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B cucremaTtu3upoBaHHOM BU/IE U3JIOKEHBI COBPEMEHHBIE TIPEICTaBICHUS O B3aUMOIEUCTBUY MaTOreHa 1
pacTeHUsI-X03sMHa Ha MOJIEKYJISIPHOM YpOBHe. B yacTHOCTH, paccMaTpuUBalOTCsl BOMPOCHl UMMYHUTETA
pacTeHUil M Te MEXaHU3MBbI, TIPU MTOMOIIIM KOTOPBIX MATOTeHBI MPEOoI0JIeBalOT 3TOT UMMYHUTET. Ocoboe
BHUMaHMeE yaeJeHo MHPOopMaILlIU O B3aUMOACKCTBIM Bo30ynuTesl ¢putodToposa oomulieta Phytophthora
infestans (Mont.) de Bary co cBouMm xo3stuHoM. PUTODTOPO3 SIBNISIETCS caMOit GOIBIION ¢ SKOHOMUYECKOM
TOYKH 3peHMsI IIpobJIeMOit 111 COBpeMeHHOTo KapTodeieBoacTBa. HecMoTpst Ha To 4To BO30ynuTeb -
TohTOpO3a yXe JaBHO U3BECTEH HayKe, OCTAeTCSI MHOTO HEpEIlIeHHBIX BOITPOCOB, CBSI3aHHBIX C OMOJIOTHE
aToro naroreHa. [1oaTomMy co3gaHue HOBBIX COPTOB KapTodesi ¢ BBICOKOI YCTOMUMBOCTBIO K (UTODTOPO-
3y HEBO3MOXKHO 06€3 HOBBIX 3HAHWI O B3aMOJEUCTBUH MOJUTEHHOM CUCTEMBbI 3aIIUTHI PACTEHUSI C IETEP-
MUHaHTaMU aTOreHHOCTU P. infestans.
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durodTOopo3, BO3OYAUTETIEM KOTOPOTO SIBJISIETCS
oomuuieT Phytophthora infestans (Mont.) de Bary,
IIpeACTaBIISIET COOOM OOHO M3 Hauboiee IKOHOMMUYE-
CKM BaXXHbIX 3a0oJieBaHUii KapTtodens (Solanum tu-
berosum L.), KoTOpoe HAHOCUT yIIepO, U3MepSIeMbIIA
MIJUIMapaaMu gojutapoB B rox [1, 2]. P infestans
BCTpedaeTcsl IpPaKTUYeCKH BO Bcex permoHax Poc-
CUM, 3aHUMAIOIIMNXCS IPOM3BOICTBOM KapTodes.
He cymecTByeT HOTHOCTBIO YCTOMYMBEIX COPTOB
KapTodes K 3ToMy IaToreHy. P. infestans mopaxaet
KIIyOHM, CTeONIM M JUCThI KapTodeas, TOMaTOB
(S. lycopersicum), a TakK:Ke HEKOTOPBIX IPYTUMX BUIOB
cemeiictBa Solanaceae. HecMoTpst Ha TO YTO OBLIM
MPEAIIPUHATEI 3HAUUTEIbHbIE MEPhI JISI OOPHOBI C
duTohTOPO30M, ATOT MATOTEH BCE €Ille MPEACTABIISI-
eT co0Ooil OrpoMHYIO MpPoOJIeMy IJIsSI COBPEMEHHOTO
KaptogeneBoacTaa [3]. bopebda ¢ putodTOopOo30M HE
MOXKET CBOJIMUTHCS TOJBKO K MCIOJb30BAHNIO XUMU-
YeCKMX METOIOB 3allIMTHI KapTOdeIst, TaK KaK XUMU-
YeCKHe MeTOAbI 00pbOHI TPEOYIOT MHOTOKPATHEIX 10-
POTOCTOSIIMX 00pabOTOK U OBICTPO TEPSIOT CBOIO
3(pheKTUBHOCTH B pe3yIbTaTe HAKOIUIEHUS B IIOIMY-
JISIIMSIX IaTOTeHA pe3UCTEHTHBIX ITaMMoB. I1pu co-
30aHUY HOBBIX COPTOB KapTodeJIs ¢ BBICOKOI yCTO -
YUBOCTHIO K PUTOPTOPO3Y HEOOXOIMMO ITOTydeHUE
HOBBIX 3HAHUM O B3aMMOJICHICTBUM TTOJIUT€HHOMN CHU-

CTEMBI 3allIMTHI PACTEHUS C JeTEpPMUHAHTAMU MATO-
reHHOCTU P. infestans, K XOTOPHIM OTHOCSITCS TE€HBI
BUpPYJICHTHOCTH. bonbmioe 3HadyeHMe IpuoOpeTaeT
nojydyeHrue MHGOpPMAaLIMU O TEHETUYECKUX MEXaHU3~
MaxX U3MEHUYMBOCTH 3TUX T€HOB B ITONyIauuax P, in-
festans v BIMSTHUY STUX U3MEHEHU HA UX (DYHKIIUIO.

CoBpeMeHHbIe MpeACTaBIeHUs O B3auMONeH-
CTBMU PACTUTEIbHOIO OpTaHM3Ma U MaToreHa onuca-
HbI C MIOMOIIIbIO 3Ur3ar MOJeu, KOTopasi OTpaxaeT
MOCTOSIHHBIM MPOlIeCC COBEPIIIEHCTBOBAHUS CTpaTe-
T'Ui HallaJieHUsI TTaToreHa U MeXaHU3MOB UMMYHHOTO
oTBeTa pacTeHus [4]. B oTnume oT XKMBOTHEBIX, 00J1a-
JAIOIINX IIPUOOPETEHHON (aganTUBHOM) UMMYHHOMN
CUCTEMOIi, pacTeHMs, YTOOBI pacIio3HaBaTh MaTore-
HBI, “IIojlaraloTcss” Ha BPOXIECHHBIII MMMYHUTET,
YCIIOBHO TIOApa3IesieMblii Ha CIleIU(pUUIeCKIit
HecrneuuUIeCKUid.

WUMMYHUTET PACTEHUN

Hecnenuduyeckuii ”UMMYHUTET OCHOBaH Ha pe-
nenTopHBIX O0enkax (Pattern Recognition Receptors,
PRRSs), pacnoioXeHHBIX B IIa3MaTUYECKON MeM-
OpaHe U B IMTOMJIa3Me, KOTOpPbIe PAclO3HAIOT U CBSI-
3piBaiorcst ¢ PAMPs/MAMPs (Pathogen-Associated
Molecular Patterns/Microbial-Associated Molecular
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Patterns), mHmyupyst pa3BuTHe IIEPBUYHON, MM Oa-
3aJIbHOM, 3alllUTHOM peaKlMu, 0003HAYaeMOM Kak
PTI/MTI (PAMPs-triggered immunity/MAM Ps-
triggered immunity) [5]. B xaguectBe PAMPs moryt
BBICTYITaTh KOMIIOHEHTHI KJIETOYHOI CTEHKU MaToTre-
HOB, JIMIIONOIXUCAaXapuabl U ApyTrue coequHeHus. Cy-
mecTByior nBa Ttuma PRRs: perenrop-mmomooHbIe
oenku (Receptor Like Proteins, RLPs) u peuenrtop-
nmonobHblie KuHa3bl (Receptor Like Kinases, RLKSs).
RLKS cocTosIT 13 BHEKIIETOYHOTO 0OTraTOro JICHIIM-
HoM nomMeHa (Leucine Reach, LRR), TpancMeMOpaH-
HOT'O JJIOMEHAa U BHYTPUKJICTOYHOTO KMHA3HOTO JOME-
Ha, KOTOPBIif MOXeT CBA3BIBaThCcs ¢ PAM Ps 1 mAMIIM-
MpOBaThb CUTHAJIbHBIA KacKad, AaKTUBU3UPYIOLLIUIA
PTI. LRR-goMeH siBisieTcs HauboJjee BapruadeIbHOMN
qyacThlo PRRs n orBevaer 3a pacrosnaBanmie PAMPs.
¥V RLPs oTcyTcTBYeT KMHA3HBINA JOMEH, YTO JIeaeT UX
HECIOCOOHBIMY CaMUM MHULIMMPOBATh Iiepeaady CUT-
HasoB 1 aktuBaumio PTI n, ciemoBareabHO, TpeOyeT
CBSI3BIBAHMUSI C KOPELIEITTOPOM [6, 7].

Cnenuduyeckuii UMMYHUTET CBSI3aH C pacHo-
3HAaBaHMEM pacCTeHHMEM LIMTOINIA3MaTUIECKUX 3¢-
(GEKTOPOB — OEIIKOB, KOTOPBIEC MPOAYIIMPYIOTCS T1a-
TOT€HOM UISI TOTO, YTOOBI M30eraTh pacro3HaBaHUS
CHUCTEMOI HeCIeHU(PUIECKOTO MMMYyHHUTeTa. -
¢hbeKTOpHBIE OCJIKY SIBJISIIOTCS IPOAYKTaMU TEHOB BU-
pyiaeHTHOCTU (Avr) TaToreHa, U paclo3HAIOTCSI OHU
HYKJICOTHA-CBSI3bIBAIOIINMU OeIKaM1 pacTeHUSI, CO-
JIepXKallyuMu OoraTtble JISHIIMHOM MHOBTOPHI (nucleo-
tide-binding leucine rich repeat intracellular receptors,
NB-LRR). DTu 6enku KogupyroTcsi TeHaM1 YCTO-
YUBOCTH, WU R-reHamu. TaknM oOpa3oM, y3HaBaHHE
OCYILIECTBJISIETCSI 3a CYET IPSMOTro WIM KOCBEHHOTO
B3aumoneiicTBusl R-0enka 1 cooTBeTCTBYIOLIETO 3(-
dexTopHoro 6enka. Panee cumraioch, 4TO R-T€HBI
B3aMMOECHCTBYIOT C Avr-TeHaMM COTIJIACHO MOJEIU
®dopa reH-Ha-reH, OMHAKO OLUIO MTOKA3aHO, UYTO BO
MHoOTrux Avr—R Tapax 1mpsiMoe B3aMMOIEHCTBUE OT-
CYTCTBYEeT. DTa MOJAE]b TakKXKe IpearoyaraeTt, 4To
3 PeKTUBHOCTDL OeJIKa YCTOMYMBOCTU CUJIBHO 3aBU-
CUT OT CTAOMJIBHOCTU Y MU3MEHYMBOCTU COOTBETCTBY-
ouiero addexkrTopHoro oenka. Pacno3HaBaHue Avr-
6enka R-0ekoM NpuBOOUT K pa3BUTHIO UIMMYHUTETA,
nHaynpyeMoro agdexropamu (effector-triggered im-
munity, ETT) u mpuBosiiero K CBEpX4yBCTBUTEIbBHOMY
otBety (hypersensitive response, HR). Dtor oTBeT 3a-
kimodgaeTcs B 3arrycke MAPK kackanma n aktmBanmm
daktopoB TpaHckpunuuun WRKY, uto nmpuBogut K
JIOKAJIbHOMY aIloNTo3y KJIeToK [8] u usumyecku
MpeaoTBpaIlaeT JaJbHeHIlee pacipoCcTpaHeHUE Ta-
ToreHa. I[Ipy 3TOM BaXXHYIO pOJib UTPAIOT YOUKBHU-
THUH-3aBUCUMasl CUCTeMa mporeonn3a u E3-nurassr,
IIMPOKO MpeACTaBICHHbIE B TeHOMaX pacTeHuil. Pa3-
Mep ouara Hekportusaluu rpu HR 3aBucut ot reHo-
TUIIA paCTEHMs 1 MaTOTeHa 1 MOXET BapbUpPOBAaTh OT
1-2 no 29 xnerok. BzamMooTHOIIIEHUS TTaTOreHa 1
pacTeHUSI-X03s51MHA OMUCHIBAIOT KaK COBMECTUMBIE,
€CJIM pacTeHre BOCIPUUMYMBO K ITOPAXXEHUIO, 1 KaK
HECOBMECTUMBIE, €CJIM PACTEHUE COXPaHSIET YCTOM-

MAPTBIHOB, UM KHMK

yuBOCTh [9]. Ha BocnpumMYuMBBEIX pacTeHUSIX Avr-
Oesiku SBJISIIOTCS (paKTopaMy aBUpPYJIEHTHOCTU. B
CBSI3U C OMIACHOCTBIO pacno3HaBaHUs 3P (eKTOpHEIC
TeHBI YacTO ITOABEPralOTCs OBICTPBHIM 3BOJIOLIMOH-
HBIM M3MEHEHUSIM B TIOMyJIsuusax maroreHos [10].
DTO NPUBOAUT K BOBHUKHOBEHUIO MYTAaHTHBIX (hOpM
3¢ PEKTOPOB, KOTOPHIE COXPAHSIIOT CBOM (DYHKIIVM,
HO IIPY 3TOM HE€ PACIIO3HAIOTCSl TeHaMU YCTOMYMBO-
ctu. B xosBOMIOLIMK pacTeHHe—MaTOreH CACAYIOIINM
IIIarOM SIBJISIETCS SBOJIIOLUS TEHOB YCTOMYMBOCTH, KO-
TOphIe OyAyT pacro3HaBaTh HOBBIE (POPMBI 3P PEKTO-
poB. KpoMe TOro, B3aIMOOTHOILICHMSI pPacTeHUS U
OMOTpO(dHOTO MaToreHa B HACTOSIIIIee BpeMsl paccMaT-
pUBaOT Kak komrpomucc (trade-off), mosposstonmii
KOJIOHU3MPYEMOMY PACTEHUIO U ITaTOTE€HY BHDKUTH U
OCTaBUTh MAaKCHMMAaJIbHOE YMCJIO ITOTOMKOB. BhinBura-
FOTCSI IIPENTOJIOKEHMUSI, YTO TAKO MEXaHU3M pean3y-
eTcsl U TIpY B3aumopaeiictBun P. infestans ¢ KapTodeneM.

Db PeKTOPHI — 3TO MONEKYJIBI, IIPOAYIIMPYEMbIC 1
ceKpeTrupyeMble TaToreHaMu [Jisl TIoJaBJCHUS 3a-
IMUTHBIX peakuuii pactexus [10, 11]. OHu BMeLImBa-
I0TCSd B (PU3MOJI0TMYEeCcKre MpPoliecChl B OpraHu3Me
XO35IMHA, CHOCOOCTBYSI KOJIOHM3aUU. DddeKTophl
MOTYT BJIMSITh HA META00JIM3M KJIETKU XO3sIMHA, TIPUBO-
JIIUTh K HEKPO3Y WJIK MAaCKHMPOBaTh MPUCYTCTBME MaTO-
reHa. DT (PyHKIMU MOTYT OCYILIECTBJISITCS 32 CUET
WHTMOUPOBaHMSI MpoTea3 (MHrMOMpOBaHUE TarlauH-
MOJOOHBIX LIMCTEMHOBBIX IIpoTeas) [12], mackupoBa-
HUSI IPUCYTCTBUS (CBs3bIBaHUE XUTHUHA3) [13], B3au-
MoleficTBUSI ¢ (DUTOrOPMOHAMU WM CTPYKTYPHOTO
CXOJICTBA C HUMU (KOMITOHEHTbl OMOCUHTE3a U BOC-
npustust SA u JA SIBISIIOTCS. MULLIEHBIO IS 3 deKk-
TOPOB Pa3JINYHLIX ITATOreHOB) [14], MaHUITYIMpPOBa-
HUS BE3UKYJSPHBIM TPAaHCHOOPTOM M 3Kcmpeccueit
TeHOB ITyTeM AeHCTBUSI Ha (paKTOPbl TPAHCKPUIILIUU
[15] (adbdexTop Pi03192 P. infestans B3aumoneicTBy-
eT ¢ TpaHCKPUITIMOHHBIMHU (pakTopamMu NAC xo3g9m-
Ha, mpeaoTBpallasi UX JIOKaJIU3alulo B siape, BAUsIS
TeM caMbIM Ha uX (DYHKLMIO) U TIOJABJIEHUS] Mexa-
Hu3Ma caiineHcuHra (PSR — Phytophthora suppres-
sor of RNA silencing BausieT Ha OMOreHe3 MaJbIX
PHK) [16]. Anamu3 ¢yHKUM 3D HEKTOPHBIX Ge-
KOB, OCOO€HHO TaK Ha3bIBA€MBIX “OCHOBHBIX/KOPO-
BBIX 3 (PEeKTOPOB”, UMEET pellalollee 3HaUYeHUE JIJIsT
IMOHUMAaHUSI MEXaHU3MOB MaTOreHHOCTH/CUMOUNO3a
W CTpaTeruii 3allIMTHI PaCTEHUIA, TTOMOraeT pa3pado-
TaTh CTPATETUU CEJEKIIUU YCTOMUMBBIX K MaTOreHaM
COPTOB, a TakKXXe IOBBICUTb YPOXAWHOCTb U Kaye-
CTBO, a TAKXX€ YCTOMYMBOCTh K aDMOTUYECKUM CTpeC-
cam [17].

MOJIEKVIIAPHASA CTPYKTVYPA,
OYHKINHN U PASHOOBPA3UE
OPPEKTOPHBIX BEJIKOB [NATOI'EHA

Jnsg 3ddeKTopHBIX 0eMKOB pa3HBbIX MMAaTOT¢HOB
XapaKTepHbI HeOoJblue pa3Mepsl (okogo 300 amu-
HOKHUCJIOTHBIX OCTATKOB) U OOMIVIE OCTATKOB IIUCTE-
WHA, YTO MPUIAET KOMIAKTHYIO CTPYKTYpy O€NKy
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Puc. 1. Unentuduxanus RXLR nu dEER MOTUBOB B TTociieoBaTeIbHOCTSIX TEHOB BUPYJIeHTHOCTU P. infestans (http://meme-

suite.org/).

[10]. DddexTopsl MMEIOT MOAYIbHOE cTpoeHue [18].
MHuorue >3(pdpeKTopHBIE OETKM 001a1al0T KOHCEpBa-
TUBHBIMU MOTHBaMU (TakuMu Kak MOTHBBI RXLR,
CRN, LysM, RGD, DELD, EAR, RYWT, Y/F/WXC
nnu CFEM), nokanu3zoBaHHbIMY B X N - miinu C-KOH-
LeBbIX 00JIacTsaX. DPpPeKTOphl JIMOO TPAHCIOLUUPY-
IOTCSI B KJIETKU PACTEHUSI-XO3sIMHA Yepe3 CIielrallb-
HBIE CTPYKTYphl 1 (PYHKIMOHUPYIOT B LIATOILIA3ME
WIW SIIpe XO3sIMHA, 00 HaXOMSTCS B aIloILIacTe
KJIETOK pacCTEeHUSI U ASUCTBYIOT B MEXKJIETOUHOM
npoctpaHcTBe [17, 19—22]. CorjlacHO MX JioKaau3a-
nun 3¢ EKTOPHI IEIST Ha IBE IIUPOKNE KATETOPUU:
anornjacTU4ecKue, KOTOpble HAaKaIIMBalOTCsI B MEXK-
KJIETOYHOM MPOCTPAHCTBE pacTeHUsI, U IMTOILJIa3Ma-
TUYECKHE, KOTOPBIE JOCTABISIIOTCS B PACTUTEIBHYIO
KJIETKY 4yepe3 creuaabHyl0 NH(PEKIIMOHHYIO CTPYK-
TYypY, Ha3bIBaeMyI0 rayCTopueil. ATONIacTuYecKue
3 deKTOPHI BKIIOYAIOT CEKPETUPYEMble TUAPOIUTH -
yeckne (pepMEeHTHI, TAKWE KaK MpoTeasbl, JIUMIa3bl U
JIMKO3WJIa3hl, pa3pyllaoliie pacTUTEIbHYIO TKaHb;
WHTUOUTOPHI (PEPMEHTOB Y HEKPOTU3UPYIOIINE TOK-
cunbl, Takue Kak NLP (Nepl-like) u SCR (PcF-like
small cysteine-rich) 6enxu [11, 21]. HHuTomna3maru-
yeckre 3(p@PeKTOphl CIIOCOOHBI NepeMellaThCs B
OvKaiilime KIJIeTKUM, BO3MOXHO yepe3 Iuia3Moe-
cMbl. K HUM oTHOCAT ceMeicTBO 3¢p(PEeKTOpPOB, CO-
nepxammx RXLR-motuB, 1 ceMeiicTBo 3¢h(HeKTOpOoB
CRN (CRinkling and Necrosis-inducing) [23]. Hau-
0OoJjlee M3Yy4EHHBIM M MHOTI'OYMCJICHHBIM KJIACCOM Y
oomuireToB ABIsTIoTCSI RXLR-3dekTopnl. DTOT MO-
THB UTPAET POJIb B CBA3BIBAHUY OeJIKa HA ITOBEPXHO-
CTH KJIETKM XO35IMHA ¢ (pocharuanminHo3uT-3-doc-
¢darom (PI3P), mocne gero apdekTop BHEAPSETCS C
TMTOMOIIIBIO BE3UKYJISIPHOTO 3HIolmTo3a [20, 22, 24].
Y CRN-06e1K0B Takke MPUCYTCTBYET KOHCEPBATUB-
HbIA N-KOHIIEBOI MOTHUB, KOTOPBIA MPEIIIOJI0XKMU-
TEJIbHO CJIYXKUT Ui TPAHCJIOKAlIMM B ILIMTOILIA3My
KJIETKM-XO03sIMHA. Y HEKOTOPKIX I'PUOOB poJib 3 deK-
TOopoB MOTyT BBIMOJMHATE SRNA (Small RNA) [17,
25].

HauGonee nsyyeHHOII 1 MHOTOYMCICHHOM TPyII-
oM IUTOILIa3MaTu4YecKux adexropoB P. infestans,
IO TIpeIBapUTEIbHBIM OlICHKaM HaCYUThIBAOIIEH 10
563 mpencrasuteneii [11, 21], aBisgeTcss ceMeincTBO
reroB, cogepxaimiee RXLR-motnB. Bee apdekTop-
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Hele 0enku RXLR (rme R — aprunmH, X — mo000ii
aMMHOKMCJIOTHBINA ocTaToK, L — JeMIMH) XapaKTe-
PU3YIOTCS €AUHBIM TJIAHOM CTPOEHUS U UMEIOT CUT-
HaJIbHBIA MEeNTUA, HEOOXOAUMBIN JUISI CEKPEeLMU 3a
npenenabl raycropusi, 1 RXLR-M0THUB, 3a KOTOpPHIM
Ha pacCTOSHUM 5—25 aMUHOKMCIOTHBIX OCTAaTKOB
cienyeT dEER-MoTuB (roe d — acrmaparmHoBasi K1c-
nota, E — rmyramuHoBast kuciaora, R — aprunuH).
OTu IBa MOTHMBAa O0OECIIEYMBAIOT MOIIHBINA OMOWH-
¢dopMalIMOHHBIN UHCTPYMEHT IS MACHTU(hUKALTAN
3(ppeKTOpHOro cocraBa IMaTOreHHBIX OOMUILIETOB [1]
(puc. 1). Bce atu cTpyKTYypHI pacrionoxXeHbl Ha N-KOH-
e 3dpdexkTopHbIx 6eKkoB. KoHcepBaruBHbIIT RXLR-
MOTUB HEOOXOIUM TSI TIepeMelieHUsT 3(HEKTOPHBIX
MOJIEKYJT BHYTPM KIJIETKM pacTeHUSI-X03duHa [26].
C-KOHIIeBas YaCTh CONEPKUT MOMMMOPGHBIE TOMEHBI
1 oTBeYaeT 3a 3(hheKTOPHYI0 aKTUBHOCTh OeJIKa U MO-
NyTApOBaHUE 3aIUTHON peakIuy OpraHu3Ma BHYT-
p¥ KIEeTKMU-Xo39uHa [24]. BeUIO T1OKa3zaHO, YTO
C-xonueBbie W 11 Y MOTUBEI YY4aCTBYIOT B ITOJaBJIe-
HUU 3alpoOrpaMMUPOBAHHON KJIETOYHOM CMEPTHU
[27]. CornacHo aHanu3y mpoTeoMa, 3KCIIpeccust
RXLR-3(pdexkTopoB cTporo orpaHmdeHa, 9To 00b-
SICHSIETCSl U30eraHMeM pacTio3HABaHUST pACTEHUEM-XO-
3guHOM. YBeanueHue yucia RXLR reHoB, mo-Bumu-
MOMY, OO0YCJIOBJIEHO HeaJUIeJIbHOM TOMOJIOTUYHOM pe-
KOMOWHAaLIMEN ¥ TaHIeMHOM ayruKaimeit |8, 21].

IlepBoHavasmbHO LIMTOILIA3MaTU4YecKue >PdeKk-
topbl CRN (CRinkling and Necrosis-inducing) 6b11u
UIEeHTU(GULIMPOBAHbI U3 TPAaHCKPUNTOB P. infestans,
KOIUPYIOIIMX TIpearoyiaraeMble  CEeKpeTUpyeMble
MEeTNTUIbI, KOTOPbIC BBI3BIBAIOT CKpyYMBaHUE U He-
KpO3, XapaKTepHbI 1151 BPOXKIEHHOTO UMMYHUTETA
pactenuii [28]. Kak u RXLR-addexropsl, onu mim-
POKO pacmpocTpaHeHbl y oomulieToB [29]. 1o cux
MOp MaJIo 4TO M3BECTHO 00 3TUX addekTopax. OHU
IMOBCEMECTHO BCTPeYaloTCsl B PaCTUTEIbHBIX MaTo-
T€HHBIX OOMMIIETAX U CUMOMOTUYECKUX Trprubax, HO
MX KOJIMYECTBO B Pa3sHbIX MUKPOOAX CUJIbHO pa3iu-
yaeTcsi. AHaJIU3 MOCJIeA0BaTeJIbHOCTU reHoMa P, in-
festans ooHapyxwmn 196 CRN-TreHOB, B TO BpeMs Kak
st P sojae u P. ramorum vix yucnio cocraisieT 100 u
19 coorBerctBeHHO. ITogo6HOo RXLR CRN mipen-
CTaBIISIIOT COOO0I MoayibHBIe Oenku. CRN-6e10K co-
JIEP>XKUT BBICOKOKOHCEPBATUBHYIO N-TepMUHAJIbHYIO
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qacTth ¢ LXLFLAK-MOTHBOM, 3a KOTOPBIM CIEIYIOT
DWL u HVLVVVP motuBbl. CuuTtaercs, 4To 3Ta Mo-
CJIEOBATEIBHOCTh SIBJISIETCSI TOpsideil TOYKOI pe-
koMmomHanmn, C-KoHen, — BapuabeneH [2]. Boib-
IIIMHCTBO T€HOB 00JIafal0T CUTHAJbHBIM IIEIITUIOM.
Kak u RXLR rens;, CRN 00bIYHO BCTpedaroTcsi B
MMOBTOPSIOIINXCSA 00JacTsIX TeHOB. MCTOYHMK MX
pa3HooOpa3usl — peKoMOuHalus. B ocHOBHOM OHM
JIOKAJIM3YIOTCS B sIApe KJIETKU. BbIIO IMoKa3aHo, 4To
oeimok CRNS8 o6GiamaeTr KMHA3HOU aKTUBHOCTBHIO U
JIOKAJIM3yeTCsl B sSiApax pacTeHMIA; 3TO yKa3bIBaeT Ha
TO, YTO OH BMEIIMBAECTCS B CUTHAJILHEIC ITYTU X031 -
Ha BO Bpems uHpexkumu. Jlemenns 3TOro MoTHUBa
CHMKAET CTaOMIbHOCTD O€JIKa M YMEHBIIIAaeT €ro CIlo-
COOHOCTH BBI3BIBaTh TMOEb KieToK [30]. Dddekro-
pbl CRN rpu6oB 1 OOMUILIETOB, TO-BUAUMOMY, A€k~
CTBYIOT KaK PEryJIsTOPbl TMOeN KJIEeTOK U MoaaBjie-
HUSI HMMMYHHUTETa XO3siMHa. B 3TOM KOHTEKCTe
a(pheKTOpBl HOIKHBI PacCMaTPUBATBCSI HE TOJBKO
KaK I'eHbl BUPYJIEHTHOCTH, HO U KaK MOJIEKYJIbI, I103-
BOJISIIONINE BO30YIUTEISIM OCBaBaTh HOBBIC 9KOJIO-
rMYeCcKre HUIIY IIyTeM YCTPaHEeHMSI TOTEHIIMAILHBIX
KOHKYPEHTOB [2].

Hab6op >¢dexTopoB y ImaToreHoB MTOCTOSSHHO BU-
JTIOU3MEHSIETCSI B pe3yJIbTaTe 3BOJIOLUU U KOIBOJIIO-
LIUU C pacTeHUEM-XO3sIMHOM [19], MHBIMU cliO0BaMU
pacTeHHE-X035IMH SIBJSIETCS BaXXHBIM  (haKTOpOM
€CTEeCTBEHHOr0 OTOOpa M 3BOJIOLUM JIs1 TaToreHa
[11, 31]. Pa3mep reHoma P. infestans cocTaBJIsieT OKO-
710 240 MJIH ITH, YTO 3HAYUTEIbHO IIPEBBIIIAET TEHO-
MBI P. sojae (95 max iH) u P. ramorum (65 MJIH TIH) —
Bo3OynuTesieii (UTOGTOPO3HOI KOPHEBOII THWIU
COM ¥ BHE3aITHOM TMOeJn 1y0a COOTBETCTBEHHO. DTO
CBSI3BIBAIOT C OOJBIIMM KOJUYECTBOM ITOBTOPOB
JHK, Ha KOoTOpble IPUXOAUTCSI OKOJIO 74% reHOMa
P. infestans [21]. Kpome Toro, 6osiee TpeTu reHoma
COCTaBJISIIOT MOOMJIbHBIE TeHETMYECKUE SJEMEHTHI,
Haubosiee pacnpoctpaHeHbl gypsy Pi-1 u LTR (new
gypsy long terminal repeat). 'enom P. infestans conep-
KUT Tropasfno OoJbllle MOOWJIBHBIX T€HETUYECKUX
2JIEMEHTOB, YeM reHoMBI P. sojae u P. ramorum [32].
VBenuueHue pazMepa reHomMa, He XapakTepHoe ISl
Mapa3uToB, BEPOSITHO MPEACTABISICT cCOO0M TTpUMep
9BOJIIOLIMOHHOTO KOMITIPOMUCCA, MTOCKOJIbKY 3aTpaThl
Ha iogaepxanre gonosauteabHou JIHK ypaBHOBe-
IUBAIOTCS (PYHKIIMOHAJIBHBIMU MPEUMYIIECTBAMMU,
KOTOpbI€ OHa mpenocTasiset [11].

P. infestans, P. sojae u P. ramorum — Tpu OCHOBHbIE
dunoreHeTnyeckue Kiuagbl poma Phytophthora. Ux
IPOTEOM O0OraIlleH reHaMu, yYaCTBYIOIIMUMHU B KJIe-
TOYHBIX IIpoleccax, Takux Kak perymkanus JHK,
TPAaHCKPUIILIYS U TPAHCISLMS OeJIKa, B TO BpeMsI KaK
TeHBbI, UTPAIOIIE POJIb B KJIETOUHBIX 3aIIIUTHBIX ME-
XaHM3MaXxX, HedoIpeacTaBlieHbl. Pa3nuuus oOHapy-
XKMBAIOTCS B KOJIMYECTBE U pernepryape reHOB BUPY-
JIECHTHOCTH, CIIeUM(UYHBIX I KaXXKIOro XO3sMHA.
CpaBHeHUe TpeX FTeHOMOB pona Phyfophthora BHISIBUIIO
MX HEOOBIYHYIO OpraHM3aluio, OHU CoaepxKaT Oora-
ThIe TeHaMHu JoMalllHero xoasiictBa (house-keeping)
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00J1aCTH, B KOTOPBIX IDIOTHOCTh T€HOB OTHOCUTEILHO
BBICOKA, a TIOBTOPBI OTCYTCTBYIOT, M Y4aCTKM C HU3KO
IJIOTHOCTHIO TEHOB C OOJILIIMM YMCJIOM IIOBTOPOB U
MOOMJIBHBIX 2JIEMEHTOB. [1p1 3TOM Takue ygacTKu He
otrimyaroTcs no conuepxkanuio GC oT ocTalbHOM Ya-
CTH TeHOMa, YTO COIVIACYETCs C JaHHBLIMU O PacIIpo-
CTpaHEHUHU PETPOTPAHCIIO30HOB B reHome Phytoph-
thora, NpealIECTBYIONIEM PACXOXISHUIO HECKOJIbKMX
BUIOB [ 11]. 'eHbI BUPYJIEHTHOCTH, KaK MPaBUJIO, Ha-
XOISITCS B TaKMX ydacTKax. Takum oOpazoM, ObLIa
chopMyIMpoOBaHa KOHIIEIIIUS IBYXCKOPOCTHOM 3BO-
JIIOLIMY TeHOMa, COTJIACHO KOTOpOii reHoM P. infestans
COCTOMT 13 ABYX 4yacteii. OgHa 9yacTh OoraTta reHaMu,
komupyomnMu RXLR-addekTophl, 1 3BOTIOLIMOHM -
pyeT OBICTPO. DTa ITOBBIIICHHAS! CKOPOCTH 3BOJIIOLIU
JIOCTUTAETCS 3a CYET TOrO, YTO MOOWJIbHBIE 3JIEMEHTHI
CO3/al0T BBICOKOJMHAMMUYHBIE TE€HOMHbBIE O00JIACTH,
obecrieunBarolye (QopMUpOBaHUE Pa3HOOOpa3UsI, a
TAK:Ke 3a CUET CO3MAHMS BCTABOK/ACIeIINiA NI AyTLIN -
kauuii [10, 11]. Jdpyrasg yacTb COAEpPKUT TEHBI JIO-
MaIITHETO XO3SMCTBA U 3BOJIIOLIMOHUPYET MEIJICHHO,
4TO 00eCHeYnBaeT CTAaOMILHOCTh OCHOBHOI'O T€HOMA
[8, 33]. Cxoxeit opraHu3alueit reHoMa 00J1amaloT
ackomuleT Leptosphaeria maculans [34] v Verticillium
dahliae [35].

Bonpoc npoucxoxneHuss ObICTPO 3BOJIOLMOHU-
pyloliieii yacTh TeHoMa MULIETUATbHBIX (hUTOIMaTOre-
HOB, cojepxalleil crienucuyHble TeHbl BUPYIEHT-
HOCTH, paCCMOTpPEH B Hay4yHoIi itutepartype [11]. Tak
KaK pacTUTeJIbHbIE MaTOreHbI IOCTOSTHHO BOBJIEUEHbI
B “TOHKY BOOPYXEHMI” CO CBOMMM XO3s€BaMU, TO
OHU UCMNOJIB3YIOT MOIUMDUIIMPOBAHHbBIE U PACIIIU-
peHHBIE HA00PHI 3(PPEKTOPOB, UTOOBI ONTUMU3UPO-
BaTh CBOIO BUPYJIEHTHOCTH [11].

Hexkotoppie a3dpdeKTOphl ITPeqoTBpaIIaoT aKTH-
BalIMIO TIyTeli Tepelaun CUTHaJIa Mocjie MepBUYHOTO
pacno3HaBaHMsI OEJIKOB ITaTOreHa Ha BHEIIHEH I10-
BEPXHOCTH KJIeTKM-x039nHa. Tak, RXLR-addekTop
Avr3a P. infestans B3aUMOJEUCTBYET U CTAOUIU3UPYET
E3-youkButunmurasy CMPG1, nerpamamysi KOTOpoi
MOJIOKUTEILHO PETyIUPYeT aKTUBUPYEMBIM APYTUMU
sddekropamu  amonro3  [36]. RXLR-addexTop
Pi02860 P, infestans B3anMoIeicTByeT C (paKTOPOM BOC-
npurmMunBocTH pacteHuit NLR1 (acconmupoBaHHast
¢ KyJuinHoM E3-yOuKBUTHHINIA3a) U TTOJABISIET TU-
0eJIb KJIETKM-X03sIMHA TOJIBKO TOTIAa, KOIIa SIBJISIETCS
aKTUBMPOBAaHHBIM (PAaKTOPOM HEKpO3a OOMUIIETOB
INF1 [37]. DddexkTopbl MOTYT UBMEHSITh UMMYH-
HEBII1 OTBET ITyTeM HEIIOCPEACTBEHHOTO BO3ICCTBUS
Ha (aKTOpbl TPAHCKPUMNIHUU XO35IMHA, HAIIpUMEpP
RXLR-adbdexTop Pi03192 nipu cBsizpiBaHUU ¢ (HaKTO-
pamu Tpanckpurniy NAC B 3HIOIIa3MaTUYECKOM ce-
TH OJIOKMpPYET UX IIePEeMEIICHUE B SIAPO KIETKU-X035IH-
Ha [38]. DddexTopHrblii 6enok IPIO conepXut MOTUB
RGD, criocoOHBIII CBS3BIBATbCSI C WHTETPUHAMU,
KJIaCCOM TpaHCMeMOpaHHBIX penenTopoB. benku,
colepxKalllie TaKoil MOTHWB, HapylIalT aare3vio
MEXIY IJ1a3MaTUYEeCKUMU MeMOpaHaMU U CTeHKaMU
pactutenbHoOM KiaeTku [20]. bemok Avrl ooHapy:KeH
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Tab6auua 1. VI3BecTHbIE MUIIIEHU U MEXaHU3M JIeicTBUS Avr-TeHOB P. infestans B opraHU3Me pacTeHUsI-X03sIMHA

9(1)@;;(;2113 HbH MexaHu3sm neiictBust benok-mullieHb
Avrl IIpu nokanuzanuu B nuToruiazMe noaasiser CRN2 Sec5
WHAYLIUPOBAHHYIO TMOEJIb KIETOK
Avr2 BzaumoneiictByeT ¢ BR (bpaccurocTeponaoM) 1 cnoco0- BSL1 ¢pocdarasza, yuacTByromas B
CTBYET aHTarOHU3MY MEKIYy POCTOM U UMMYHHBIM OTBETOM CUTHaJIMHTe ropMoHa pocta BR
Avr2-like Bsu-like docdartaza
Avr3a CBs3bIBaeT U cTadbmimsupyeT youksutuniaurazsy CMPGI1; CMPG1
Avr3aX! i Pex147-3 criocoGHBI TIOAABISITh AMOITO3,
MHIYIMPOBaHHBIN smcutHOM INF1
ipiO (Avr-blbl) | CBasbiBaeT MHTETPUHBI, BLI3bIBas paciiaji TKaHU, LecRK-1.9
6eJiok ipiO4 6nokupyeT ETI, Bei3BanHbIi cexpenueii 1 u 11
KJj1acca reHoB ipiO
Avr-blb2 IIpensgTcTBYeT CeKpelnu ImarmanH-nog00HOM IIMCTENHOBOM IlamanH-nogo6Has HIMCTEMHOBAS
npoteassl C14 B IIpOCTPaHCTBO PSIAOM C raycTopueit nporeasa C14

B HEOOJBIINX KOJUYECTBaX B IIUTOIIIa3Me KIIETKM,
rae oH crrocobeH momasisaTh CRN2 mHoynmmpoBaH-
HYIO KJIETOYHYIO cMepTh [39] (Tab. 1).

B cBoo ouepenp 3BOMIONMS 3AIIUTHOM CHCTEMBI
pacTeHUi CBs3aHa C MOsIBJICHUEM OEJIKOB-PELIETITOPOB,
YYaCTBYIOIIMX B CIIELIM(UIESCKOM paclio3HaBaHUU (-
(beKTOPHBIX OSIKOB ITATOT€HOB Y MHIYLIPYIOIINX pa3-
BUTHE “BTOPUYHOIrO” oTBeTa. Takue perenTophl siBsi-
IOTCSI IPOAYKTaMU T€HOB YCTOMYUBOCTU (R-T€HOB) U
Ha3piBaloTcsa R-Oenkamu. bonbmas yacte R-6enkoB
CTPYKTYPHO OTHOCUTCS K CEMEICTBY O€JIKOB, COaep-
KalllX HYKJICOTU I -CBSI3bIBAIOIINIA TOMEH 1 OOTaThI
neilinmHoBEIMUY IToBTOpaMu nomMeH (NB-LRR) [40]. B
orimmurie oT PRRs, pacnosnaromumux PAMPs, R-6e-
KM B3aMIMOJEICTBYIOT CO CIIELIM(DUIHBIMMU JIJIST OIIpEe-
JIEJICHHBIX I1aTOreHOB 23(M@EKTOPHLIMU OeIKaAMU.
IIpu sTOoM peanu3yercsi B3aMMOACKCTBUE IIO0 TUITY
“reH-Ha-TeH”, 9TO 03HAYaeT, YTO KaxKIOMY PELeTO-
PY pacTeHHusI COOTBETCTBYET pPaCIIO3HABAEMBI WM
dakTOop aBUPYJICHTHOCTH NatoreHa (3PdeKTOpHEBIMN
6eiiok) [41]. AkTuBauus R-0e1KOB B OOJIBIIMHCTBE
cllydyaeB IIPUBOAUT K Pa3BUTHUIO IIPOTPAMMUPYEMOI
CMEPTH KJIETOK B JIOKAJIbHOM Y4aCTKe PacTeHMsI, YTO
duznYecKkr N30JupyeT MHMEKIINIO U TpeaoTBpalia-
eT JaJIbHelIIIee pacipocTpaHeHre naToreHa [42].

B3AUMOJIEVICTBUE P infestans
C KAPTO®EJIEM
HA MOJIEKYJISIPHOM YPOBHE

Takoit MexaH3M peanu3yeTcsl U IIpU B3auMOICHi-
ctBuu P infestans ¢ xaprodenem. Y P infestans ObUn
OIMCaHbI TeHbl, Koaupylolye 3@eKTopHbIe OSIKMU,
OTHOCSIIMECS K Kiaccy uuToruasMatindeckmx RXILR-
2 heKTOpOoB, B YacTHOCTU TeHbI Avrl [39], Avr2 [43],
Avr3a [44], Avr3b [45], Avr4 [46], Avr8 = Avr-Smira2
[23], Avr9a [47], Avr-blbl = ipiO [48, 49], Avr-blb2
[38] u Avr-vntl [50]. I1pu sToM y KapTodens ObIIn
Ne3 2020
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oxapakTepM30BaHBlI T'eHbI, Komupyloiue R-0enku,
OTBevalollde 3a paclo3HaBaHUE CIIeIN(PUIECKUX
apdexTopHbIX O6enKOB P. infestans. bonbiias 4yacTh
9TUX T€HOB ObIJIa MIpHBHECEHA B T€HOM KapToders
MyTeM WHTPOTPECCUM TEeHETUYECKOTO MaTepuaia
POICTBEHHOTO KapTodell0 IUKOPACTYIIEeTO0 MEKCH-
KaHcKoro Buaa Solanum demissum, yCTONYUBOIO K
dutodTopo3y [51]. HApyrme mamkopacTylIime BUIBI
TaKXKe TTOCIYXXWJIU UCTOYHUKAMU R-TE€HOB yCTONYN-
BOCTU K (putodToposy [52]. I'eHbl pacocneumnpuy-
HOM yCTOMYMBOCTU K (PUTOGTOPO3Y, NepeHECEHHBIE
M3 TUKOPACTYIINX copoandeil KapTodens, ObTM oxa-
paKTeprU30BaHbl (PUTOMNATOJIOTMYECKUMM METOOAMU U
KapTUpOBaHbl Mo (eHOTUITY Ha HECKOJBKUX TPYITIax
cueruienus [51, 53], a 3aTeM HeKOTopble R-TeHBI ObLIN
KJIOHMPOBAHbI U3 TUKOPACTYIIMX COpoaudeii u ¢popMm
KapTodesi, comepXKalluxX UX TeHeTUIeCKUIA MaTepU-
ain [54, 55], n mogpoGHO oxapaKTepnu30BaHbI, OJIaro-
Jlapsi 4UeMy ynajloch yCTAHOBUTb HEKOTOpPBIE TTaphbl 3¢-
(deKTOpHBIN OeJIOK—pacIo3HarIInii ero R-6eok.

Tak, adpdexTopHBIil 0eoK Avr2 pacrio3HaeTcs
COOTBeTCTBYIOIIUM R2-6eKkoM KapTodenst mpu I1o-
cpenctBe ¢ocdarazel pacteHns BSU-LIKE PRO-
TEIN1 (BSL1) [56]. ABupyieHTHas (opma Geika
Avr3a pacnio3HaeTcss IpoayKToM reHa R3a [44]. D¢-
dekTopHBIIT 0emoK Avr3b pacIto3HaeTcsI COOTBET-
CTByIOLEH pelenTopHoit kuHazoit R3b [20, 45].
AsupynentHbiii Oenmok IPIO1 B3amMomeiiCTByeT C
CC-nmomenoM RB kmHa3bI 1 obecrieunBaceT TUMEpPHU-
3alIMI0 IBYX MOJIEKYJI KMUHA3bl, HEOOXOIUMYIO IIJisI ee
aktuBauuu [57]. B To Xe BpeMs MeXaHU3M pacIio-
3HaBaHUs Oenka Avrl ocraeTcss HEM3BECTHBIM, OT-
CYTCTBYIOT JIOKa3aTeJIbCTBAa MPSIMOTO B3auMOJEii-
ctBusI R1 1 Avrl, XoTsT M OBIITIO TTOKAa3aHO, 4YTO IS
Pa3BUTHUSI CBEPXUYBCTBUTEIHHOIO OTBETA HEOOXOAU-
MO MPUCYTCTBUE 000UX OEJIKOB B siipe KiaeTkKu [39].
AHaJIOrMYHBIM 00pa30M He U3BECTEH MEXaHU3M pac-
no3HaBaHUs 3P dekTopHOro 6enka Avr4, Tak Kak He
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Tab6auua 2. 'ensl BupyneHTHOCTH P. infestans, nux Homepa B 'eH6aHke NCBI 1 cooTBeTCTBYIOIIIME M T€HbI YCTOMUYNBO-

CTU KapTodest

Ten Avr PITG No B 'en6anke NCBI T'en R
Avrl PITG 16663, XM_ 002896847 R1
PITG 06432 XM_ 002998511
Avr2/Avr-bib3 PITG_22870 XM_002902940 R2/Rpi-blb3
Avr3a PITG_ 14371 XM_002898796 R3a
Avr3b PITG 18215 XM_ 0029978 R3b
Avrd PITG_07387 XM_002904373
Avr8 (Avr-Sm2) PITG_07558 XM_002904498 RE& (Rpi-Sm2)
Avr9a (Avr-Sm1) PITG_07750 XM_ 002904490 R9a (Rpi-Sm1)
IpiO (Avr-bib1) PITG_ 21388 XM_ 002895005 RB/Rpi-blb1/Rpi-stol
Avr-blb2 PITG_20300/PexRD40 XM_002895872 Rpi-blb2
PITG_04090/PexRD39 XM_ 002905755
PITG_18683 XM _002997266
PITG_04085 XM_002905749
PITG_04086 XM_002905750
PITG_20303 XM _002895876
PITG_20301 XM_002895873
Avr-vntl PITG_16294 XM _002897316 Rpi-vntl. 1

M3BECTHA MEPBUYHAsI CTPYKTypa COOTBETCTBYIOIIETO
reHa R4 u KomupyeMoro um perenropa (tadi. 2).

CylIeCcTBYIOT HECKOJIBKO TUMOTE3, OOBSICHSIIOIINX
HemnpsiMoe pacrio3HaBaHue 3ddexkropa. CorjaacHo
“cropoxeBoii” runote3e (guard hypothesis) R-6enxu
aCCOLIMMPOBAHBI ¢ OEJIKAMU-MUILLIECHSIMU AVr-Te€HOB.
BzaumoneiictBue 3cdekTopHOro 6eska ¢ 6eJ1KoM-
MUIIEHBIO IIPUBOIUT K M3MEHEHUIO CTPYKTYPHI I10-
CJICAHETO, UYTO pacrno3HaeTcs R-0eJ1KoM U TIpuBOIUT
K 3aITyCKy UMMYHHOTO OTBeTa. Takoif MexaHU3M B3a-
MMOJEeNCTBUY ObUI IToKa3aH uid Avr2 u R2. “OomMan-
Hast monenb” (decoy model) mpenrmosaraet, 4Tto Oe-
JIOK-TIOCPEIHMK He SIBJISICTCS MUIIEHBIO 3 deKkTopa,
a SBJISIETCS €ro CTPYKTYPHBIM aHAJIOTOM, KOTOPBIA
KOHKYpUpYeT 3a cBsi3biBaHUE ¢ 3pdexkTopom. Co-
racHo “Moaenu npuMmaHku” (bait-and-switch mod-
el) 6esIK1 yCTOMYMBOCTH MOTYT CBSI3BIBATD 3(h(PEKTO-
PBI TOJIBKO MOCJIE TOTO, KaK OHU 00pa3yIoT KOMILIEKC
¢ O6enkoM-nocpenHUKoM. [Ipu 3TOM MOXeET pe3Ko
BO3pacTaTh CPOJICTBO KOMILIEKCA paCTUTEIbHBIN Oe-
JIOK-TIocpenHuK/3pdexTop K R-6enky [58].

PacnosnaBanme 3¢ppeKTOpHBIX OEJTKOB IIPUBOINUT
K y3HaBaHMIO ITaTOreHa, B pe3yJIbTaTe OH HE CIIOCO-
OeH 3apa3uTh pacteHue. [103ToMy B Xo[Ie 3BOTIOLUN
B reHoMe P. infestans MOSIBUINCH MyTaHTHBIE (DOPMBI
T€HOB BUPYJIEHTHOCTH, IIPOIYKThI KOTOPHIX M30era-
IOT pacno3HaBaHUsI 3alIMTHOI CUCTEMOI XO3SIMHA.
Hampumep, BupyneHTHBIH ToMosIor 3ddekTopa Avr2 —
Avr2-like Takke B3ammoneiictsyer ¢ BSL1, omHako
acconunanuu komruiekca Avr2-like BSL1 ¢ R2-kuHa-
30if HE MPOUCXOIUT, UTO MPUBOIUT K Pa3BUTUIO 3a-

6oneBaHus [56, 59]. BupynentHast ¢dopma Genka
Avr3a — Avr3a_EM He pacrio3HaeTcs IIPOAYyKTOM Ie-
Ha R3a u orinuaeTcsd oOT aBUPYJAEHTHOU (GOpMBbI
Avr3a_ KI aMMHOKUCITOTHBIMU 3aMeHaMu B 3ddeK-
TopHOM nomeHe [44]. Hus reHa Avr4 xapakTepeH
CIBUT PaMKU CYUTBIBAaHUSI, IPUBOISIINI K 00pa3oBa-
HUIO YKOPOUEHHBIX O€JIKOB, KOTOpbIE HE pacro3Ha-
IOTCS TIPOAYKTOM COOTBETCTBYIOIIETO IeHa YCTOMUM-
BOCTHM, HO TPU 3TOM OCTAlOTCS BUPYJEHTHBIMU.
Ilrammbl P. infestans, comepxalliue IMOJHOpPa3Mep-
HbII 6e710K Avr4, Bcerna sIBJISIIOTCS aBUPYJICHTHBIMU
Ha pacTeHUIX, cogepkaimx R4 [60, 61]. B ciyyae re-
HOB ipiO pacel P. infestans, 3KcIipeccupymoime 3¢-
dexrop IPI-O4, mpeomoneBalOT yCTOMYNBOCTh pac-
TeHuii, Hecymux reH RB/Rpi-blbl, tak kak IP10O4
OJIOKUpPYET OUMepHU3alUIi0 MOJEKyJl KuHa3bel RB u
TEM CaMbIM ITPETSITCTBYET Y3HaBaHUIO maToreHa [57].

TakuMm 00pa3oMm, BEISIBJICHNE MOJICKYJISIPHO-TeHE -
TUYECKMX OCHOB B3aMMOJICMICTBUS ITaTOTe€HAa U X035 -
WHAa MIPUBEJIO K JIyYLIeMy ITOHMMAaHUIO MEXaHN3MOB
MUKPO3BOIIOLIMOHHBIX IIPOLIECCOB, MPOTEKAIOIINX B
nonynsauusix P. infestans. B mpakTM4eCKOM OTHOIIIE-
HUU OTU UCCJI€JOBaAHU OKa3aJ1nCh OYEHDb Ba>XHbI 110~
TOMY, YTO OT Ha0Opa TeHOB BUPYJICHTHOCTU 3aBUCUT
CTEIIEHb ITOPaXKeHMsI paCTeHMI B MOcaaKax KapTode-
JISI U, COOTBETCTBEHHO, pa3Mep NoTepb ypoxkasi. U3y-
YyeHNEe MEXaHM3MOB U3MEHUYMUBOCTU y P. infestans Ha
MOJIEKYJISIPHOM YpOBHE B AaJbHEMIIIEM MOXET CITO-
CcoOCTBOBATh pa3paboTke Mep 00pPBOLI ¢ huTOPTOPO-
30M KapTodes.
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Genetics of Pathogen-Host Interaction by the Example of Potato Late Blight Disease

V. V. Martynov* % * and V. K. Chizhik**
9All- Russia Research Institute of Agricultural Biotechnology, Moscow, 127550 Russia
b Moscow Regional State University, Moscow, 105005 Russia
*e-mail: martynov.vik @gmail.com

This article is a review of modern conceptions concerning the interaction between a pathogen and a host plant
at the molecular level. In particular, the basic principles of plant immunity and the mechanisms by which
pathogens overcome this immunity are described. In this respect, special attention is paid to information
about the interaction of the causative agent of late blight disease oomycete Phytophthora infestans (Mont.) de
Bary with its host potato. This is due to the fact that late blight is the largest economically significant problem
for modern potato farming. Despite the fact that the causative agent of late blight is known to science for a
long time, there are many unresolved issues related to the biology of this pathogen. Therefore, to create new
potato varieties with high resistance to late blight, it is necessary to obtain new knowledge about the interac-
tion of the polygenic plant resistance system with the determinants of pathogenicity of P. infestans.

Keywords: molecular genetics, plant immunity, effector proteins, virulence genes, phytopathogens, Phytoph-
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