIeHunsl. [Ipu ana-
JM3e TOJHOM TMOCNeA0BaTeIbHOCTH TeHOMa Tpuda
ob1 BesBIeH TeH MQNLP, xommpyrommmit Gemox
cemeiictBa NLP (necrosis and ethylene-inducing
peptide 1 (Nepl)-like protein family (NLP))
(Motteram et al., 2009). benku NLP mpoxymupy-
10TCsI OaKTepUSIMH, OOMUIIETAMU M TPUOaMH U BBI-
3BIBAIOT HEKPO3bI Y IBYIOJIBHBIX PaCTEHHA, 3amyc-
Kasl peaklnio CBEPXUYBCTBUTEIBHOCTH M PSIJI CHUT-
HaJbHBIX MYTEH, CBSA3AHHBIX C PEAKLUSIMU YCTOU-
ynBoctu (Pemberton, Salmond, 2004). Oxnako 5tH
OCNTKW HEaKTHBHBI Y OJHOJOJBHBIX PAacTEeHHH, W,
xotsa reH MgNLP HaumHaer skcripeccHpoBaThCs B
KOHIIe OecCHMITTOMHO# (ha3bl maToreHesa, a OeoK
MgNLP Bbi3biBacT Hekpo3bl y Arabidopsis, on He
NpPOSBIAET HUKAKOW AKTHBHOCTH B OTHOIICHHH
HIICHUIBI, ¥ MyTaHTel M. graminicola ¢ ymasen-
HbIM TeHOM MQNLP He BbIABISIIM CHMXKEHHS BU-
pynentaoctu (Motteram et al., 2009).

B mocnengnee Bpemsi BHIMaHWE HCCIIEIOBA-
TeJel MpUBIEKIIa TPYIIa «BHEITHUX)» OEIKOB, KO-
TOPBIC BBIIEISIFOTCS MaTOICHHBIMU rprdaMu U 3asi-
KOPEHBI B KIIETOYHOW MeMOpaHe WJIH WHTETPUPO-
BaHBI B KJIETOYHbIE CTeHKHU. [lOBEBINIEHHOE BHUMA-
HUE BBI3BIBACT OTJICJIBHBIN KJIACC 3TUX OEJIKOB, T'e-
Hbl KOTOPBIX KOJUPYIOT BHYTPUI'CHHBIC MOBTOPHI
aMUHOKHCIIOTHBIX TIOCJIEIOBATEIBHOCTEH, Oepy-
M€ MPOUCXOXKICHUE OT JUIMHHBIX TaHIEMHBIX T10-
BTOPOB  IOCJICIOBATCIBHOCTEH  HYKJICOTHJIIOB
(Verstrepen et al., 2005; Levdansky et al., 2007). ¥
rpuOOB, MATOT€HHBIX JUISl KUBOTHBIX, TH OEIKU
MOJYJIMPYIOT HMMMYHHBIH OTKJIHK, CIIOCOOCTBYS
3apaXCHUI0 W KoyoHm3anuu xo3suHa (Nather,
Munro, 2008). B rerome M. graminicola Obu1 BBI-
SIBJICH P TOAOOHBIX TEHOB, O0O03HAYCHHBIX
MgTRPs (M. graminicola Tandem Repeat
Proteins) (Rudd et al., 2010), 23 rena ObuTH TIPO-
aHaJIM3UPOBaHbI Oojiee JeTanbHO. [louTn Bce OHU
aKcHpeccupyroTes in planta, u, 9ro mpumedaTens-
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Puc. 4. Mogenb, WITIOCTPUPYIOIIAS

cOObITHSI, KOTOpPbIE MPOUCXOAAT B

TaMAPK3 JHCTe MNUIIEHHIbI NPH BOCIHPUHMM-

TaMPK6 YMBOCTH M YCTOWYMBOCTH K
MuweHs (1) Mycosphaerella graminicola.

m‘:’m B mozenu mpeamonaraercsi, 4TO MHILEHHU

Ui cnenu(uIeckoro TokcuHa  (-0B)/

addexTopa (-0B) rpuba MPHUCYTCTBYIOT B

3Il0p0B0171 KJIICTKEC PpacTCHHsA, BMECTC C

OTHOCHUTENILHO  OOJBIIMM  KOJIMYECTBOM

6enxa TaMPK6 no cpaBHeHHIO ¢ ypoBHEM

3nopoBas KneTka pacTeHus

KneTka BocnpuMmMunBoro pacteHus > 9 c.n.u.

AGKE <~~~ »*TaMAPKff Oenka TaMPK3 (uto MOKa3aHo
5 :;»(:_:\ TaMPK6 \\ pasnuuHbIM pa3MepoM OykB). Ilpu Boc-
- \Mﬂlﬂeﬁb(-ﬂ) MPUAMYABOCTA K OOJE3HH, MPHUMEPHO
TOKCHHA/ *=1— ToKCHH(-b1)/
adbcpextopa [ schcpextop(-bi) yepe3 9 cyTOK mocie HHOKYIAMH (C.IL1.),
HaOmromatoTcsi OOpaTHBIE W3MEHEHHS B
I I I I l I I I I l I ypoBHsIX MAP-kuHa3HBIX OenkoB. Ha sToit
‘ ; ; & ‘ & & & ‘ ! ; cragun y rpn6a CTUMYJINPYETCA
BbIcBoGOXAEHMe COAEPKUMOrO KNETKN pacTeHns B anonnact npoaynrpoOBaHUE K HACTOALIEMY BPEMCHU
HEUJCHTH(OUIIMPOBAHHOTO TOKCHHA (-OB)
w/umn  addekropa  (-0B),  KOTOpBIE

WHIAYUUPYIOT MIOCTTPAHCIAIMOHHYIO
aktuBanuio  TaMPK3. Dt coObltus
MPOXOJAT OJHOBPEMEHHO C aKTHBAIUei
3aMpoOrpaMMHUPOBAHHON THOCIH  KJIETKU

(3T'K), KOTOpas TaKxKe MOXET

CirHanb1 okpyKaoLei cpeab! MHIYIUPOBAThCS TeHEpalMell aKTHBHBIX
(HanpuUMep HeAOCTATOK MUTATENLHBIX BelWecTs?) dopm kucinopoma (ADK). Pesymprarom
BCETO 3TOTO SIBISIETCSI norepst

KneTka ycToiuuBoro pactexus > 9 c.n.u. LCTOCTHOCTH ~ MEMOpaH — XO3fMHA M
BBICBOOOX/ICHUE MUTATEIbHBIX BELICCTB

TaMAPK3 | Avr-R? U3 MOrMbaroNIMX KJIETOK PACTEHHs, YTO
TaMPKé * AVr-R? CIOCOOCTBYET pPOCTY W OCCIOIOMY
A Tokeun(-sl) Pa3sMHOXEHHUIO Tpuda. HOJ:[OGHLIGVOTKJ'II/IKI/I

ToKCHHal 3pdextop(-b)  HE  IPOUCXOAAT IPU  YCTOMYMBOCTHU

athdextopa pacteHuil. Bo3MoKHbIE CalThl 3alIUTHOTO

JIEHCTBUS COOTBETCTBYIOIINX KOMOWHAIIHI

Avr-R? OenkoB  Avr-R  mokasanel B BHIE

MapayieNbHBIX  EPEKPECTHBIX  JIHHU.
PesynbTaToM  SBISETCS  OTCYTCTBHE
peakimu  KIETKM  pacTeHWs  TpH
YCTONYMBOCTH U OTPAHWYEHHE KOJHYECTBA
MUTATENIbHBIX BEUIECTB, IOCTYITHBIX TPUOY,
4TO IPEJOTBPAIAET €ro JajibHeNyto
nposudepanuto. (Mcmons30BaHbl  JaHHBIE
Hammond-Kosack, Rudd, 2008).

CurHanb! okpyxatolei cpefbl
(Hanpumep HeAOCTaTOK NUTaTENbHbIX BEWECTB?)

HO, TIMK JKCIIPECCHU TPUXOTUTCS Ha KOHel| Oec-
CHUMIITOMHOTO 3Tara naToreHe3a u Havalio o0Immp-
HOW HEKPOTH3AlMH TKAHEH JUCTHEB MIICHUIIBI Y
BOCIIPUMMYMBOTO COpPTa MILIEHUIIBI. Y yCTOMYMBO-
rO cOpTa 3KCIpeccHsl JIAHHBIX TeHOB He Halrona-
eTcsi, 3a eIMHCTBeHHBIM HckimroueHuem (Rudd et
al., 2010). XoTs posb B maroreHese moka He ycra-
HOBJICHAa HU Yy OJIHOTO W3 3TUX OEJKOB, MpPEJCTaB-
JSETCSI BIOJHE BO3MOXHBIM, 4YTO WHAYKIUS
HEKPO30B PACTeHUH CBA3aHA C OeJIKaMH, KOAUpYe-
MbiMu TeHamu Mg TRPS.

3akxnouenue

Nsyuenue naroreHesa M. graminicola mpu-
BEJIO K 3HAYMTEJIBHOMY IPOrpeccy B HOHUMaHHU
B3aMMOJICHCTBHSI MATOreHa C MIICHHICH, OIHAKO
uH(pOpMALUS O MOJICKYJSIPHBIX  OMOXUMHYECKUX
acIieKTax IaTOJIOTHYECKOro IpOoIecca U MeXaHH3-
Max yCTOHYMBOCTH XO3SMHA OCTaercs (parMeH-
TapHOM.
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[IpennoxxeHHast aHTTHICKUMH — CIICITAAIIH-
cTaMu MoAelb (puc. 4) IpaBIoONog00HO OOBSICHICT
MPUYUHBI HEKPOTU3AINU KJIETOK IIISHUIIBI, OHA-
KO OHAa TpeOyeT JAalbHEHIINX MPOBEPOK U pa3BH-
Tisi. B yacTHOCTH, B Heli He OOBICHIETCS TOT
(akT, 9TO pa3sNUIHUI MEXAY YCTOMYMBBIMHA U BOC-
MPUUMYHUBBIMUA COPTAMHU TIIIEHUIIBI HAOJIONAIOTCS
CITyCTsl CYMTaHHBIC Yachl nocie 3apaxeHus (Ray et
al., 2003). Kakue MojeKyssl MaToreHa BOCIPHHH-
MAaloT B 3TO BpeMs OeNKH YCTOHYHMBOCTH IIICHH-
1pl? YTO MpencTaBisiOT coOoi 3Tu Oenku? Ydmu-
THIBasi OCOOCHHOCTH MAaTOJOTHYECKOTO MpoIecca,
MOJKHO MPEIIMOI0KUTh, YTO TEHBI YCTOWYHMBOCTH
mireHunbl Kk M. graminicola xomupyrotr Genku ¢
BHEKJICTOYHBIMU JIOMCHAMH, BEPOSITHO, PETHOHOM
00OTaIeHHBIX JIEHITTHOM MOBTOPOB (O CTPYKTYpe
OCJIKOB yCTOMYMBOCTH PACTCHUH CM. HaIpPUMEp
[Mawmpaii, 2003). OgHako Tak 3TO UM HET, MOKa-
JKET TONBKO CEKBEHHPOBAaHHE COOTBETCTBYIOIIHX
TEHOB.

OcoOblii MHTEpeC BBI3BIBACT OECCUMIITOM-
HBIl 3Tam matoreHesa. B 3ToT mepuon, HecMOTps
Ha OTCYTCTBHE 3HAYUTEJILHOTO YBEJIIMYEHHUS MacChl
rpuba, MPOUCXOMIAT BaKHBIE COOBITHSA, B YaCTHO-
CTH KOJIOHM3YIOTCSI TIOAYCTHUYHBIEC TOJOCTH TIIIIe-
HHULBI, B KOTOPHIX HAYMHAIOT (OPMHUPOBATHCS
mukHUIEL (puc. 3; Duncan, Howard, 2000). Ilo
BCEH BUAMMOCTH, 3Ta HayalbHas KOJOHW3AIHS
MNOOYCTHUYHBIX MOJOCTEH MPOMCXOAUT C HCIOJb-
30BaHMEM HEKOTOPOTO KOJIMYECTBA IMUTATEIbHBIX
BEIICCTB PACTCHUSA-XO34MHA, ITOCKOJBbKY COMHU-
TEJIBHOW MPEACTaBIAETCS BO3MOXKHOCTH pocCTa
rpuba UCKIIIOYUTENIBHO 33 CUET MUTATeNIbHBIX Be-
mrectB criop. Hecmotpst Ha To, wro M. graminicola
JIeTKO 00pa3yeT MUKHWABI MPH POCT€ B YHCTHIX
KyJIbTYpax, He IOKa3aHO, 4TO OHAa CIIOcCOOHAa HX
¢dopMHpOBaTH Ha YK€ OTMEPILIUX JIMCTBAX pacTe-
Huii. lHaue roBops, B €CTECTBEHHBIX YCIOBUAX
MUKHHUBI MOT'YT HAUMHATH (YOPMHUPOBATHCS TOJIBKO
B KMBBIX TKaHSX JIMCThEB. Takum oOpa3zoMm, He3a-
BUCHMO OT TOTO, Ha3bIBaTh OECCHMITOMHBIN 3Tam
nmartorenesa M. graminicola 6rorpodHsIM HITH HET,
NPEACTABISIETCS] BEPOATHBIM, YTO OH SIBJISETCS
BRXHBIM TIOATOTOBHTEJIEHBIM JTaloM sl Jallb-
HEHIel KOJOHU3AIMK pacTeHus U (OPMHUPOBAHUS
MUKHHU], @ HE IPOCTO HEKOTOPHIM NIEPHOJIOM, B Te-
YeHHEe KOTOPOTo Ipud HE NPOSBISIET aKTUBHOCTH.

IpomosmKaromMecs: UCCICAOBAHUS Pa3IIHy-
HBIX aCIeKTOB pOCTa, Pa3BUTUS U NATOTCHHOCTH
M. graminicola B Oyxymiem JOJKHBI TPUBECTH K
Oosee TIIyOOKOMY MOHMMAHHUIO OCOOEHHOCTEH Ta-
TOreHa W TaTOreHe3a, KOTOpoe HEOOXOAMMO Kak
JUIsL pa3BUTHS (PyHIAMEHTANIbHBIX MPEICTABICHHUM
0 B3aUMOJICHCTBUH (PUTONATOTCHHBIX OPraHU3MOB
C paCTEHHSMH, TaK U JJIs MPAKTHYECKOH pa3paboT-
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KA 3(QQEKTUBHBIX CIIOCOO0OB KOHTPOJIS BO30YAHU-
TeJsl SKOHOMHYECKH Ba)KHOTO 3a00JI€BaHMS — Cell-

TOpHOSHOﬁ IIATHUCTOCTH JINCTHCB IIIICHUIIBI
(Palmer, Skinner, 2002).
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MYCOSPHAERELLA GRAMINICOLA:
FEATURES OF PATHOGEN AND PATHOGENESIS

S. M. Shamrai

V.N. Karazin Kharkiv National University
(Kharkiv, Ukraine)

Review contains current information about various aspects of growth, development and pathological
processes, causes on the wheat by ascomycetous fungus Mycosphaerella graminicola. The fungus is
model objects of research in plant immunology and the causative agent of septoria leaf blotch, one
of the most damaging diseases of wheat, causing up to 50% reducing yields in countries with a
sufficiently moist temperate climate. Pathogenesis of the disease unique and includes a long
asymptomatic period and the subsequent rapid narcotization cells of wheat. Populations of M.
graminicola have remarkably similar structure on a global scale, while at the same time there is
extraordinarily high intrapopulation variability. Information about the molecular mechanisms of the
infection process and the resistance of wheat is still fragmentary. Pathogenicity of the M.
graminicola depends on the conservative signaling pathways, including mitogen-activated protein
kinase, G-proteins and protein kinase A. The resistance of plants begins to appear early, 3 hours
after infection, and is associated with the production of reactive oxygen species, synthesis of PR-
proteins, deposition in cell walls of callose and the expression of many genes. Death of plant tissues
at the later stage of pathogenesis probably result from the fungus triggering hypersensitivity

response in susceptible varieties of plants.

Key words:

Mycosphaerella graminicola, Triticum, populations, pathogenicity, resistance,

hypersensitivity response, reactive oxygen species
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ILIAMPAH

MYCOSPHAERELLA GRAMINICOLA:
OCOBJIMBOCTI HATOI'EHA 1 TATOI'EHE3Y

C. M. lllampait

Xapxiscokuii HayionanvHuu ynisepcumem im. B.H. Kapasina
(Xapxis, Ykpaina)

B orusizii HaBe#eHi cydyacHi BiIOMOCTI 3 Pi3HUX acleKTiB POCTY, PO3BUTKY 1 HATOJOTIYHOTO HPOLECY,
CIPUYMHIOBAHOTO Y POCIUH MIIeHuI cymyactium rpudom Mycosphaerella graminicola. I'pu6 siBisie
c000I0 MOJIENTbHUI 00'€KT JOCHIPKEHb Yy Traly3i IMyHOJIOTi] pPOCIHH 1 € 30yTHUKOM CENTOpPiO3HOT
IUIIMHCTOCTI JIUCTS, OJHOTO 3 HAHOLIBII IIKIJIMBUX 3aXBOPIOBAHb MIICHHUI, 110 BUKIHKAE 10 50%
BTpaT ypoXkal0 B KpaiHax 3 IOCHTb BOJIOTUM HOMIpHHUM KiiMaroM. IlaToreHes 3aXBOpIOBaHHS
YHIKaJIbHUH 1 BKJIIOUa€e TPUBAIMH Tepio] 6€3 CHMITOMIB i HACTYIHY IIBHAKY HEKPOTH3AII0 KIITHH
nucTKiB Tmrenwnti. [omyssii M. graminicola MaroTs Ha IMBO TMOMIOHY CTPYKTYPY B TIIOOATBHOMY
MacmTadi, B TO jke Jac CIOCTEepIiraeThcs eKCTPaOpIUHAPHO BHCOKA BHYTPIIIHHONOITYIISAIifHA MiH-
TUBICTE. [H(OpMamis CTOCOBHO MOJEKYISIPHMX MEXaHI3MiB HATOJIOTIYHOTO MPOIECY 1 CTIHKOCTI
pocnua Bce mie (parmentapua. Ilatoremnicte M. graminicola 3amexuts Big KOHCEpPBaTHMBHUX
BHYTPIIIHBOKJIITUHHUAX UUISAXIB IepeAadi CUTHajiB, 110 BKIIOYAIOTh MITOTE€H-aKTHBOBaHI MpO-
TeiHKiHa3u, G-6inku i nporeinkiHazy A. CTIHKICTh POCIHH IOYMHAE BUSABISTHCS LIBHIKO, Yepe3 3
TOJI MICJISl 3apa)KeHHsI, 1 MOB'sI3aHa 3 MPOAYKYBaHHAM aKTHBHHUX ()OPM KHCHIO, cuHTe30M PR-OinkiB,
BIJIKJIaJICHHSM B KJIITHHHUX CTIHKaX KaJO3H 1 eKCIpeciero 0araTboX reHiB. 3aru0elib TKAHHH POCIHH
Ha MI3HIX eTanax IaToreHe3y, MMOBIPHO, 3yMOBJIEHA IHAYKII€I0 TPUOOM peakiii HaJuyTIUBOCTI y
CIPHAHATIMBUX COPTIB POCIIHH.

Karouosi cioBa: Mycosphaerella graminicola, Triticum, nonyrsyii, namozennicms, cmiiikicmo,
Peaxyisa Ha0uymaueoCmi, AKMueHi popmu KUCHIO
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