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Jlast 0opbObI ¢ 00J1€3HAMHM PACTEHHI COBPEMEHHOE CEJIbCKOE XO3SiiCTBO paciojaraer 3Hauu-
TeJIbHBIM APCEHAJIOM MeCTUIHMAOB-KCEHOOMOTHKOB, TOKCHYHBIX ISl MUKPOOpPranu3MoB. OHAKO onacHoe
BO3JEHCTBHE TAKMX MECTHIMAOB WIH NMPOAYKTOB UX PA3JIOKEHUS HA OKPYXKAIOUIYI0 CPedy W 310pOBbe
YeJioBeKa TpedyeT MOMCKA HOBBIX, 0€3BPEIHbIX M IKOJOTMYECKH 0e30MaCHBIX CPEACTB 0OpbObI ¢ 00Je3-
HAMH. B cBf3M ¢ 3TMM BHMMaHHe MCCJIeloBaTeNeil MPUBJeKaeT (DEHOMEH eCTECTBEHHO YCTOWYMBOCTH
PACTEHHIi, B TOM YHCJI€ MX AKTHBHBIAA MMMYHHMTET M Te MPUPOJHbIE BEIIECTBA, KOTOPbIe MOTYT MHIYIHM-
poBath ero MexaHusmbl (J.D. Jones ¢ coasr., 2006; M. Albert, 2013; L. Wiesel ¢ coasrt., 2014;
E.J. Andersen c coasr., 2018; D.F. Klessig ¢ coast., 2018). MicTroynnkaMu TaKMX BeLIECTB, B TOM YHCJIe
0€JIKOB W MENTHIOB, MOTYT CJIYXKUTb (UTONATOreHHbIE W HEMATOreHHble MUKpPoOpranu3mel. IIpu ux B3a-
HMOJIEHCTBIH C PACTEHUSAMH MHKPOOHBIE 0€JKH UrpaloT POJib JIHCHTOPOB Hecmenn(puIecKoil yCToiIuBo-
CTH, PacHO3HABaeMbIX KaK KOHcepBaTHBHble MUKPOOHble marrepusl (MAMPs unn PAMPs), Kotopbie
HHAYUMPYIOT NEPBYIO JJMHHIO AKTUBHOW 000POHDBI pacTenuii (0a3oByio ycToituuBoctb, i PTI) (C. Zipfel,
2009; M.A. Newman, 2013; J. Guo ¢ coasrt., 2022). [Ipyrue MUKpoOHbie O0elKH — 3¢ (eKTopbl, y4acT-
BYIOLIME B PA3BUTHH 00JI€3HH, B CJIyyae y3HABAHMS MX PACTEHHSAMHM-XO035€BAMH TAKXKE MOTYT aKTHBHPO-
BaTh 3alIMTHbIE OTBETHI KAK 3JHCUTOPBI pacocnenududeckoii ycroiunsoctu (B.P. Thomma c coasr.,
2011; W. Zhang c coasr., 2022; B.C. Remick ¢ coasr., 2023). Bocnpustue MHKPOOHBIX 0€JIKOBBIX
3JIMCUTOPOB PACTUTEJILHBIMH PELENTOPAMH BbI3bIBAET ObICTPbIE OTBETHbIE PEAKIMM U MOXKET NMPUBOJUTH
K Pa3sBUTHIO JJIMTEIbHON cucTeMHo# ycroitunBocTu pacrenmii (T. Boller, G. Felix, 2009; J. B. Joshi ¢
coaBT., 2022; S. Wang c coast., 2023). V3yyeHnune CBOIiCTB 1 MEXAHH3MOB JI€/ICTBUSI MUKPOOHBIX 0€JIKOB
NPeICTaBIsAET CO00i KiacTep MCC/IEOBAHMIA, Pe3yJbTATHI KOTOPHIX CTAHOBATCSA 0a30i 1S Pa3BUTHS
O/IHOTO M3 Hau0oJiee IKOJOTHYHBIX HAMPABJEHHUI B 3alIMTE PACTEHHi, CIIOCOOHOrO MPHBECTH K paspa-
00TKe HOBBIX 3((PEKTHBHBIX CPEICTB OMOKOHTPOJISA JJISi YCTOWYMBOIO CEJIBCKOTO X03siicTBa. 3a He-
CKOJIBKO MOCJIETHAX JECATUIETHIl Y HEMATOTEHHbIX ¥ (PMUTONATOTEHHbIX TPHOOB, OOMHIIETOB, DAKTEPHil U
BUPYCOB, B TOM YHCJIE MOPAKAIOIMX CEJIbCKOXO3SHCTBEHHbIE KYJIbTYPbl, HICHTH(HUIUPOBAH Pl (EJIKOB-
3JIMCUTOPOB, KOTOpble OTHOCATCS K MAMP/PAMP-Tuny, a Takxke 3¢)¢)eKTOpoB, HHAYIUPYIOIMX CHe-
mduyeckuii ummynuter (ETI). B npeacrasieHHoM 0030pe CyMMHMPOBaHA W NMPOAHAIM3UPOBaHA MHGOP-
Man|s 0 HaudoJiee BAXKHBIX JOCTHKEHHAX B 00JACTH MACHTH(MKAIMH M MCCJIEIOBAHUS 3JMCHTOPHBIX
0€JIKOB, KOTOpbIe NMPOAYHHUPYIOT pa3iuyHble O0AKTepHH, TPUObI, OOMMIIETHI M BUpPYchl. B Tex caywasx,
KOTrZa 3TO M3BECTHO, KPATKO ONMHMCAHBI OCOOEHHOCTH CTPYKTYPHI JJIMCHTOPOB U MEXAHU3MbI MX J€iiCTBHS,
a UMEHHO Te 3aIIMTHbIE OTBETHI PACTEHMil, KOTOpPbIe MHAYUMPYIOTCS COOTBETCTBYIOMIMMH 3JHCHUTOPAMH
(D. Qutob c coasr., 2003; M. Tarallo c coast., 2022; Q. Xu ¢ coasr., 2022). ITokazaHo MHOrooopa3sue
BHIIOB MUKPOOPraHM3MOB, KOTOPbIE CIIOCOOHBI MPOLYHMPOBATH JIMCUTOPHBIE OEJIKH, 3aMyCKAIONIHEe MeXa-
HHM3MBI KaK crnenuguyeckoil, Tak U Hecneuupuyeckoii ycroitunBocti. Kak nmpumMepnbl 31McUTOPOB HanGo-
Jiee MOAPOOHO paccMoTpeHbl duiare/ulnH, XapnuHbl, ¢akTop 3joHramun Tu, OeJKH XO0JI0Z0BOrO MIOKA,
acddexropsl Cladosporium fulvum, 3aucuropsl GUTONATOrEeHHbIX W HEMATOTeHHbIX (hy3apHeBbIX rpuoOOB
U3 IPYruX MUKPOMHIIETOB, a Takxke HeaaBHO OTKpbiTbie MAMPs/PAMPs u ETI-unayumpyiomue 0enku.
B 0030p BKiIIOYeHa MHGOPMANMA 00 IIMCUTOPAX OOMMIETOB, MHUKPOOHBIX (hepMEeHTaX, 00JaZarouIMx
CBOIICTBAMH 3JIMCHUTOPOB, TIMKONPOTEMHAX M MENTHIOIIMKAHAX, a Takke dddekTopHbix deskax ¢uro-
upycoB (Y. Jin c coasr., 2021; L. Cai ¢ coasr., 2023). Kpome Toro, B OTIe/IbHOM pa3ziejie HAa NpUMepe
KOMMEePYECKHX MPeNnapaToB, CO3NAHHBIX HA OCHOBE 0AKTEPHAIbHBIX U TPHOHBIX 0EJTKOBBIX JJIUCUTOPOB, B
ToM unciie B Poccun u Kutae, KoTopbie J0Ka3aiu CBOIO 3AIMTHYIO 3()()eKTHBHOCTH B MOJIEBBIX YCIOBHSX,
MOKA3aHA NEPCHEeKTHBHOCTh NPAKTHYECKOTO0 NPUMEHEHHsi MHKPOOHBIX OSIMCHTOPHbIX OeakoB (V.G.
Dzhavakhiya ¢ coast., 2003; W.P. Liu c coast., 2007; J. Mao c coasr., 2010; Q. Dewen c coasr.,
2017).

KioueBble cioBa: OMOTeHHbIE JIMCHTOPBI, MHKPOOHbIE OEJKH M NMEeNTHIbl, MUKPOOHbIE MAT-
TepHbl, 3¢dexTopsl, PTI, ETI, 3amuTHbIe 0TBETbI pacTeHUil, 3K0JOrHYecKH 0e30macHble cpeacTa Ouo-
KOHTPOJISL.

*WccnemoBanust noaaepxanbl Poccuiickum HaydHbIM (oHmoM (rmpoekt PH® No 22-16-00153).
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B ycnoBusSX MHTEHCMBHOTO PacTeHUEBOICTBA BHICOKME YPOXKaU CEIbCKO-
XO3IMCTBEHHBIX KYJIBTYP HEBO3MOXKHO OOECIeUnTh 0e3 YCUJIMiA, HalpaBIeHHBIX
Ha O0opwrOy c 0oe3HsIMU pacTeHui. B HacTosimee BpeMsI CYIIECTBYIOT pa3HOO00-
pasHble BO3MOXKHOCTHM 3alllUThl ypoxkas (Co3maHue YCTOMYMBBIX COPTOB, oOpa-
0OTKa XMMUYECKUMU MECTULUIAMU, OMOKOHTPOJIb (PUTOMATOrEHOB C MOMOILbIO
MUKpPOOOB-aHTarOHUCTOB, CEBOOOOPOT U JAPYIME€ arpoOTEXHUYECKUE MEPOINpPUs-
THSI), CPeId KOTOPBIX JUAUPYIOT CEJIEKILIUSI Ha YCTOMYMBOCTD U XUMUUYECKUI Me-
tox (1, 2). BmecTe ¢ TeM 3arpsisHeHHE OKpYXKAIOLLEil cpelbl U IIPOOIEeMEI ¢ 0e3-
OITAaCHOCTHIO MUIIEBBIX MPOAYKTOB M3-3a YPe3MEePHOTO WIIM HEHAIEKAILETO ITPH-
MEHEeHU MecTUluaoB (3, 4), a TaKKe CHUXKEHUE TTPOAYKTUBHOCTU COPTOB BCJIE I -
CTBHE TIPEONOJICHNS WX YCTOMYMBOCTU (DUTOMMATOT€HHBIMI MUKPOOPTaHW3MaMM
(5) BBI3BIBAIOT 03200YEHHOCTH BO BCEM MUPE M CTUMYJIUPYIOT TTOMCK HOBBIX TTOJI-
XOJIOB, CIIOCOOHBIX MOIMOJHUTh apceHal HAaAEeXHBbIX M OE30MacHBIX CPEICTB CO-
XpaHeHMs1 ypoxasi. OJHUM W3 TaKuX IMOAXOJ0B MOXET ObITb MHIYLIMPOBAaHHAs
yctoitunBocTh (MY), 3pdekT KOTopoil OCHOBaH HAa aKTHUBALIMU €CTECTBEHHBIX
3alIUTHBIX MEXaHU3MOB pacTeHui. I1py 3TOM IS MPaKTUIECKOTO MPUMEHEHMS
HauOoJsiee MepCcreKTUBHbI Hecneuuduyeckass cucteMHast yctoituuocTh (CY) u
npaiMuHr (6-8), Koraa 1oKajabHass 00pab0oTKa HEKUM MHIYKTOPOM CIIOCOOCTBYET
COIPOTUBJISIEMOCTU BCEr0 PacTeHUs] K HECKOJIbKUM BO30yauTe M U Oojiee ak-
TUBHOMY Pa3BUTHUIO 3alIMTHBIX peaklMil B OTBET Ha BHeIpeHue naroreHa (9, 10).

HccaenoBaHusi MOJIEKYISIPHBIX MEXaHU3MOB B3aUMOJEWCTBUSI pacTeHUM
C MUKPOOpraHM3MaMu MPUBEIU K UACHTU(UKALIMY LEJI0ro psiga MeTabOJIUTOB,
M3BECTHBIX B HACTOsIIEe BPeMsI KaK OMOTeHHBbIE JIMCUTOPBI, KOTOPhIe, aKTUBU-
Pyl CUTHaJbHbIE CUCTeMbl pacTeHuil (11), 3amycKaioT onpeaeieHHbIE 3alllUTHbIE
OTBeThI, MpuBoAslIre K popmupoBanuto CY (12).

ITepBoHauyaabHO TEPMUH «3aMcuTOP» ObLT BBeneH Hoanem Kunom (Noel
T. Keen) B 1975 rogy misi o603HaUeHUSI MOJIEKYJ, CIIOCOOHBIX MHAYLMPOBATH
(puToaNeKCHHEI, HO ceifyac ero MPUHSATO MCIOIb30BaTh I OMOTEHHBIX U He-
OMOTreHHBbIX COCAMHEHMI, KOTOPbIE CTUMYJMPYIOT JIO0OH BUI 3aLIMTHBIX peak-
LIMI pacTeHWi, YYacTBYIOIIMX B Pa3BUTUU HUX CUCTEMHON MPUOOpPETCHHOM
(systemic acquired resistance, SAR) wiu nHayuupoBaHHoi cucteMHoi (induced
systemic resistance, ISR) ycroitunBocTu K nmatoreHam u Bpeautenasim (13). buo-
TeHHBIC SJIMCUTOPHI HE MMEIOT OOIIeH XMMUUYECKON CTPYKTYPHI M MPUHAIEKAT
K IITAPOKOMY KPYTY Pa3IMIHBIX KJIACCOB COCAMHEHMI, BKITIOUAsl OJIMTOCAXapUIbI,
TIeNTUIBI, OCJIKA W JIUTTAIEL.

BsaumoneiicTBys1 CO MHOXECTBOM BCTPEUAIOLIUXCS B IPUPOJE MUKPOOP-
raHW3MOB, PACTEHMSI PACTIO3HAIOT KOHCEPBAaTUBHbBIEC MATTEPHBI, MPEACTABIEHHbIE
OOILMMU IS LIEJIBIX MUKPOOHBIX TAKCOHOB MOJIEKYJISIPHBIMU CTPYKTYpaMM U Me-
TabOJIUTAMU, KOTOPBIE HEOOXOAUMBI IS CYIIECTBOBAHUS HEMATOTCHHBIX, B TOM
ylcjie IOJIe3HBIX, MUKPOOpraHu3MoB (microbe associated molecular patterns,
MAMPs) u ¢puronaroreHoB (pathogen associated molecular patterns, PAMPs), a
Tak>Xe HEKOTOPble COOCTBEHHbIE META0OJUTHI, OOpasylolluecs Mpu BHEAPEHUU
raToreHa M CUrHaJu3upyloliue od onacHOCTU nospexiaeHus: (damage-associated
molecular patterns unu danger-associated molecular patterns, DAMPs) (7).

B cymHoctu, PAMPs, o0beauHsole MOJIeKyabl MeTab0JIUTOB (PUTO-
MaTOreHHbIX TPUOOB, OAKTEPUl U OOMUILIETOB, NMPEACTABISIOT COOOU MOArPYIITY
MAMPs (14). MAMPs, PAMPs, a Takke coeIMHEHMSI, KOTOPhIE, TTOAO00OHO 3TUM
OMOTeHHBIM MMATTEPHAM, BBI3BIBAIOT YCTOMUYMBOCTD, OTHOCSTCS K 9K30T€HHBIM 3JIH-
curopaM, a DAMPs — Kk sHporeHHbIM. [locie KOHTakTa TaKUX MUKPOOHBIX WJIU
SHIOTeHHBIX MATTEPHOB C PACITO3HAIIMNMUA WX MEMOpaHHBIMU pelenToOpaMu
(pattern recognition receptors, PRRs) (14-17) pacteHus1 reHEpUpYyIOT KacKaj CUT-
HajoB (14, 18-22), akTUBUPYIOLIUX Pa3IMUHbIE 3aLIUTHBIE MEXaHU3MBbI BPOXKICH-
Horo (plant innate immunity, base resistance) WJIM 3aIlyCKaeMOTro MaTTepHaMU
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(pathogen triggered immunity, PTI) ¢putoummynurera (23-25).

3aiuinasch OT MaTroreHoB, npeoposieBinx PTI, pacTeHus ¢ MOMOIIbIO
BHYTPUKJIETOUHBIX R-penenTopoB pacrno3HaioT ux 3POeKToOpbl — OEJIKH, IIPOIy-
LHupyeMmble (pUTONaToreHaMu, ¢ MOMOIIBIO KOTOPBIX OHM HApYLIAT PeLerNiuio
PAMP n1 DAMP wnu momaBiasioT MHAYLHMPYEMble MMM 3alllATHBIE Peaklnu,
obecrieynBasi TeM CaMbIM KOJOHU3ALMIO pacTeHUii-xo3s1eB (7).

BDddexTopsl, pacriodHaHHbIe R-0e1kaMu, UHULIMKMPYIOT BTOPYIO CTYIIEHb
AKTUBHOTIO (DUTOMMMYHUTETA — UMMYHUTET, 3amycKaeMblii a¢dekropamu (effector
triggered immunity, ETI) (26). B uenom, PTI u ETI dopmupyrorcsi cXogHbIMU
3alIUTHBIMU OTBETaAaMU pacTeHuil (27), B TOM UMCIE peakliueill CBEpXUyBCTBU-
teabHocTH (CBY) (28, 29), xota B cinyyae ETT CBY pa3BuBaeTcs yalle U MUHTEH-
CHBHee, MPUBOJIS K ObICTPO Jiokanu3aiuu naroreHos (30, 31).

Y HemaToreHHbIX IJisI pacTeHUH MMKPOOPraHU3MOB, (DUTOMATOrE€HHBIX
rpubOB, OOMMLETOB, OAKTEPUil U BUPYCOB, MOPAXKAIOIIMUX CEIbCKOXO3SIMUCTBEH-
HbI€ KYJbTYPbl, OOHAPYKEH LBl psii OETKOB-2JIMCUTOPOB, KOTOPbIE OTHOCSTCS
K MAMP/PAMP-tuny (7, 31-33), a Takxkxe 3(p(ekTopoB (B TOM UMCIe pacocIie-
LH1(pUUIEeCKrX), KOTOpble MOCJe Paclo3HaBaHUSl PaCTEHHWEM MOTYT BbICTYIaThb B
poau crienuudeckux 3aucuTopoB (34). s 0603HaUYeHKST 3MCUTOPOB MEPBOTO
TUIIA TaKXKe HCIOJb3YIOT TepMMUH general elicitors, KOTOpoMy B OT€YECTBEHHOI
Hay4YHOU JuTepaType COOTBETCTBYET TEPMUH Hecneuruduueckure 3aucuTopsl (35).

M3yyeHue CBOMCTB U MEXaHU3MOB JEWCTBUSI 3TUX DJMCUTOPOB MpPEACTaB-
JISIeT cCOOOM HOBBIM KJIacTep MCCAeNOBaHUM, Pe3yabTaThl KOTOPHIX CTAHOBSTCS Oa-
3011 U1l pa3BUTHUSI OMHOTO M3 HauboJjee SKOJOTUYHBIX HAIpaBICHUI B 3alluTe
pacTeHUi.

B kauectBe HamboJjiee MEPCIEKTUMBHBIX paccMaTpUBaIOTCS OMOTeHHbIE
BJIMCUTOPHI, CcocoOHBIe BbI3bIBaTh CY, Ouomerpagamusi KOTOPHIX B IIPUPOIE
MpoXoauT 0e3 00pa3oBaHMSI TOKCUYHBIX MPOAYKTOB, a Takxke Te, IS KOTOPhIX
UMEIOTCSI JOCTYITHbIE UCTOYHUKU U MOTYT ObITh pa3paboTaHbl OTHOCUTEJILHO Jie-
1IE€BbIE TEXHOJOTUU MPOU3BOICTBA. DTUMU CBOWMCTBAMM 00JIaJal0OT MHOTHE 2JIM-
CUTOPBI OEJIKOBOI MPUPOIbI, HAllAGCHHBIE Y MUKpOOpraHu3mMoB. Kpome Toro, st
0eJIKOBBIX BJIMCUTOPOB, IIOMUMO MCIIOJIL30BaHMSI ITOCPEICTBOM 00PaOOTKU CEMSIH
WU JIMCTBBI, CYIIECTBYET BO3MOXHOCTh KOHCTUTYTUBHOW WM WMHIYIUOEIBHOMN
SKCIIPECCUU WX TPAHCTeHOB B pacTeHMsIX. HakoHell, OTCYyTCTBUE MPSIMOro Ouo-
LIMAHOTO JeUCTBUS OeKOBBIX 31McUTOpoB CY Ha (puTonaToreHsl MO3BOJISIET CBE-
CTU K MUHUMYMY BEpPOSITHOCTb Pa3BUTUSI Y HUX PE3UCTEHTHOCTU K 3TUM Cpel-
CTBaM 3allUTHI.

3a nocieaHue HECKOJbKO ACCATUJIETUM AOCTUTHYT 3HAYMTEJIbHBINA Mpo-
rpecc B MAEHTUDUKAIUU MUKPOOHBIX OEJIKOB, KOTOPbIE YYAaCTBYIOT BO B3aUMO-
JNEWCTBUU C KYJBbTYPHBIMU PACTEHUSIMU KaK MHAYKTOPHI 3allIUTHBIX OTBETOB MJIM
(akTOpbl BUPYJIEHTHOCTH, a TakKXXe B MOHUMAHMHU TOTO, KaK IPOMCXOAUT 3TO
B3aMMOJIEMCTBME HAa MOJIEKYJISIPHOM YPOBHE, KaK/€ CUTHAJIbHbIE CUCTEMbI 3aIyC-
KaloTcsl 0enKoBbIMU 3iucuTopaMu MAMP-tumna n kakum o0pa3oMm pacno3HaBa-
Hue 0enKoB-3dPeKTOopoB naroreHoB BKmovaeT ETI.

ITonyyeHHbIE MaHHBIE CBUAETEJ]BbCTBYIOT O MEPCIEKTUBHOCTU MpPUMEHEe-
HUSI MHAYUMPYIOLIMX YCTOMYMBOCTL OEJIKOB B KauyeCTBE HOBBIX CPEACTB OMO-
KOHTpOJIs. B CBSI3U C 3TUM B pOCCHICKMX HayYHBIX XXypHaJlax BCe yallle MOsIBJIs-
I0TCSl MyOauKaluu, cBsA3aHHbIX ¢ MY pacTeHuil K 00Jie3HSIM U aOMOTUYECKUM
ctpeccaM (36-38). Ilpu 3TOM B KauecTBE MHIYKTOPOB, HA OCHOBE KOTOPBIX CO37a-
I0TCSl 3alllUTHBIE Mpernaparbl, pacCMaTpPUBAIOTCSI COENMHEHUs] HeOeIKOBOK Ipu-
poIibl, IIaBHBIM 00pa30oM XUTO3aH, CUHTETUYECKHE aHaJOTU U MTPOU3BOAHbBIC CUT-
HaJIbHBIX MOJIEKYJ1 pacTeHuit — canumiuiara (SA) u kacmoHarta (JA), a Takxke
COEIMHEHUsI, BOCIIPOM3BOsIIME UX AeicTBUe. B psae 0630poB moapobHO pac-
CMOTpPEHBI 3alllUTHbIE OCJIKM PACTeHUi, UX posib B UMMYyHUTeTe (39), a B HEKO-
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TOPBIX MyOJMKAIIMSIX OTMEUeHA 3alllMTHAsl Pojib aHTUMUKPOOHBIX TENTUIOB pU-
00COMAJIbBHOTO M HEPHMOOCOMAJIbLHOTO CUHTE3a U3 OMOKOHTPOJMPYIOLIMX TpUOOB
u 6aktepuii (40). OgHaKO MHAYLUMPYIOILIME YCTOUMYMBOCTL K OOJIE3HSIM MUKPOO-
Hble OeJIKM OMMCaHbl HETOCTaTOYHO TOJIHO.

Hacrosmuii 0630p mocpsiilieH aHalIu3y WH(GOpMalUU, OTpakarollei
HauboJjiee BaXHbIE MOCTMKEHUSI B 00JacCTUM MISHTUMUKALUM U WCCICAOBAHUS
CBOWCTB 3JIMCUTOPHBIX OEJIKOB MUKPOOPTaHM3MOB. B HEM paccmaTpuBaloTCs Kak
KOHCepBaTUBHbIE OaKTepraabHble, IPUOHBIE U BUPYCHBIE OCIKM U MENTUIbI, KO-
TOpPBIEC pacIIO3HAIOTCA pacTeHUsIMH Kak MAMP/PAMP-snucutopsl u obecrieun-
BaloT Hecneuuduueckyo ycroiunBocTh (PTI), uHuumMupysi obliue 3aliuTHbIE
peaxkiMM y pacTeHUl, TaK U crielupUIecKrue 3MUCUTOPbl — OelKu-3(PdeKTOpbI
rpuboB u Oaktepuii (41, 42). B Tex ciayyasix, Koraa 3T0 U3BECTHO, KPaTKO OMHU-
CaHbl OCOOEHHOCTU CTPYKTYPbI JIMCUTOPOB U MEXaHU3Mbl UX NEUCTBUS, TO €CTh
3alllUTHbIE OTBEThl pPACTEHUI, KOTOPbIe MHAYLUPYIOTCSI COOTBETCTBYIOLLIMMU JTU-
cuTopaMM. MBI TakKe cTapaliiCh MOKa3aTb MHOroo0Opasre BUIOB MUKPOOPTaHU3-
MOB, KOTOPBIE€ CITOCOOHBI ITPOIYLIMPOBATL DAMCUTOPHBIE OeaKu. OTHeNbHBIN pa3-
JIeJ1 TIOCBSIIEH MyOauKalMsM O pa3padoTaHHBIX Ha X OCHOBE Mpernaparax (B ToM
yucie B Poccuu n Kurae), KoTopble yxke aokKasaiu cBO 3((HEeKTUBHOCTb B MO-
JIEBBIX YCJOBUSIX U HALLLJIA MPAKTUYECKOe NMTPUMEHEHUE.

OHIoreHHble OenKoBble amucuTophl DAMP-THNA, urpatonme BaKHYIO
posb B pa3Butuu MY, u MeauatopHble OeJIKM, YYaCTBYIOIIME B paclo3HABAHUU
U TPaHCAYKUMM CHMTHaJla, OCTaHYTCS 3a paMKaMMu 0030pa, MOCKOJbKY OHU He
MMEIOT MUKPOOHOTO MPOUCXOXKICHUS, a SIBJISIOTCS aKTUBHBIMU MOJIEKYJIAaMU ca-
MuX pacteHuii. Kpome Toro, B pasmesie 0 IMKOMPOTEUMHAX M MEeNTUAOTIIOKaHAX
YIIOMSIHYTHI TOJIBKO T€ M3 HUX, Y KOTOPBIX 3JMCUTOPHAS aKTUBHOCTH CBSI3aHA C
OEJKOBBIM (PparMeHTOM.

DINCUTOPHBIE OCENKM W MNMENTHUIB O6akTepuil. Pracertun.
Dyare;IMH TTATOTEHHBIX M HETIATOTEHHBIX OaKTepuii — Hambojiee M3y4eHHBIN
0enKoBBIN aMucuTop U3 paspsaaa MAMP/PAMPs (43). OH npeacTaBiseT coboit
TJIOOYJISIPHBINA KUCABIA OeIoK, 00pa3yoliuii HAapYKHYI0 CIIMPaJIbHYIO HUTb XKIYy-
THKa O0akTepuii. st daresinHa XxapakKTepHbl BbICOKAasi KOHCEPBAaTUBHOCTL N- 1
C-KOHIIEBBIX TTOCJIEIOBATEILHOCTEN, OUEHb HU3KOE COJepKaHMe TUPO3MHA U (e-
HUJaJaHWHA, OTCYTCTBUE TPUINTO(haHa U LIMCTeUHA, a CIeI0BaTeIbHO, U IBOMHBIX
CBSI3€li, U BeCbMa BbICOKOE COJiepXKaHue ajlaHWHa, TITyTaMUHOBOM 1 acraparuHo-
BOIl aMMHOKMCJIOT (44). DTOT 3BOJIIOLIMOHHO KOHCEPBATUBHbBIN U XKU3HEHHO BaX-
HBII JUTST MOOMITBHBIX OaKTepHil GEJIOK MOXET paciio3HaBaThCsl pacTeHusiMu. PDa-
reJUIMH-pacno3Hatomuye peuentopbl pacteHuii (flagellin sensitive, FLS) otHo-
cATCS K OoraTbiM MOBTOpaMU JieMMHA pelienTopornogoOHbiM KuHazam XII ce-
MmeiictBa 6eakoB (LRR-RLK XII) (45-47).

B GosblIMHCTBE cilydyaeB B KAaYECTBE 2JIMCTOPA, CIIOCOOHOTO MHAYLIMPO-
BaTh KakK JIOKAJTbHBIN, TAK U CUCTEMHBI MMMYHHBI OTBET PACTEHUS PacIiO3HAIOT
snuton flg22 — onuH u3 ¢parmMeHTOB N-KOHIIEBOI MOC/IEeI0BaTEIbHOCTU OesKa,
COCTOSILIUI U3 22 aMUHOKUCIIOT, OCHOBHOM MOTUB KOTOPOTO COAEPXUT 15 Hanbo-
Jiee KOHCEPBAaTUBHBIX aMUHOKHUCIOTHBIX OCTaTKOB. BOJBIIMHCTBO pacTeHMI
nmeloT peuentop FLS2 (uyBcTBuTenbHas K uareqyiMHy KuMHasza), paclio3Haro-
IIMA UMEHHO 3TOT yyacTok Oenka (45, 48). UHTepecHo, 4TO y MoJieKy (hiares-
JIMHA, KOTOPhIMU C(OPMUPOBAHBI MPOTO(GMIAMEHThl HUTEH OaKTepUaTbHOIO
XKryTuka, ojnuronentun flg22 cKpbIT BHYTpU OEJIKOBOI INIOOYJIBI U HE JOCTYIEH
nns FLS2. OnHako B MoHOMepax (JareJijiiHa BO BpeMsl CaMOCOOPKU KTI'YyTUKOB
WIM TIOC]Ie UX paclajga Mpyu OTMUPAHUU OH CTAHOBUTCS AOCTYITHBIMM IS 3TOTO
peuenrtopa (34) U meiicTByeT KaK MOIIHbBIN SJIUCUTOP B CYOHAHOMOJEKYJISPHBIX
KoHILeHTpauusx (33).

Hpyrue pacreHusi, B yactTHoctu puc (Oryza sativa L.), ciocoOHbBI pacmo-
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3HaBaThb COCTOSILIWN MPUMEPHO U3 35 aMUHOKHMCIOTHBIX OCTaTKOB pparmeHT C-
KOHILIEeBO# obyactu ¢uareuimHa (CD2-1) (49), a pacTeHus1 cemelicTBa MacjiaeHo-
BbIX, TOMAT (Solanum licopersicy 1..) u kaprodens (S. tuberosum L.), — OTAWYHBIN
ot flg22 yyacrok N-TepMuHanbHON obnactu ¢arennuHa, flgll-28, mis koroporo
uMeeTcsl CBoi cnelmanbHbiil peuentop FLS3 (50, 51).

ITocne pacnosnaBanus flg22 peuentop FLS2 B3auMoaeiicTByeT ¢ CepuH-
TpeoHMHOBOM KuHa3oi BAKI (peuentop OpacCUHOCTEPOUIOB), UTO aKTUBUPYET
BHYTPUKJIETOUHbIE KMHA3HbIE JOMEHBI 3TUX pelentopoB (50), UHULIMKPYET Te-
penady SIUCUTOPHOTO CHTHAJIAa U WHAYIVPYET CHUCTEMHBIC 3aIllUTHBIE OTBETHI
pacteHuit, npuBoas K ¢dopmupoBaHuio PTI (44, 51) ko BceM OGakTepusM, UMeIO-
IIAM XTYTUKH.

OmHaKo B TIPOIIECCe SBOJTIOIMN HEKOTOPBIE M3 3THX OAKTepUii, HAIIprUMep
Pseudomonas syringae pv. tomato, Xanthomonas campestris pv. campestris WIn
Ralstonia solanacearum, npuodpenn Moau(UIIMPOBAHHBIE MOCIEI0BATEIbHOCTH
flg22. D10 MO3BOSIET UM YKJIOHSITHCS OT IOJHOLIEHHOI'O PACIO3HABAHUS peLiell-
topoM FLS2, xorma GakTepuu ¢ Takoil Mogu¢HKaLMeld aTaKyloT apaOUIOIICUC
(Arabidopsis thaliana 1..) Heynh unu nacineHoBble KyabTyphl (33, 52). Uccneno-
BaHMSI MOJIEKYJISIDHBIX MEXaHMW3MOB YCTOMUMBOCTHM pacTeHUil cemeiictBa Sola-
naceae X matoreHaMm ¢ MoauduuupoBaHHbIM flg22 mpuBeno K uaeHTUUKALIUU
ynoMsiHyToro Bbilie peuentopa FLS3, KoTopblit y3HaeT MocjienoBaTebHOCTb
flgll-28 (53). B yvactHoCTH, y KapTodens non Bo3aciictBuem flgll-28 npoucxogur
aKTMBHBI BBIXOA B LMTO30J1b MOHOB Ca?", caBur skcrpaueumnonspaoro pH B
LIEJIOYHYIO 00JIaCThb, TeHepalus aKTUBHBIX opM kuciaopona (ADK), pochopu-
JIMPOBaHVE MUTOT€H-aKTUBUPYEMON TMPOTEMHKMHA3bl U aKTUBAIMS 3alATHBIX
reHoB pacteHus (54). HTepecHo, 4TO MpU 3TOM BCE 3alllUTHbIE peakliuu B CIy-
yae flgll-28 BbIpakeHBI 3HAYNUTEILHO CUJIbHee, yeM B ciaydae flg22. Cuemyer oT-
METHUTh, YTO CITOCOOHOCTH OAaKTepUii MOAM(PUIIMPOBATH SIVCUTOPHBIC TTEITTHIEI
(marennmHa OKa3bIBaeTCS TOJE3HON TPU CUMOMOTUYECKOM B3aWMMOICHCTBUU.
Hanpumep, nsmeHenHslii flg22, Ha KOTOpBIt HE pearupytoT 06000BbIe, OOHAPYKEH
y a3oTduKcUpylolleil KiiyoeHbKoBOI 0aktepuu Rhizobium meliloti, uTo TOMOTaeT
el n3beraTh 3aryckKa 3allUTHBIX peaklUuil pacTeHUs1 U o0ecrneurmBaTh B3aMMOIE-
CTBHME, BHITOAHOE KaK JIJisl caMOii OaKTepuu, TakK U JJIs pacTeHUs-xo3sauHa (33).

Takum o0pa3oM, pasHbIe BUABI paCTeHMM Y3HAIOT pa3Hble o0yactu (ia-
resinHa, a ero nentuabl flg22, CD2-1 u flgll-28 neificTBYIOT Kak aKTUBHbIE
MAMP/PAMP-anucuropsr PTI. ®nareniun Takke pacrmo3Haercs Toll-mmomo6-
HbIM peuentopoM TLRS5 makpodaroB u IeHIPUTHBIX KJIETOK U aKTUBUPYET BPOXK-
JEHHBI UMMYHUTET y BbICIIMX XXUBOTHBIX. OmHako TLRS B3aumonelicTByeT He C
flg22, CD2-1 unum flgll-28, a ¢ apyrum nomeHoMm duiaresiinHa, 06pa3oBaHHBIM
N- u C-KOHLIEBOI YacTSIMU NENTUAHON Lienu (42, 55).

Daxmop sa0ueayuu Tu. JIpyroit KOHCEpBAaTUBHBIN OEJI0K OaKTepuil, UeH-
TUGUIMPOBAHHBINA Kak 3aucutop MAMP/PAMP-tnna, — dakrop si0HTaMU
Tu (EF-Tu). K ero oTKphITHIO TIPUBEJIO U3YYEHHE CIIOCOOHOCTU 3KCTPAKTOB U3
R. solanacearum, Sinorhizobium meliloti c MongudunmpoBaHHbIM flg22, He mOCTyII-
HbIM 1151 pacrno3HaBaHusi FLS2, u uz MyraHtHoro iurtamma Escherichia coli ¢
nedeKTHBIM TeHOM (uiareiyiiHa BbI3bIBaTh OOpaTUMOE M3MEHEHUEe MOHHOIO 00-
MeHa B CYCITIEH3MOHHOM KyJbType KJIeTOK apadbunorncuca. Oka3anoch, YTO MCClIe-
JlyeMble 3KCTPaKThl, HeCMOTpPsSI Ha oTcyTcTBUe flg22 wim ero pelentopa, BbI3bI-
BalOT 3TOT TUIWYHBINA s (bjareJUIMHa 3allUTHBINA oTBeT (56). B pesynbrare ns
akcTpakTa FE. coli obu1 BeiAeaeH EF-Tu, 3a 31MCUTOpHYIO aKTUBHOCTH KOTOPOTO
otBeuaetr nentuf elfl8, cocrosimii u3 18 aMUHOKHUCIOTHBIX OCTaTKOB M JIOKa-
JIU30BaHHbI B N-KOHLEBOI mociieaoBaTeIbHOCTU Oesika. bonee kKopoTkuit N-
tepmuHanbHBIN pparmeHT EF-Tu — elfl2 He obOiamaeT MHAYyLIMUPYIOLIE aKTUB-
HOCTbIO M AeHCTBYeT KaK aHTaroHuct elfl8.
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OnucutopHbii pparmenrt elf18 pacrosnaercs peuentopom EFR. Kak n
(narennun-pacnosHatomme peuentopsl FLS, EFR npuHamnexur k XII noxa-
rpynne cemeiictBa LRR-RLK (47). T'ensl, kogupytoiine EFR-nono6Hble Geaku
C BBICOKMM CXOJICTBOM IIOCJIEHOBATEIbHOCTEM B KMHA3HBIX JOMEHAaX, OOHapy-
>K€Hbl Y MHOTUX PAcTeHUi, B TOM 4ucje y BUAOB Brassicaceae u puca, npudyeM
Bocripusitue elf18 ompenensitor pasHbie 3KTog0OMeHHbI (33).

B nanbHeiillieM ¢ MOMOIIBIO METOAA aJJaHMHOBOTO CKaHMPOBaHUS yra-
JIOCh OLIEHUTh BKJIAJ OTAEAbHBIX AMUHOKHUCIOT B SJIMICUTOPHYIO aKTUBHOCTH elf18.
IMenTuael ¢ 3aMeHEHHBIMI Ha aJJaHWH aMWHOKMCIIOTHBIMM OCTaTKaMU B ITOJIO-
xeHusx 1,3, 6,9, 10, 11, 12 unn 13 oGiraganu Toii XXe aKTUBHOCTBIO, 4TO 1 elf18.
Hamnpotus, 3aMeHbl B MOJOXEHUSIX 2, 4, 5 U 7 NPUBOAUIN K CHUXXEHUIO aKTHUB-
Hoctu nenTtuaa B 10-400 pas. ITpu onHOBpeMeHHOI 3aMeHE OCTAaTKOB B IOJIOXE-
HUAX 2 ¥ 5 akTMBHOCTH cHIKaiach B 50 000 pas (56).

N-KOHIIeBbIE MMOCAEA0BATEbHOCTU C BbICOKOI roMosiorueit K elfl8 obutn
obHapyxeHbl y EF-Tu psga duronaroreHHbIx Oakrepuii, Hampumep y Erwinia
amylovora, E. chrysanthemi, P. syringae, Xylella fastidiosa, S. meliloti u Agrobac-
terium tumefaciens. IlenTUOBI IBYX TOCIEIHUX BUIOB, COCTOSIIME M3 18 amMmHO-
KUCJIOTHBIX OCTaTKOB, ObIJIM TaK Xe aKTUBHBI, KakK elf18, a aHanornunbsie N-Tep-
MUWHaJIbHBI NenTuabl U3 P. syringae (matoreH Tomata) u X. fastidiosa (matoreH
BUHOTPAIa, [IUTPYCOBBIX, OIMBEI M APYTUX KYJILTYp) daXkKe MPU KOHIIEHTPAIIUSIX,
B 4 u 7,5 paza npeBbllIaBIIUX KOoHLUeHTpauuto elf18 uz E. coli, okazanuch MeHee
akTUBHHI (56, 57).

HdertanbHoe M3ydyeHUe CTPYKTYpHl elfl8 u ee (GyHKLUMOHANIBHON CBSI3U C
3JIMCUTOPHOM aKTUBHOCTBIO MO3BOJIMIN MCIIOJIb30BATh 3TOT MENTHUI IS YIIyO-
JICHHBIX UcclieqoBaHUi MexaHu3MOoB pa3BuTus PTI. B yacTHOCTH, HECKOJILKO JIET
Hazapn Oyaromapst Tpo¢MJINPOBAHUIO TpaHCIaTOMa apabUIoIICHUca, B JIUCThS KO-
Toporo uHuUILTpupoBanu elf18, ObLT BbIICHEH MOJEKYJSPHBIM MEeXaHU3M IJIO-
0aJIbHOTO TPAHCISILIMOHHOTO TeperporpaMMUPOBAaHUS, TIPOMCXOISIIEIO B pacTe-
Husix npu popmupoBanuu PTI (56).

Xapnunol. 3alllUTHBIE CBOMCTBA OaKTepualbHBIX OEIKOB XapMUHOB ObLIU
BriepBble 00HapyXeHbl B Hauasie 1990-x rogoB Z.-M. Wei u rpynroii corpyaHu-
KoB u3 naboparopun CtuBeHa bupa (Steven V. Beer) B KopHenbckoM yHUBEp-
cutete (Cornell University, CIIIA). OHM ycTaHOBUIIX, YTO OAWH U3 OEJIKOB (Pu-
TOTATOTeHHOI OakTepun Erwinia amylovora, BBI3BIBAIOIIEH OXeT TIJIOMOBBIX CE-
MelictBa Rosacea (xapruH), MoxeT uHayuupoBaTb CBY peakuuio U OBICTpPYIO
rubenb JUCTOBOM IUIACTUHKU Yy Tabaka (Nicotiana tabacum), KOTOpPBIi HE OTHO-
CUTCSI K pacTEHUSIM-XO3sieBaM 3TOW OaKTepuM, a TakKe BbI3bIBaTb OOpaTUMOE
noBeiieHre pH B cycnieH3uun ero KyJbTUBUPYEMBIX KJIETOK (58).

ITpakTrueckn B To ke BpeMs (1993 ron) rpynmoii MccienoBaTeneit nosu
pykoBoactBoM S.Y. He (59) Oblna mokazaHa CIiOCOOHOCTh BHEKJIETOUHOTrO Oejika
u3 P. syringae pv. syringae BbI3biBaTh peakiivio CBY y pacTeHuil, He SIBASIOLIMXCS
Xo3sieBaMU IJisl 3Toil OakTepuu. beiaok harpinPss (rmpoaykT reHa hrp) BbI3bIBal
HEKPO3bl Ha JIMCThSIX Tabaka U aApyrux pacteHuit (59). ITozxe O6bL10 YCTaHOBJEHO,
yto xapnuH Hpal us X. axonopodis pv. glycines — Bo30yauTess MyCTYJIbHON MsT-
HUcTOCTH con mHAynpyeT CBY rubens kireTok tabaka (60).

Bce u3BecTHbIC ceityac XxapnuHbl MPUHAIIEXKAT K TEPMOCTAOMIbHBIM LI -
CTEeMH-Ae(PUIIUTHBIM KHUCJIBIM OellKaM C OTHOCHUTEILHO BBICOKMM COIEp:KaHUEM
OCTaTKOB INIMLIMHA U cepuHa (61, 62). XapnuHbl BBOASTCS B PaCTEHUS] CUCTEMOIA
cekperiuu II1 Tumna (type three secretion system, T3SS) rpamorpuiaTeIbHBIX (UTO-
MMaTOTeHHBIX OAKTepUil IIPU MX B3aMMOIEUCTBUU C PACTEHUEM-XO3IMHOM W MOTYT
urpatb poib Kak 3¢dekropoB (T3 effector, T3E), HeoOXOAMMBIX ISl TIATOTEH-
HOCTM, KOTOpbI€ HapyllaloT LeJOCTHOCTb MEMOpaHbl X0351MHA, TaK U JIMCUTOP-

794



HBIX MUKPOOHBIX MATTEPHOB, MHAYLHUPYIOIIUX 3aIUTy OT IaTOTeHOB. B mocnen-
HeM ciiyyae 00paboTKa pacTeHUI XxaplMHAaMK MOBBIIIAET YCTOMUYUBOCTb K 00Jie3-
HSIM, a TaKKe CTUMYIMPYET POCT KYJIBTYp, TIPUBOAUT K YBEIMUCHUIO ypoxXKas 1
VIY4YLIEHUIO ero KadecTBa. bosee toro, xapnuH HrpN nHayuupyer ycToHumMBOCTb
apabumorcuca K 3acyxe, akTHUBHUPYSI XKaCMOHAT-3aBUCUMBIN CUTHAJIBHBIN TIyTh (63).

OtkpbiTie B cepearHe 1980-x romoB XapHmMHOBOIO KJlacTepa TI'eHOB
hrp/hrc 1 Mochenyolas AeMOHCTpaLUsl TOrO, YTO 3TU TeHbl KOAUPYIOT CeMeli-
ctBo TTSS-6e1K0B y rpaMOTpULIATENIbHBIX OaKTepUii, MAaTOTEHHbIX IJISI paCTeHU
1 XWBOTHBIX, a TaKKe IUISI PACTUTEIBHBIX CUMOMOHTOB, CTAJI0 BaXKHOM BeXOi B
MOJIEKYJISIpHOI (uronaTojoruu (64). B yacTHoCcTH, GbLIO YCTAHOBJIEHO, YTO Y
E. amylovora renbl Knactepa hrp, OTBETCTBEHHbBIE 3a TTPOAYKLIUIO XapIIMHOB, KOH-
TPOJIMPYIOT TaKXKe IMaTOTeHHOCTh OAaKTepuy M ee CIocoOHOCThL BhI3bIBaTh CBY-
rmbellb KJIeTOK pacteHnit (65). B reHoMe X. oryzae Obl1 0OHapyXeH Kitactep hrp,
KOTOpPBI COAEPXKUT KOHCEPBATUBHbBIE TE€HBI Arp U hrc, YbW TIPOAYKTHI MOTYT pac-
MO3HABAThCSl PACTEHUSIMM M MHIYLIUPOBATh YCTOMYMBOCTb, U aCCOLIMMPOBAHHbIE
C TaToreHe3oM reHbl Apa (65, 66). 3aTeM YCTAHOBWIM, YTO aKTUBALIMSI DKCIIPeC-
CHM TeHOB, KOIMPYIOIINX XapIIMHBI, 1 TTOCIEAYIOIIeT0 CUHTe3a 3TUX OEJTKOB IIPOo-
KCXOIMT B IPOLIECCE B3aMMOAEHCTBUS ITATOTeHA C paCTeHUEM-X03s11MHOM (67, 68).

K HacTtosmeMy BpeMeHU TeHBI Arp 00HapyKeHBI Y psAaa (UTONMAaTOTEHHBIX
OakTepuii, BKJIOYas npeactaButeneit ponoB Erwinia, Pantoea, Pseudomonas, Xan-
thomonas n Ralstonia (63), n MaeHTUGUIIMPOBAHBI HECKOIBKO XapIUHOB, KOTO-
pble Ha OCHOBAaHMU UX CTPYKTYPhI MOAPA3NEISIOTCS HA YEThIPEe OCHOBHbBIE TPYIIIIbI;
HrpN, HrpZ1, HrpW1 u Hpal (61, 66, 69-72). HekoTopble aBTOPBI paccMaTpu-
BaroT xapnuHel HpaG kak otmenbHyto rpymmy (61, 69). Has Kakmoil M3 3THX
IPYIIT U3BECTHO HECKOJIPKO OEJIKOB ¢ HEOOJNBIINMU CTPYKTYPHBIMU Pa3INIMSIMMU,
KOTOpEIE TIPOMYHUPYIOT IMATOTeHBI, MOpaXKaIoIINe Pa3INIHbIE PACTEHUS — ITUT-
pycossie (73), coeBbie 60661 (74), puc (75, 76), nepew (77), xmonok (70). Hanpu-
Mep, MHOTHE BUIBI Xanthomonas CEKpeTUPYIOT XapITMHOBEIE 3((GEKTOPHI TPYIITEI
Hpal. B yactHoCTH, y BO30yauTess1 OaKTepualbHOTO oXora puca X. oryzae pv.
oryzae obHapyxeH xaprnuH HpalXoo (78). Xapnun HpalXag BeiaeneH us X. axon-
opodis pv. glycines (73). Llltamm DC3000 P. syringae pv. tomato IpoayLIMpyeT aABa
tumna xapnuHoB — HrpZ1 u HrpW1 (79). Xapniuaer HrpNEa, HrpNEch, HrpZPss
u HrpZPsph cuHTe3upytorcsi cooTBeTcTBeHHO E. amylovora, E. chrysanthemi,
P. syringae pv. syringae n pv. phaseolicola (80, 81, 82). Optonoru rpynnsl HrpW
HaiigeHsl y E. amylovora (HrpW), P. syringae pv. syringae (HrpW1, HopAKI1) u
Ralstonia solanacearum (PopW, PopAl), a HpaXm — y X. citri subsp. malvacearum
(64). B TO ke BpeMs y OGakTepuii, MaTOreHHBIX IS MaHWOKH, IO CHX IIOp HE
O0HapyKEeHO XapIUH-TTOAOOHBIX OCIKOB.

YCTaHOBJIEHO, UTO XapIMHBI HE TOJIBKO CITOCOOHBI 3aIyCKaTh JOKAIbHYIO
peakuuio CBY, Ho u ageiictBoBaTh Kak snucutopbl SAR (82). Tak, xapnux
HrpZ1, B3biBatonuii peakiimio CBY y pasinyHbIX BUIOB pacTeHUM, MOXET akK-
THUBUPOBATh HECKOJIBKO UX CUTHAJIBHBIX CUCTEM M 3amycKaTh KaK paHHUE, TaK U
Oosiee mo3aHMeE 3alUTHBIE OTBEeTHI (83). OKkazanock, uto xapnuHsl HrpZ 1 umeror
BBICOKYIO a(pPUHHOCTh K pacTUTEBHBIM MeMOpaHaM M CITeHM(UIECKU CBSI3bI-
BaIOTCSI C HUMU. DTO MO3BOJIUJIO MPEANOJOXKUTh, YTO Pa3BUTHE 3alUTHBIX peak-
Mt B oTBeT Ha HrpZ1 mpoucxoamT 1mocse ero cBsa3biBaHUs ¢ pelientTopoM. [eii-
CTBUTEJbHO, MEeMOpaHbl MHKPOCOM, TOJYYEHHBIX M3 KYJIbTYPBl KJIETOK IeT-
PYIIKHU, COAepXKaT YCTOMYMBBINA K MpoTeazaM TepMOCTaOUIIbHBINM CAlAT CBSA3bIBA-
Hus C-xoHueBoro ¢parmenta HrpZ1 (84). BzauMopeiicTBue ¢ pacTUTEIbHbIMU
penenTopaMu ObIIO MOKA3aHO U AJI APYTUX XapNUHOB. B yacTHOCTH, IS Xap-
nuHa HrpN us E. amylovora, KOTOpbIii in vitro cBSI3bIBaeTCs ¢ HEOOJbIIUM
(6,5 xa) 6enkom HIPM, acconmmpoBaHHBEIM C TUIa3MaTHYECKONM MeMOpaHOM
PEKOMOMHAHTHOTO APOXKKEBOI0 KJIOHA, SKCIPECCUPYIOLIEro 3TOT OEJIOK SI0JI0HU.
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Optonoru HIPM 6bu1u noz:xe obHapyxeHbl B puce (OsHIPM) u apadunoricuce
(AtHIPM) (85).

Yro KacaeTcsT 3aIIUTHBIX PeaKIii, KOTOPble MHIYIUPYIOT XapITUHEBI, TO
Hapsaay ¢ CBY onum yacto BeIBBIBaloT obOpaszoBanme APK. Tak, xapnmuHb n3
P. syringae pv. glycinea u X. oryzae pv. oryzae cioCOOHBI BbI3bIBATh F€HEPALIMIO
A®K xreTkax Tabaka, a OIvH U3 XapnmuHOB E. amylovora cTumMynpyeT oopa3o-
BaHue AM®K He TONbKO B KJeTKax Tabaka, HO U y A. thaliana. ObpaboTKa KOM-
MepUYecKUM XapIuH-coiepxalum mnpenaparoM Messenger («<EDEN Bioscience
Corp.», CIITA) cycrneH3MOHHOU KYJIbTYypbl KJIETOK BUHOTPaJa BbI3bIBAET UHTEH-
CHUBHBI OKHUCIIUTEIbHBIA B3PBIB M aKTUBAIIMIO TeHAa CTWJIBOSHCUHTA3bl, OTBET-
CTBEHHOW 3a CHHTe3 ¢puTOaeKCMHa pe3BepaTpoia (86). S. Sang ¢ coaBr. (86)
MOKAa3aJIM, YTO XapIMHEI aKTUBUPYIOT 3allIUTHBIC peaKIIMI depe3 Iepeaady TeHe-
pupyeMoro B arorviacte curHajga ¢ ydactuemM HAJIPH-okcumasHoil crcTeMbl
pacTeHuid. Y TpaHCT€HHBIX PACTEHMI apaObMIOICKca, SKCIPECCUPYIOIIUX TeH Xap-
nuHa HpalXoo, B uuTOILIa3Me M amoIulacTax odpa3yeTcsl M HaKarliuBaeTcs Iie-
pexuch Bogopoaa. IlogasieHue amoracTHoro oopazoBaHus H202 cHuaeT Kak
HakorureHne A®K B 1iuroriazmMe, Tak M yCTOMYUBOCTh PACTEHUM K GaKTeprab-
HBIM TTaTOTeHaM. DTW JAHHBIE TO3BOJISIOT MPEOITOJIO0XUTh, YTO AarOIUIaCTHBIN
H202 nmoxgBepraercs MUTOIIA3MAaTUUECKON TPAHCIOKAIIAY TSI YIaCTHSI B 3aIllUTE
pacteHMsT OT mMmaroreHoB. Kak xapmumH, Tak 1 H202 MHIyHUPYIOT 3KCIPECCHUIO
TeHOB pacTeHUi, Koaupyolux yyacteywiume B CY ¢depMeHTHl, Takue Kak de-
HUJaJaHMH-aMMuUak-i1uas3a (phenylalanine ammonia lyase, PAL), riyraTuoH-S-
TpaHcdepasa (glutathione S-transferases, GST) u anTpanunarcuHTasa (anthranilate
synthase 1, ASA1). ¥ apabunoncuca H202 ycunuaer akcnpeccuto PAL1 u GST,
Ho He ASAI. Ilpennosiaraercsi, YTO XapHMHbI aKTUBUPYIOT ABa Pa3IUUYHBIX CUT-
HAJIBHBIX ITYTH, OAWMH U3 KOTOPHIX IIPUBOAUT K yBeNIMUeHUIO obpazoBanus ADK
u akcnpeccun MPHK PAL1 u GST, npyroit — Kk ycunenuto skcnpeccuu GST u
ASA1 nesaBucumo ot H202 (87).

TpaHreHo3 reHoB, KOIUPYIOIIUMX OaKTepuaabHble XapHUHbl, B pacTeHUS
MPUBOAUT K TMOBBILIEHWIO UX YCTOMYMBOCTM K PA3IWYHbIM MaToreHam. Tak, y
TPaHCT€HHBIX PaCTeHUI XJIOMYaTHMUKA, 3KCIIpecCUpylolux reH ApaXoo (onuH
13 TEHOB, KOAUPYIOIIUX XapIUHBI), IPU 3apakeHUHW MaTOreHHBIM TpUbOM
Verticillium dahliae 66110 oTMeueHO ycuiaeHHOe obpaszoBanmst ADPK. Pekom-
ouHaHTHBIK Oenok HpaG us X. oryzae pv. oryzicola 3¢beKTMBHO MHAYLMPOBAJ
YCTOMUYMBOCTD puca (88), a y TpaHCTeHHBIX pacTeHU Tabaka U CBEKJIbl, 3KCIpPeC-
cupytolux reH 6enka HrpZ u3 P. syringae pv. phaseolicola, noBbllanach ycTom-
YUBOCTb K pu3oMaHuu (89).

Kak 6bU10 yIOMSIHYTO BbIllIE, CTPYKTYpa XapIMHOB, BbIAEICHHbBIX U3 pa3-
JIMYHBIX BUAOB OaKTepUii, BApbUPYET, OAHAKO COXpaHsIETCs OOLLast IJIsl 9TUX Oe-
KOB CITOCOOHOCTh MHAYLUPOBATh YCTOMYMBOCTD K Pa3JUYHBIM IMATOTeHAM y pac-
TEHWI, KOTOPBIE HE CIYXaT MX XO03seBaMU. B CBSA3M ¢ 3TUM OBUIM MHPOBEIEHBI
uccaenoBaHus QYHKUUIA OTACIbHBIX ()ParMEHTOB B MOJIEKY/Iax XapruHOB (69,
71, 89). YcraHoBjIeHO, UTO onpeaeeHHble (pparmMeHThl Hpal-nogoOHbIX xapru-
HOB X. citri subsp. malvacearum (¢dparMeHT, BKIJIIOYAIOLIUNA aMUHOKUCIOTHBIE
octaTku 35-51) u X. oryzae pv. oryzae (pparmeHT 36-52) MOTYT MHAYLMPOBATH
peakuuio CBY (82). Kpome Toro, ObLJI0 TTOKa3aHO, YTO K Pa3BUTUIO 3TOH peak-
LMY TIPUBOIUT MHGWIBTPALIUS B JIMCThS Tabaka ¢pparMeHTa U3 24 aMMHOKHUCIIOT,
KOTOpBIA MpUCYTCTBYI0eT B C-KOHILIeBOM oOnactv xapnuHa HrpZ, BbiaeIeHHOTO
u3 P. syringae (71). bouio Takke oOHapyxeHo, yTo C-TepMUHaIbHBIN (hparMeHT
oenka HrpZ1 us P. syringae pv. phaseolicola obiagaeT CBOMCTBAMM 3JIUCUTOpPA
ana PAMP 1 criocobeH mHayLMpoBaTh paHHME 3alllMTHBIE OTBETHI pacTeHU, B
YAaCTHOCTM aKTUBUPOBATh ABe TporenmHKWHa3sl (MPK3 m MPK6) ns MAP-ku-
Ha3HOTO CHUTHAJIBHOTO Kackama. MHCepLMOHHBI MyTareHe3 reHa, OTBETCTBEH-
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Horo 3a cuHTe3 HrpZ1, noarBepans BaxXHOCTb TMocjaeaoBaTelbHOCTH Ha C-KOHIIe
IUISL 3JIMCUTOPHOM aKTUBHOCTU Liejoro Genka (86). KpoMe Toro, mpu M3y4eHUU
(YHKIMIT OTIETbHBIX JOMEHOB XapIMHOBEIX OEJIKOB OBIJIO TTOKa3aHO, 4TO (par-
MeHT (HpaG10-42) xapnuna HpaGXooc u3 X. oryzae, conepxalunit aMMHOKUC-
JioTHBIe ocTaTKu ¢ 10 110 42, ciryXuT 00Jiee aKTUBHBIM MHAYKTOPOM, YeM ITOJTHO-
pasmepHbiii 6e10k HpaGXooc, 1 B MOJEBBIX YCIOBUSIX MOBBILIAET YCTOMUYUBOCTh
pacTeHuil puca K GaktepuadbHoil THWIM (X. oryzae pv. oryzae), TUPUKYIIPUO3Y
(Magnaporthe oryzae) n pu3oKToHuo3y (Rhizoctonia solani) (90). Btot xe ¢par-
MeHT HpaG10-42 okazajics cnocoOeH 3amycKaTh 3alllMTHbIE peaklun Y 9KCIpec-
CUPYIOIIIMX €ro pacTeHuu miueHuusl (91).

B memoM, mccnemoBaHUS SITUCUTOPHBIX CBOMCTB XapIHWHOB CBUIETETh-
CTBYIOT O TOM, UTO 3TH OaKTepHaIbHBIe OEJIKM 00JIagaloT BCEMH BaXKHBIMU TIPH-
3HakaMu PAMPs: oHU 1IMPOKO pacnpocTpaHeHbl Y pa3InyHbIX BUAOB OaKTepUil,
cBasbiBatoTcs ¢ PRR-penentopamu v 3anmyckaloT mepBUYHbBIE 3alIUTHBIE OTBETHI
pacrenuit. KimoueBbIMM JeTepMUHAHTAMU, OTBETCTBEHHBIMHU 3a JJIMCUTOPHYIO
aKTUBHOCTb, IO KpaliHeil Mepe Y HEKOTOPBIX XapIIMHOB, MOTYT OBITh X MENTUI-
Hble ¢parMeHTH. KpoMe Toro, B3auMOIeiCTBIE XapIIMHOB C pelielTOpaMM pac-
TEHUI MOXET MPUBOANTHL HE TOJIBKO K pa3puTuio CY 3a cueT akKTMBAIlMU T€HOB,
YYACTBYIOIINX B peajM3alliy 3allUTHEIX peaKIInil B paCTeHUSIX, HO M K CTUMYJIS-
MY X POCTa, YIYYIIEHUIO (PU3NOIOTHIECKOTO COCTOSTHUS M TIOBHITIICHUIO YPO-
xKaitHoctu (72, 73).

Cpasnenue snucumopHbix 3pgexmos xapnunoé u ¢hrazesnuna. Omarenma
1 XapIMHBI — 3TO 3BOJIOLMOHHO yAaleHHble OakTepruaabHbie MAMPs/PAMPs.
CpaBHEHHUE OTBETOB PACTUTENbHBIX KJIETOK Ha BosaeiicTBus flg22 M XaprnuHOB
IMOKA3bIBAET, YTO MEXaHM3M MX DJIMCUTOPHOTO NEHCTBUSI MMEET PSII Pa3IMIuii.
Taxk, npu oOpaboTKe KyJbTyphbl KJIETOK ABYX COPTOB BMHOTpaza ObLIO oOHapy-
>XeHo, yTo aktuBupywuuii PTI asnucurop flg22, B oTauumMe OT XaplMHOB, Io-
pa3no pexe BbizbiBaeT CBY-rubens kietok. Kpome toro, o6padborka xapnuHOM
MPUBOIUT K Oosiee OBICTPOMY U MHTEHCUBHOMY Pa3BUTHUIO OKHMCIMTEIbLHOIO
B3pbiBa no cpaBHeHuIo ¢ flg22 (84). HegasHo L.B. Sands ¢ coaBr. (91) nokasanu,
YTO XapHuH crnocob6eH 3¢pGEKTUBHO MHAYLMPOBATh YCTOMYMBOCTH KOHOILUIA K
P. aphanidermatum n cTUMYIUpPOBaTh POCT 3apakeHHBLIX pacTeHuii. O6paboTKa
xe flg22 He BBI3bIBa/Ia 3alIUTHBIX PEaKIUil U HEe CTUMYJIMPOBAJIa POCT IIPOPOCT-
KOB. B cBSI3M ¢ 3TUM aBTOPHI MPEAITOIOXIIINA, YTO 3aIMUTHBIC PEaKIIU, MHIYIIN-
poBaHHbIe flg22, HegOCTaTOYHO AKTUBHBI JJIs1 9(PMEKTUBHOIO MOJABICHUSI MH-
dexuuu P. aphanidermatum Ha TIpOpOCTKax pacTeHU 3TOTO BUJA.

X. Chang c¢ coaBr. (92) ycraHoBuwiu, uto flg22 uHAyLMpYyeT HaKOILIEHUE
»KacMoaTta y pacTeHuit ckanbHoro BuHorpaaa (Vitis rupestris Scheele), a xapruHbl
HE BBI3BIBAIOT Takoro aggexra, XoTs akTuBauus JA-3aBUCUMOIO CUTHAJIMHIA,
KaK OTMEYajoCh BBIIIE, MOXET MPOUCXOANTh MOJ UX BO3AEHCTBUEM, TTOBBILIASI
YCTOMYMBOCTh K abuoTMuyecKuM ctpeccaM (64). bosiee Toro, TpaHCAyKIMsI CUT-
HaJja, CBsI3aHHas ¢ ero JA-3aBUCHMMOI Tlepenadeii ¢ yaactueM a3TujeHa (ethylene,
ET), Obuta orMeueHa mocjie 00pabOTKU MPOPOCTKOB KOHOIUIM KakK XapHUHOM,
tak u flg22. B To ke BpeMsi 06a 3TUX OaKTepUaJbHBIX JIMCUTOPA CITOCOOHBI CTH-
MYJIUPOBATh 9KCIPECCUIO aHAJIOTMYHBIX 3alIUTHBIX TEHOB U MHAYLMPOBATh CXOM-
Hble 3alIMTHBIE OTBEThl pacTeHuit (93, 94). Kpome Toro, xapnussl, Kak u flg22,
MOTYT aKTMBUPOBATh CAJIMIINUIAT-3aBUCUMBIM CUTHAJIBHBIN IyTh, KOTOPBII MPH-
BoauT K SAR (95). Ognako, B oruuue ot flg22, BeI3bIBaoIero TunnyHeiii PTI,
B OTBET Ha XapIMHBI 00JIee YaCTO pa3BUBAIOTCS Te 3aIMUTHEIC PeaKIInM, KOTOPHIE
xapakrepHbl 151 ETI (96), HO MHOTAa TUM 3alUTHOIO OTBETA 3aBUCUT OT CIIO-
coba obpaboTku pacreHuit. Hanmpumep, xapunH u3 E. amylovora npu nHpUIb-
TpaluMu B MEXKJIETHUKU BbI3biBaeT peakuuio CBY, a npu onpbIlCKMBaHUU pac-
teHuit uHayurpyetr SAR (58). He uckiouyeHo, 4TO COBMECTHOE MCITOIb30BaHUe

797



3TUX DJIMCUTOPOB MOXKET MPUBOAUTL K CUHEPIU3MY, OOYCIOBIEHHOMY OIHOBpE-
meHHo# aktuBauueil PTI u ETI, u cyliecTBeHHO yCWJIMBATh 3alllUTHBINA OTBET
pacrenuit (96).

beaku xonodosoeo woxa. benku xonomoBoro 1oka (cold shock proteins,
CSP) mmpoko pacrpocTpaHeHbl y Mpo- U 3yKapuoT. Bce oHM MMET B CBOEM
coctaBe KoHcepBatuBHble JoMeHbl CSD (cold shock domain, noMeH X071010BOrO
1110Ka), 00JIanamT CIOCOOHOCTHIO CBSI3BIBATHCSI C HYKJIEMHOBBIMM KUCIOTaAMU U
AKTUBUPYIOT WIM MOIABJISIIOT 3KCIIPECCUIO OOJIBIIIOTO YKC/Ia FeHOB, YYACTBYIOIINX
B KJIETOYHOM JAejieHuu, nuddepeHInpPoOBKe 1 KOIUPYIOIINX pa3HOOOpa3HbIe 3a-
mUTHBIe 6enku (97-99).

bakrepnansabie CSP 00beIUHSIOT CEMEHCTBO OEIKOB C MOJIEKYJISIPHOM
Maccoit okoio 7 k/la, CoCTOSIINX U3 eAMHCTBEHHON aMIUHOKWCIIOTHOM TIOCIIeno0-
BaTeJbHOCTHU UIMHOK O0KOJIO 70 aMMHOKUCIOTHBIX ocTaTKoB (98). Cunre3z CSP
AKTUBUPYETCS MPU HU3KMX TeMmIlepaTypax W MpeiacTaBisieT coboi OMMH U3 Mexa-
HU3MOB aIanTallii OPraHM3MOB K HeOJarompUsITHbIM YCIOBMSIM OKpYXKarollei
cpennl. CSP, nepBoHauallbHO OOHApYXXEHHBIE Y OaKTepuii, TOABEPTHYTHIX XOJIO-
JIIOBOMY CTpeccCy, KaK ObIJIO ITOKa3aHO MO3Ke, CUHTe3UPYIOTCS KOHCTUTYTUBHO, a
Takxe B OTBeT Ha apyrue crtpecchl (99). Kak u y Gakrepmit, y pacteHuii CSP
CITOCOOCTBYIOT aJanTalliM K Xojomy, a uyyxkepomubie CSP pacmo3HaroTcs Kak
KoMmmnoHeHTl MAMPs/PAMPS 1 nHAYyLIMPYIOT YCTOMYMBOCTD K MaTOreHaM. DJin-
CUTOpPHAsI aKTUBHOCTb OakTepuanbHbix CSP cemeiictBa CspB BrnepBbie Oblia mo-
KazaHa B KJIACCMYECKUX DKCIEPUMEHTaX, KOTOPbIE C MTOMOIIBIO PerucTpaluu 00-
paTUMOTrO MOBBILLIEHMST IKCTpalesUTIosIpHOro pH CycrieH3MOHHOMN KYJIbTYphl Kile-
TOK PACTeHUI IMO3BOJISIIOT (DMKCUPOBaTh OAMH M3 HamboJiee paHHMX 3alATHBIX
OTBETOB — 0OpaTMMOe M3MEHEHHE MOHHOTO OOMEHa Ha TUIa3MOJIeMME pacTh-
TeapHOU KieTku (99, 100).

IIpu 3TOM OBLIO OOHAPYKEHO, UTO 3a CIIOCOOHOCTh BBI3bIBATh OBICTPHIM
OTBET KYJIbTUBUPYEMBIX KJIETOK TOMaTa, Tabaka M KapTodelss oTBeuyaeT OIUH U3
noBepXxHOCTHbIX JoMeHoB CSP, Bximouaromuii PHK-cBs3biBatouii [oMeH, 13-
BecTHbIM Kak RNP-1 (unu NPCS). [JanbHelilme uccaeaoBaHUs MOKa3alu, YTO
MHOTHE BUIBI ceMmeiicTBa Solanaceae pacno3HaioT kak MAMP/PAMP Bricoko-
KOHCepBaTUBHBIN MOTUB foMeHa RNP-1, npencraBieHHbI nenTuaoM us 22 apo-
MAaTHUYECKUX W OCHOBHBIX aMHHOKMCJIOTHBIX OCTATKOB M TTOJTYYMBIINI Ha3BaHUE
csp22. Ero peuentopaMu ciy>kaT oOHapyXeHHasl y KYJIbTYpHOrO BHJa TomaTta
Solanum lycopersicum L. LRR-RL-kuHaza CORE u peuentoponogoOHbIii 6e10K
NbCSPR u3 Nicotiana benthamiana Domin (101). 'omonoru NbCSPR o6Hapy-
JKEHBI JIMILb Y HEKOTOPHLIX BUAOB Solanaceae n oTCyTCTBYIOT y S. lycopersicum, B
to BpeMs Kak LRR-RLK, romonoruunsie CORE, BcTpeuaroTcs y psiaa nacjaeHo-
BbIX, BKIto4ast Buabl Solanum n Nicotiana. Dxcnpeccupywoiire CORE TpaHcreH-
HbIe pacTeHMS apabumoricuca IMpruoopPeTaroT YyBCTBUTEIBHOCTD K ¢Sp22, 4TO Je-
JlaeT UX 0ojiee YCTOMYMBBIMM K TATOTEHHOMY INTaMMy P. syringae pv. tomato.
MuHnManbHass aMUHOKUCIIOTHAS TTOCIeI0BAaTeIbHOCTD ¢Sp22, KOTOpas aKTUBU-
pyeT 3alllUTHBIC OTBETHl B PACTUTEIBHBIX KJIETKAaX, HACYMTHIBACT 15 aMWHOKMC-
JIOTHBIX OCTaTKOB. DTOT BBICOKOKOHCEPBATUBHEIN SMUTON csSpl5 BHI3BIBAaeT 3a-
IIMTHbIE peakKUMu pacTeHUil. B yacTHOCTH, B KOHLEeHTpauuu okosno 0,1 HM oH
WHAYLIMPYET OKHUCIUTEIbHBINM B3phIB B KJIeTKax Tabaka U KapTtodes, HO He pac-
MO3HAeTCsl KaK JIIMCUTOP KieTKamu puca u orypua (Cucumis sativus L.) (100).

CspD — gapyroil 0enok XOJIOAOBOTO 110Ka, BBbIAEAEHHBIM W3 Bacillus
thuringiensis, OH W3BeCTEH TakXe KakK MUKpoOHbIi daktop 2 (MF2). T'en
B. thuringiensis, Konupyloluii 3TOT TEPMOCTAOMIbHBIN HU3KOMOJIEKYISIPHBIN Oe-
JIOK C MOJIEKYJIsIpHOI Maccoii 7,2 x/la, ObII KJIOHMpOBaH M CEKBEHMPOBAaH
(AY272058, GenBank, https://www.ncbi.nlm.nih.gov/genbank/). Oka3zanoch, 4TO
€ro HyKJIEOTHIHAs MOCIeaI0BaTeIbHOCTh U aMUHOKMCIOTHAS TIOCJIEI0BAaTEIbHOCTD

798



CspD uMeIOT BBICOKYIO TOMOJIOTHIO ¢ ApyruMu OakrepuanbHbiMu CSP. Kak u
csp22 wim csplS, CspD BbI3bIBaeT oOpaTMoOe M3MEHEHHE MOHHOIO OOMEHa Y
KYJIbTUBHPYEMBIX KJIIETOK TabakKa, HO, B OTIMIME OT STHX SJIUCUTOPOB, CITOCOOEH
aKTUBHUPOBATh 3AIlIUTHBEIA OTBET y KIIETOK TOMaTa M pyca W WHOYLIMPOBAaTh He-
crneu@uuecKyo CUCTEMHYIO YCTOMYMBOCTD Pa3IMUYHbIX OJHOMOJBHBIX (pUC, MIle-
HMIIA) U IBYIOJbHBIX (TOMAT, Tabak, kKapTodesab) paCTeHUI K MaTOreHHbIM I'pU-
6am, oomuiietam 1 Bupycam (101). Tak, nmocne HaHeceHus1 CspD Ha IUCTBS mile-
HULBl WA OMPBICKUBAHMS MPOPOCTKOB KapTodesss M puca pacTBOpaMu 3TOTO
BJIMCUTOPA OTMEYAJIOCH TTOBHIIIIEHNE YCTOMYMBOCTH COOTBETCTBEHHO K BO30YIUTE-
JaM centopuo3sa (Parastagonospora nodorum), dutobroposa (Phytophthora in-
festans) n nupukynsipuosa (M. oryzae) (102).

BoszneiictBue CspD Ha pacteHms Tabaka CHMKAJIO €T0 IMOPaKeHHOCTh BH-
pycom TabauHoit Mmozauku (BTM) u X-Bupycom kaptodens. [lentua cspl5 6enka
CspD (VKWFNAEKGFGFITP) takke o0iagan 3JMCUTOPHON aKTUBHOCTHIO.
Ero BHeceHHME B CYCIIEH3UIO KYJILTUBUPYEMBIX KJIETOK TabaKa akTUBMpoBaao H -
MOMITY M BBI3BIBAJIO OOpaTUMOE M3MEHEeHUe BHeKJeTouHoro pH. Dtor memnrtum,
Kak 1 caM CspD, posIBIIsT MHIYLIMPYIOIIYIO aKTUBHOCTD B MOAEJIBHBIX CUCTEMAX
pactreHue—naroreH. O6paboTKa MOJOBUHOK TabayHOro JucTa cspl5 B KOHIIEH-
Tpauu oT 1 go 10 MM 3a 1 cyt g0 uHokyassuuu BTM mpuBommuia K pe3Komy
YMEHBIIIEHUIO YIcla HEKPO30B Ha 00pabOTaHHBIX MOJIOBUHKAX IO CPaBHEHUIO C
KOHTPOJIbHBIMU MOJJOBUHKAMU WJIM HEOOpaOOTaHHBIMU JIMCThSIMU TOTO Xe pac-
teHust (102). HaneceHue cspl5 Ha MOBEpXHOCTb AUCKOB, BbIPE3aHHbBIX U3 KIIyO-
Heli kaprogenst, yeunubano CBY oTBet KJieToK K P. infestans v BbI3bIBaJIO HAKOII-
JIEHUE CaJIMLIWJIOBOI KUCJIOThl B TKAaHSIX KIyOHEel, 00OpabOTaHHBIX 3TUM II€ITH-
oM (103). TpaHcreHHble TMHUM Tabaka HEKpo3ooopasytollero copra Xanthi NN
u BocrpuuMmuurBoro K BTM copta Samsun nn NposiBsIM MOBBIILIEHHYIO YCTOM-
4uUBOCTb K Alternaria longipes 1 BTM, npuuem skcrnpeccusi CspD MoaoXuTeabHO
KOppeInpoBaja ¢ YCTOMUMBOCTBIO pacTeHUid K odouM maroreHam (103).

DNIUCUTOPHBIE OCEJAKU U MENTUAB MULEJIUAJTbHBIX TPU-
6 o B. Kak u 0akrepuu, rpuObl-MUKPOMULIETHl CUHTE3UPYIOT LIEJbII psil OCIKOB
1 NENTUAOB C QYHKUIMSIMHU HeCTIeIM(UUECKUX WU CIIeHU(PUIECKUX DIUCUTOPOB.

HUnoyyupyrowue ycmoituusocmo s¢hpexmopunt Cladosporium fulvum. Crienu-
(¢uueckue OenKoBbIe MUCUTOPBI uTonaroreHHoro rpuda C. fulvum (LMCTEnH-
coaepxauue nentuasl Avr2, Avrd, AvrdE, Avr9 Ecpl, Ecp2, Ecp4 u Ecp5) 6butn
OTKPBITHI ¥ JeTAIbHO M3Y4YeHBI TPYIIION MCcIenoBaTeieil n3 yHuBepcuTera B Ba-
renuHreHe (Wageningen University, Hunepnannsl) Bo rnase ¢ P.J. de Wit (104,
105). O1u apdexTopsl GYHKIMOHUPYIOT KaK (aKTOpbl BUPYJEHTHOCTU. CBSI3bI-
Bas XMTUH, OHU MPEMSTCTBYIOT €ro AeTeKLMU NaTTepH-PaCcloO3HAIOIIMMU peLiern-
TOpaMy TIpU 3apakeHWM ToMaTa COBMECTUMBIMU pacaMu rpuda M MpeaoTBpa-
IIAIOT JAEeTPaJalivio XUTUHA pacTUTEIbHBIMK xuTHa3aMu (106). OgHako y ToMara
(pacteHue-xo3sauH st C. fulvum) ectb 3(pdekTrBHAsT cUCTeMa pacro3HaBaHUS
5THX 3 GHEKTOPOB, TOCIIE KOTOPOTO MHAYLIMPYIOTCS 3aIlIUTHBIE OTBETHI PACTeHUI,
B ToM unciie CBY (107).

Omacurop Avrd coctouT M3 101 aMUHOKHCIIOTHI, BKITIOYast 6 LIMCTEWHO-
BbIX OCTAaTKOB, a Avr9 mpeacrapiser coboii nmentun u3 28 ammHokuciaoT. [Tocre-
JIoBaTeIbHOCTU Avrd U Avr9 MMEIOT HU3KYI0O TOMOJIOTHIO. 3peblil menTua Avr2
BKJTIOYAeT 58 aMUHOKUCIIOT, 8 M3 KOTOPBIX IMIPUXOAUTCS Ha LMcTenH. Ilocie mpo-
LeccuHra 0oJjiee KPYITHBIX OEJIKOB-TIPEAIIeCTBEHHMKOB TPUOHBIMU W/WJI PACTH-
TeJLHBIMM TIPOTEa3aMHM 3peJIble eTTUIBI OOHAPYKMBAIOTCS B allOIIacTe TOMAaTOB
n nHayuupyioT CBY oTBeT B pacTeHHSIX ¢ KOMIUIEMEHTAPHBIMA TeHaMU YCTOM-
YUBOCTU ¢f4, c¢f9 unu c¢f2, Bclied 3a KOTOPbIM Pa3BUBAIOTCS U APYrve 3alllUTHbIC
peakiiu (31, 106). Hike B KauecTBe TIpuMepoB OyayT Gojiee TTOAPOOHO PacCMOT-
penbl Tpu (Avr4, Avr9, Ecp6) u3 umeHTU(OUIMPOBAHHBIX B HACTOSILME BPeMsI
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Avr- u Ecp-aaucutopos.

Kak 1 00JbIIMHCTBO TpUOHBIX 3¢ deKTopoB, Avrd U Avr9 mocTynamT B
pacTeHus1 Yepe3 CEKPETOPHbBIN MyTh 3HIOMIa3MaTuYeckoro petukyiayma C. fulvum
W pacCIO3HAIOTCS TIPOAYKTaMM R-TeHOB KaK pacocIelru@uUecKre 3ITMCUTOPHI.
Avrd y3HaeT M CBI3BIBAET PeleNTOPOITIOTO0HBIN 6eok Cf4 06e3 KMHa3HOW aKTUB-
Hoctu. Kpome Toro, mast pasButusi peakuuu CBY MoxeT ObITh HEOOXOIMMO
B3aumozeiicteue Cf4 ¢ peuentopononooHoii kuHazoir OBIR1 (108, 109). Uu-
nykiuss CBY B oTBeT Ha Avr9 MOXeT, MO-BUIUMOMY, IMPOUCXOAUTH B PE3yJib-
Tare ero pacrio3HaBaHWS ONHUM U3 IBYX croco0oB. Bo-mepBbix, mocie odpa-
30BaHMSA KoMIUiekca Avr9 ¢ BEICOKOA(D@UHHBIM CAaTOM CBSI3BIBAHUS W MOCJIE-
IVIOIIMM B3aMMOICUCTBUEM C 3asIKOPEHHBIM B MeMOpaHe BHEKJIETOUYHBIM pe-
LIENTOPHBIM TJIMKOIMpoTeMHOM OejikoMm Cf-9, BO-BTOpBIX, MOCJE HEMOCPEICTBEH-
Horo HuskoadduHHoro cps3biBaHusg Avr9 c¢ Cf-9 (99, 100). MnbuabTpanus
Avr4d u Avr9 B TKaHU ToMaTa MPUBOAUT K CIEeLU(bUIECKON aKTUBALIMU LIEJI0TO
apceHasa 3allUTHBIX OTBETOB PACTEHUIi, BKJIIOYAsl YTEUKY DJIEKTPOJUTOB, CTH-
mynsunio H-AT®a3sl mnazmatuueckoil MmeMOpaHsbl, reHepaunio ADK u okuc-
JIUTEJILHBIA B3PBIB, a TaKKe TMOBBIIICHNE aKTMBHOCTU JIMITOKCUTEHA3bl U HIYK-
uuio PR-6enkoB (B-rmokaHasbl M xuTuHa3bl) (31).

Ecp6 — etie onH XUTHH-CBI3BIBAOIINIA 3 GEKTOPHBIN 0€JT0K, KOTOPBIH
C. fulvum cexpeTHpyeT B amoIjIacT IIpU KOJIOHU3aIMU pacTeHuit Tomata. OH co-
JepKUT TpU Ju3MHOBBIX MoTuBa (LysM1, LysM2 u LysM3). LysM2 u LysM3,
Kak mpeamnosaraiT, GOpMUPYIOT TOMEHbI, HEOOXOAUMBIE ISl B3aMMOAEUCTBUS C
XUTUHOM, a LysM1 MoxeT y3HaBaTbCsl paCTEHHUEM, ITIOCKOJIbKY CIIOCOOEH 3aIryc-
KaTh OTBET B CYCIIEH3MOHHO# KyJbType KieTok ToMara (110). ITpemmnonararor,
YTO Y paCTeHUI TOMATa, pa3BUBAIOILMX IIpU MHPUIbTpauuu B HUX Ecpb peakiinio
CBY, Ha 1oBepXHOCTU KJIETOK JOKAJIM30BaH T'MMOTETUYECKUM pelienTop, Ha3BaH-
He1ii Cf-Ecp6 (111). Uto KacaeTcs pacipocTpaHeHUS CIeIM(PUISCKIX SIIHUCUTO-
POB, CXOAHBIX C onmucaHHbIMU 3aech mist C. fulvum, To ToMojioru Avr4 HaiiieHbI
y rpu6oB u3 kiacca Dothideomycetes, a Ecp6-nogoOHbIe TeHbI IIHPOKO PacIpo-
cTpaHeHbl B LiapcTBe rpuoos (112, 113).

M3BectHO Takxke, uro C. fulvum npoayuupyet 6enmok CFHNNI1, romoo-
TMYHBIN (akTopy TpaHCHALUKU bZIP. BToT HecneUMPUUHBIA 3TUCUTOP UHIYLIY-
pyeT akcrpeccuto lehsr203 (MmapkepHsbIii TeH CUB) 1 BBI3BIBaET YyCTOMYUBOCTD Y
pacTeHUI-HeX035¢eB, MPUHAMICKAIIUX K TPeM pa3HBIM ceMelicTBaM. TpaHCTeH-
Hble pacTeHust Tabaka ¢ reHoM, koaupyrolMm CfHNNI1, okazaiuch ycToiuuBbI
K P. parasitica var. nicotianae, P. syringae pv. tabaci n BTM. YcraHoBJI€eHO, 4TO
cnocooHoctb CfHNNI1 mHayuuposate CBY 00ycioBieHa KOHCepBaTUBHBIMU
1751 pakTopoB bZIP amMmuHOKMCIOTHBIMU ocTaTKamu. [TokazaHo Takke, UTO Me-
XaHU3M ero IeMCTBUS He CBsI3aH ¢ akTuBamuein JA/ET-3aBucMMOro CUrHaJbHOTO
IyTu U 4to anucutopHas akTuBHocTh CFHNNI1 cHMKaeTcst moa BIUMSIHUEM WH/I -
KyTOpoB SA-3aBucuUMOro curHaiautra (31).

Daucumopsl pumonamoeeHHbIX U HenamoeeHHuiX hy3apuesvix epubos. Kak
u C. fulvum, Bo30yaurtenb ¢y3apuo3Horo Buita Tomara Fusarium oxysporum f. sp.
lycopersici (FOL) npoaylupyeT o0OorallleHHble LUCTeMHOM OelKU-3(PdeKTophl,
OINO3HABAEMbI€ PACTEHUSIMU C KOMILIEMEHTAPHBIMU TeHaMM yCTOMUMBOCTUA. OnuH
U3 Takux 3dekTopoB, HazBaHHbINM SIX1-06enKoMm, ObUT MepBbIM (haKTOPOM aBU-
PYJEHTHOCTH, KOTOPbIi 0OHApYKUIKN y FOL 1 Apyrux MaToreHoB, MPOHUKAIOLINX
B pacteHus yepe3 kKopHM (113). TTocne co3peBaHus 32 kJla-nipeaiiecTBEHHUKA,
nojunentun (12 x/la) us ueHtpanbHoi yactu SIX1, comepxaluuit 6 OCTaTKOB
IIUCTEMHA, CEKPETUPYETCS B KCWJIEMHBIN COK MH(PUIIMPOBAHHBIX paCTeHUI W MH-
OYLMPYET 3allMTHbIC peaklUUu Y JIMHUI TOMaTa ¢ TEHOM YCTOMYMBOCTU K 3TOMY
ahdekropy. Y F. oxysporum naeHTUDULUUPOBAHO He MeHee 11 masbix OoraThbix
nucrenHoM OenkoB tuma SIX1 1 MmokasaHo, 4TO, IO KpaliHel Mepe, TpU U3 HUX
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(SIX1, SIX3/SIX4) urparmoT poJib (haKTOPOB aBUPYJIEHTHOCTH, KOTOPBIE Y COPTOB
U JJUHUK ToMaToB ¢ reHoM [ (I-1, I-2, I-3) uHaOyuupyoT YCTOMUYUBOCTD K CIeL-
aIM3MpPOBAaHHBIM IS pa3HBIX pacTeHuii-xo3sieB ¢opmaMm FOL. T'omonor SIX1
Obu1 OOHapyxeH Takxke y F. graminearum (113).

M3 mulienus HematoreHHoro sl Tomata wmtamma F. oxysporum CS-20,
3alIMIIAIOLIEr0 pacTeHMsT OT ITaMMOB FOL, BbI3bIBAIOLIMX BWIT, BbIACJICH ]I~
cutop CS20EP — ocHOBHOII moaunenTua 0e1KoBoi (pakliMy, CHUXKABILIEH T10-
paxkeHue ToMaTa 3TMM IaTOTEHOM 3a CUeT OCabJIeHUs] CUMIITOMOB U 3aMe[lie-
Hus pa3Butusi 6one3nu. CS20EP npeacrasiaseT coboil Manblii Goratblii HUCTEU-
HoM ocHoBHoM 6esiok (pl 9,87) ¢ MonekynsipHoii maccoii okoso 10 xa, conep-
xammii 23 % rnapo@oOHBIX aMUHOKHCIOTHBIX OCTaTKOB. Ero McTeMHOBBII MO-
THUB cocTaBlieH 11 ocTaTkaMM MUCTeWHA, 6 M3 KOTOPHIX JIOKAJTN30BaHBI B N-Tep-
MUHaJIbHOM obmactu. ®pakums, conepxaiias CS20EP, unnypyer 6eicTpoe 00-
paTuMoe U3MEHEeHHUE BHEKJIETOUHOTro pH B KyJabType KJIETOK TOMaTa, MOBBIILIEHHYIO
aKTUBHOCTb XUTUHA3bl B KOPHEBOM CUCTEME €ro MPOPOCTKOB M CUCTEMHOE yCHJIe-
HUE B JIUCThSIX IKCIIPECCUU T€HOB, KOMUPYIOIIUX MeIUaTOpHbIi 6e10K PR-1 — map-
kep SAR. IIpennonaraercs, YTO 3TOT AMCUTOP MOXKET CEKPETUPOBATHCS 1ITaAM-
MoM CS-20 u BHOCUTb BKJIaJ B €ro OMOKOHTpovpywoluil agdekr (114).

B cocrtaBe npyroro areHTa OMOKOHTPOJISI — HEMaTOreHHOro ISl MILIEHUIIbI
usonsara F. sambucinum FS-94 Takxke ObLIM OOHapy>XeHbl M YaCTUYHO WUIEHTU-
(buLIMpOBaHbI MMCUTOPHI OEJIKOBON MPUPOILI, KOTOopbie, B oTinure oT CS20EP,
WHAYLUMPYIOT CUCTEMHYIO M JIOKAJbHYIO YCTOMUMBOCTb PAacTeHUIl He TOJbKO K
FOL (115), HO ¥ K BO30yIuTeNsIM KOPHEBBIX THUJIEH MiuneHuubl (Fusarium spp.,
Bipolaris sorokiniana) (116) u cepoii THWIN KpecToUBeTHBIX (Phoma lingam). DT
Hecrneuu@uieckKre 3JIMCUTOPbl 00beAMHSIOT (Ppakiinio 6e1KoB padmepoM oT 40 kla
10 67 k/1a, OCHOBHOI MOJIUIIENITUAHbIN KOMIIOHEHT KOTOPOIl UMEET MOJIEKYJISIP-
Hylo Maccy okojio 50 kJla, u aKTUBMPYIOT KaK paHHUE, TaK U Oojiee MO3AHME 3a-
IIATHBIE OTBETHI IBYIOJBHBIX M OTHOINOJNBHBIX pacTeHWil. B yacTHOCTH, B CycC-
MEH3MOHHOM KYJbTYpe KJIETOK ABYX BUIOB MIeHULbI — Triticum aestivum L. n
T. kiharae Dorof. et Migush. oHM BBI3BIBAIOT 0OpaTUMOE U3MEHEHME MOHHOTO
0oOMeHa ¥ MOBBIIIAIOT TOJEPAHTHOCTD KJIETOK K JIM3UCY, BeI3BAaHHOMY F. culmorum.
B nipopocTtkax u3 odbpabotaHHbIx ceMsiH T. kiharae OHU YCUIIMBAIOT 3KCIIPECCUIO
reHOB Je(PeH3MHONOM00HBIX aHTUMUKPOOHBIX NenTuaoB (AMII), ybK MPOAYKTHI
HUMEIOT BbICOKYIO ToMojioruto ¢ nedpenHsmHamMmu Tk-AMP-D u Ec-AMP-DI1, 06-
Hapy>XeHHBIMH COOTBETCTBEHHO Y TIIEHUIIBI W AWUKUX 3JIaKOBBIX. DTN AMII B
MMKPOMOJISIPHBIX KOHIIEHTPAIIMSAX aKTUBHBI TTPOTUB HECKOJBKUX (PUTOIATOTECH-
HBIX TpUOOB, BKItouass Fusarium spp. u H. sativum (cuH. B. sorokiniana).

M3 kynbrypanbHbix ¢unbrpatoB F. oxysporum f. sp. erythroxyli (FOE),
BBI3BIBAIOILIETO BACKYJISIpDHBIM BMIT pacTeHuil Koku (Erythroxylum coca Lam.),
BolaeseH Oenok Nepl (24 kJla) ¢ koHcepBaTuBHBIM ftomMeHoM GHRHDWE. On
WHAYIPYET HeKpo3 u nponykunio ET y MHOTMX BUIOB ABYIOJBHBIX PACTCHMIA.
B nucthsix Tabaka Nepl BbI3bIBaeT HAKOIUIEHWE CUHTa3bl 1-aMUHOLMKIONPOIaH-
1-kap6oHoBoit kuciaotel (ALIK) u okcunassl ALLK, yyactBytoiux B cuHtede ET,
a B KYJbType KJIETOK pacTeHUil — oOpaTUMOEe M3MEHEHHEe MOHHOro oOMeHa u
reHepaunio ADK (32). 'eHeTyeckn He pOICTBEHHbBIE, HO O0JIagalolIe aHaIo-
TMYHOM aKTMBHOCTBIO M TAKUM K€ pa3MepoM OeJIKM ObLIM OOHapyxXeHbl y F. ac-
cuminatum u F. avenaceum, a y FOFE BbIsIBJIeH 0€JI0K, TOMOJIOTUYHbII OMUCAH-
HoMmy HuxXe anucutopy PaNie213 us Pythium aphanidermatum. X0OTs B MOIEIbHBIX
skcnepumeHTax Nepl uz FOE akTUBUpYET T€ € MHOTHE IMPOLIeCChl, YTO U TH-
IMMYHBIE SIMCUTOPBI, OH 001amacT BBIPaKEHHOM (PUTOTOKCMYHOCTHIO B OTHOIIIE-
HUU ABYIOJbHBIX M HE MHAYLIMPYET YCTOMYMBOCTh pacTeHUl K 6ose3HsM. bosee
TOTO, OH MOXET JACMCTBOBAaTh KaK KOHTAKTHbBIM IrepOMIIMA, KOTOPbI CITIOCOOCTBYET
pacTeHUil MaTOreHOM pacTeHuii, a He ux 3awmuTte (117). B Hacrosiuee Bpemst
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Nepl-nmono6usie 6enku (Nepl-like proteins, NLP) o6HapyXeHbI Y MHOTHX ac-
COLIMMPOBAHHBIX C PACTEHUSIMU MUKPOOPTaHW3MOB, M HEKOTOpbIE M3 HUX IIPO-
ayuupytor NLP, He oGnagatoiive (GUTOTOKCMYHOCTBIO. Tak, 6uotpod Hyalo-
peronospora arabidopsidis (BO30yauTEb JTOXHONW MYYHUCTON pOCHI apabuaorncuca)
cekpetupyeT 10 HeuuToToKCMUYecknuX NLP, KoTopbie He BBI3bIBAIOT 0Opa30BaHUsI
HEKpO30B, HO 3aIryckaloT MexaHnu3mbl PTI n nHmynupyior ycroiumBocTh K H. ara-
bidopsidis. Onqun u3 3tux NLP — HaNLP3 aktuBupyeT 3Kcnpeccuio OOJIbLIOTO
Habopa 3alllUTHBIX T€HOB apadugoricuca, JeUcTBys Kak anaucutop MAMP Ttuna.
HMHutepecHo, uto (parmeHT (24 x/a) u3 ueHTpanibHOl yactu NLP HekoTOpbIX
JIpYTuX rpuboB, a Takxke O6akTepuid Toxe crocoOHbl aktTuBupoBaTh PTI (118).

Aaucumopbsl u3 opyeux mukpomuyemos. PaznuuHbie O€JKU U TIENTUIbI, 00-
JTAaIoIIUX CBOMCTBAMM BJIMCUTOPOB, MICHTUMUIIMPOBAHEI U Y APYTUX (UTOIA-
TOr€HHbIX MUILEIUATBbHBIX IPUOOB, MpPUHALIEXAIIUX K HEKpoTpodaM WIM Ie-
MuOUMoTpodaM, a Takke y canpoTpooB — aHTAarOHUCTOB 3TUX (DUTONATOTEHOB.

Pacocneunduuecknii anucurop NIPI — nponykr rena AvrRrs] Obl BbI-
JeJIeH U3 KyJbTypallbHOro (hunbTpara Rhynchosporium secalis (BoO30yauTesb 0xkora
PXU U SUMEHST). DTOT TeH KOAUpyeT OeNoK U3 82 aMUHOKUCIIOT, KOTOPBIH Mocie
OTLLEIJIEHNsI CUTHAJILHOIO MENTUAA MPeBpalliaeTcsl B 3peiblit 6e10K u3 60 amu-
HOKWCIIOT, comepkamuii 10 ocTaTKOB IMUCTEWHA B TATH BHYTPUMOJIEKYISIPHBIX
IUCYJIbGUIHBIX CBS3SX. Y COPTOB SIUMEHSI C TeHOM Rrsl, yCTOMYUBBIX K HECOB-
MeCTUMBIM pacaM R. secalis, NIPI unmynypyetr HEKpo3 M HAKOIUIEHUE CBSI3aHHBIX
¢ naroreHe3oM 6eiakoB PR-1, PR-5, PR-9 u PR-10. On Takxe criocoOeH BBI3bI-
BaTh HEKPO3bl HA PACTEHUSIX SUMEHS, HE3aBUCUMO OT UX TEHOTHIIA, CTUMYJIHPYSI
H*-AT®a3Hyio akKTUBHOCTH IUIa3MAaTUYECKON MEMOPAHBI PACTUTENBHBIX KIETOK.
Hapsay ¢ aTuM y BUPYJIEHTHBIX pac ITaToreHa OH paboTaeT KaK 00JamaroIimii
TOKCUYHOCTBIO 3(ppekTop. Bapuaimu 6uonornyeckux coiicts NIPI 3aBucsr ot
ero NepBUYHON CTPYKTyphl. MI3BeCTHBI, IO KpaliHell Mepe, YeTbipe U30(POPMBbI
NIP1, KxoTopble 3HAYMTEIbHO Pa3JMYaOTCS MO CBOE OMOJIOrMYecKOil aKTUB-
Hoctu (119).

MHorue 1mTaMMbI-aHTarOHUCTBI Y HEKOTOPBIX BUIOB poxaa Trichoderma
ITUPOKO WCITOJB3YIOTCS B CEITbCKOXO3SIMCTBEHHON TPaKTUKe KaK areHThI OMO-
KOHTpPOJI. DJIUCUTOPHON aKTMBHOCTBIO 00jaatoT ruaApoGOOUMHBl — HHU3KOMO-
nekynsgpHbie (MeHee 20 kJla) cekperupyeMble ruapodoOHbIe OeJIKM TpUOOB C
KOHCEpPBAaTUBHBIM MOTHBOM M3 BOCBbMH OCTaTKOB LIMCTEMHA, O0Pa3yIOIIUX YeThIPE
IUCYAb(PUAHBIX CBI3U. Tak, anucutop Sml ObLT OOHApYXeH B KyJbTypaJbHbIX
¢unvrparax Trichoderma virens Gv29-8 (120). ABTOpbI COOOLIAIOT, YTO 3TOT TW/I-
poOOUH-TIONOOHBIN OEOK MMeeT BBICOKMUI TMPOLEHT TUApO(GOOHBIX OCTaTKOB
(40 %), BKiTIOYAeT YETHIPE LIMCTEHMHA U TpH TpuntodaHa. 3peibiii Sml ¢ pacueT-
HO#1 MoJieKynsipHOil Maccoit 12,55 x/la u pl 5,78 coctout u3 120 aMMHOKUCIIOT
1, TIO-BUAMMOMY, TTOABEPTaeTCs TMOCTTPAHCISIIIMOHHON MOIM(PUKAIINN, TTIOCKOJIBKY
COAEPXKUT calThl CcysibhaTupoBaHus, hochopuinpoBaHusi U N-TIUKO3UIMPOBa-
Hus. Sm1 He obnanaeT GUTO- U QPYHIMTOKCUYHOCTBIO. B 00paboTaHHBIX UM pac-
TEHUSIX pPUCa U CEeMSIIOJISIX XJIOMYaTHUKA OH 3alycKaeT JIOKaJbHbIe U CUCTEMHbIE
otBeThl (reHepaunio ADK, skcrnpecchio CyNepoKCHITMCMYTa3bl, 00pa30BaHME
OKCUJIUIIMHOB, (hUTOAJIeKCUHOB, cuHTe3 PR-0€/1KOB 1 MOBbIIIEHNE UX aKTMBHO-
CTU) U MPENSITCTBYET KOJOHMU3ALMU BO3OYAUTENIEeM aHTpakKHO3a. DJIMCUTOpPHast
AKTUBHOCTh TaKKe OblJIa OOHapyxXeHa y IBYX APYTUX THAPOGOOMHOB M3 TPYIIITHI
HU3KOMOJIEKYISIPHBIX IIUCTeWH-CcoAepKammmx 6enkoB rpuboB — EPL1 (12,6 x/la,
pl 5,5-5,7) u EPLT4 (romonor EPL1), nponyuupyeMbIX COOTBeTCTBeHHO 7. at-
roviride n T. asperellum (121, 122). Euie oauH ruapodoOUH ¢ 3JIMCUTOPHON aK-
TUBHOCThIO, Ha3BaHbli HYTLOI1, Obl1 monyyeH u3 wtamma 7. longibrachiatum
MK (123). On nonHocTbio aHanornueH 6enky HYTRAL us T. harzianum T22 n
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npeacTaBisieT coboil Oemok maccoit 7,2 kJla ¢ BOceMblO LMCTEMHOBBIMU OCTaT-
KaMM, PacIOJIOKEHHBIMU, KaK M Y IPYIHX ruapo¢oOMHOB, B KOHCEPBATUBHOM
MoTuBe. Hapsaay co crmtocoOHOCThIO MHTMOMPOBATh POCT HEKOTOPBIX MUKPOOOB 1
aKTUBHOCTBIO, cTUMyMpymoleil poct pactennii, HYTLOI cayXut CMJIBHBIM CTH-
MYJISITOPOM 3alUTHBIX peakuuii pacteHuil. Ero nHduibTpalius B JIMCThsl TOMATa
MPUBOIUT K Pa3BUTUIO JIOKAJTbHOW M CUCTEMHON YCTOMUYMBOCTH K BO30YIUTENIO
cepoii mieceHu (B. cinerea) 3a cuer CBY peakiiuu, reHepaliiy OKHUCIUTEIbLHOTO
B3pbIBA B PACTUTEIBHBIX KJIETKAX M YCWJICHUS TPAHCKPUIILINUYW WJIM aKTUBHOCTHU
PR-6enkoB (124).

benku SCFE1 u PebCl — Hecneuuguueckue 3a1UCTOpHI, NMPOAyLUpYe-
Mbl€ COOTBETCTBEHHO (DUTONTOTEHHBIMU HEKPOTPOGHBIMU rpubamu Sclerotinia
sclerotiorum n B. cinerea (125, 127). SCFE1 — cekpeTtupyembiii 6e10K, 0OHapy-
JKEHHBII in vitro B KyJbTypajibHON Xuakoctu, a PebCl BblaesaeH U3 MULETUS.
ITokazaHo, yto B pacteHusix apabunorncuca SCFE] pacrio3Haercs peuentop-mo-
no6HbIM O6enkoM RLP30 u, B3aumoneiictBys ¢ kuHazoin BAKI, nHayuupyert xa-
pakrtepHbie misg PTI zammTHble oTBeThl (125). OOpaboTKa MPOPOCTKOB TOMATA
o6enkoMm PebCl (36 xHa, pl 4,85) moBbIIaa UX YCTOMYMBOCTH K MATOTeHY M
MPUBOIMIIA K YBEJIMUEHHUIO B PACTUTENbHBIX TKaHIX comepxkaHUs (DepMEHTOB,
cBsI3aHHBIX ¢ ee pasButueM (PAL u momudeHonokcuaasa), reHepaunu ADK, a
TakXke CTUMYJIMpoBaja pa3BUTHE KOPHEBOM CHUCTEMBI IPOPOCTKOB IMILIEHUIIBI U
HX TOJIEPAHTHOCTb K 3acyxe (29).

VYV ¢urtonaroreHHbIX TeMudbruoTpodoB M. oryzae n Verticillium dahliae 06-
HapyKeHbl COOTBETCTBEHHO 3iucuTopHblie Genku PemGl (36 x/la, Ip 4,7) u
PevD1 (okomno 16 xla) (126, 127). PemG1 ominyaeTcs: TepMOCTaOMIBHOCTBIO U
aktuupyet CY puca Kk M. oryzae, a Takke YCTOMUMBOCTb prca U apadbuaorcuca
K OakTepuaJbHbIM MHOEKIUsIM. B aTUX pacTeHUsIX OH MHAYLUPYET CBEPXIKC-
MPECCUI0 TeHOB, KOHTPOJMPYIOIINX SA-3aBUCHUMBIN MyTh Mepeaadyu 3JIUCUTOP-
HOTO CHTHAJIa, TPAH3UTOPHYIO 3KcIpeccuio reHoB PR-6enkoB, HakorieHne ADK
u OsPR-1a (mapkep SAR puca), moBbilliaeT aKTUBHOCTb LIEJUTIOJIa3bl M aJIKOTOJIb-
JeTUAporeHassl. blokaTophbl KaJabIIMEeBBIX KAaHAJIOB IIPEAOTBPAIAIOT BEI3BIBAEMOE
PemG1 nakornenne OsPR-1a. MytanTsl apabuaorncuca, aedektuBHble o JA/ET-
3aBUCUMOMY CUTHAJMHTY, mocjie oopaboTku PemG1 mposiBiISIIOT MOBBIILIEHHYIO
YCTOMYMBOCTh K OaKTepuallbHON MH(pEKIUN, a MyTaHTbl C HapyLIEHHOU! TpaHC-
IYKIWEeH CUTHaja MO CaJWIWIATHOMY TYyTH, HAIlpOTWB, HE pearupyroT Ha BO3-
JIMCTBUE IUCUTOPA. DTO CBUAETEILCTBYET O ToM, uTo PemG1 ¢dyHKIIMOHUpYET
Kak aktupatop camuumiaar- u Ca2t-3aBUCHMMOro curHanMua u saucutop SAR
(127). dnsg Toro 4toObl NMOJIYYUTh MpeackazaHHbIi 0enok PevD1 1 nmoarBepauth
ero dJIMUCUTOPHbIC CBOMCTBA, reH, koaupytouwmii PevD1 y V. dahliae, 6611 nHTpO-
nyuupoBaH B E. coli. PacteHusi, oOpaboraHHble peKOMOMHAHTHBIM PevD1, npu-
oopetasiu CY k BTM. B oTBeT Ha 00pabOTKY 3JUCUTOPOM KYJbTUBUPYEMBIX KJle-
TOK Tabaka MPOMCXOIUJIO UBMEHEHHUE MOHHOTO OOMEHa, PerucTpupyeMoe Mo Mo-
LIeJaYMBaHUIO UX cycreH3uu. B oOpaboTaHHBIX pacTeHMsIX Tabaka Bo3pacTaja
MPOAYKIIMS NEPEKUCH BOAOPOAA, OTMEYAOCh OTJIOXKEHUE Ka/l03bl, YCUIUBAJICS
cuHTe3 (eHonoB U aurauHa (128). V. dahliae cexpetnpyeT TakKe TIIMKOIPOTE-
nHbl 65 x/a u 28 k/la, KOTOpble MHAYLMPYIOT CUHTE3 (PUTOATIEKCHHA TOCCUTIONA
y KyJbTUBUPYEMBIX KJIETOK XxJ1omKa. C moMolibio (hepMEeHTaTUBHOIO MPOTE0I13a
1 NepilomaTHOro OKUCJEHUS YIJIEBOIOB MOKa3aHO, YTO 3a SJIMCUTOPHYIO aKTHB-
HOCTb 3THX INIMKOIPOTEMHOB OTBeuYaeT OCIKOBbI KOMIOHEHT (7, 31).

Bun Alternaria tenuissima Cny>XUT MCTOYHUKOM HECKOJBKUX SJIUCUTOP-
HbIX 0eKOB, HanmpuMep uHayKTopa SAR 6enka Hripl, koTtopsiit Bei3biBaeT CBY-
rubesp KJIEeTOK Tabaka M BKCIPECCUIO0 TeHOB, accoluupoBaHHbIX ¢ CY k BTM
(129). 3tot xe Bun npoayuupyet snucutopsl PeaTl u PeaT2. PeaT2 Bbicokoro-
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MOJIOTUYEH TTOMUDYHKIMOHATBLHBIM CTPYKTYPHBIM MEMOpPaHHBIM OeJIKaM IPOXU-
outnHaMm. [loMMMO MHAYKIIMUA YCTOMUYMBOCTH, OH MOXET CTUMYJIMPOBATh IIPO-
pactaHue ceMsH U pocT kopHeit miueHuubl (130). PeaTl npencraBasier coboit
TepMOCTaOWIBHBIN Kuchblii 0enok (Ip 4,22), BelIEASHHBIM M3 MULIEAUS Tpuda,
KoTtopnlit, Kak 1 Hripl, uanyuupyer CVY Tadaka, HO He Bhi3biBaeT peakuum CBY.
C nowmotiiblo 3Kkcrnpeccuu B E. coli ObL1 monyyeH pekomOouHaHTHbIN PeaTl (okoo
22,6 x/la). brioMH(bOPMAaLMOHHBII aHAIU3 ero CTPYKTYphI IoKazaj, yto PeaTl —
KOHCEPBAaTUBHbBIN OEJIOK MaTOTeHOB pacTeHUIA, KOTOPhI coaepxuT noMmeH UBA,
acCoOLMUPOBaHHbIN ¢ YOUKBUTUHOM. MoTuB UBA, cocTosiiuii npuMmepHo u3 45
AMMHOKUCJIOTHBIX OCTaTKOB, IPUCYTCTBYET B PA3IMYHbIX O€lKax, y4aCTBYIOIIUX
B Iepefaye KJIETOYHbIX CUTHAJIOB 4epe3 pelienTOpOIoA00HbIe MPOTEeMHKUHA3HI.
PeaTl, numennsliit UBA-gomMeHa, He criocobeH uHaynuposath CY. JlaHHBIE O
CTPYKTYyp€ CUTHAJBLHOTO TIENTHIA 3TOTO SJIMCUTOPA TTO3BOJISIOT IPEIITOI0XNTD,
YTO OH TIOCTYITaeT B SHIOIIA3MAaTUYECKHMI PETUKYIYM, a HE B aIlOIIACT pacTe-
Huii. EcTh Takke J0Ka3aTeIbCTBA CYIIECTBOBAHUS CATOB CBA3BIBAHUS OEIIKOBO
npuponsl 1 PeaTl Ha miasMaTtuueckoil MeMOpaHe Tabaka, KOTOpble MOTYT Ie-
pedaBaTh CUTHAJbI B IUTOIUIA3MY PaCTUTEJbHBIX KJIEeTOK, Bbi3biBasg SAR (131).

Heoaesno omrxpoimoie MAMPs/ PAMPs u ETI-aaucmoput epubos. 3a nocne-
Hee Bpems y reMubunorpoda B. sorokiniana ObLI OOHAPYKEH T€H, KOAUPYIOIINN
HOBbII apdexkTop CsSP1 (Mablit 6eoK ¢ MpeAcKa3aHHOW MOJEKYJISIPHOK Mac-
coit 25,9 xlla u Ip 8.84), KOTOpBIII ceKpeTUpyeTCs ITUM MAaTOreHOM BO BpeMs
WHpeKuuu. AMUHOKUCIOTHas nocieaoBatebHOCTh CsSP1 uMeeT cxoncTtBo ¢
MoCJeA0BATeIbHOCTSIMU MHIMLMPYIOIIMX HeKpo3 1 nmpoaykuuio ET cnennduye-
ckux Nep-31uCcUTOpPOB Apyrux rpu6os (32, 119). Bror addekTop Heobxoaum
naToreHy st nHuLMpoBaHus, npeogoiaeHuss PTI u ycriemiHoro pa3Butus B
pacTeHUsAX TMIIESHUIB. B To Xe BpeMs OH HeHCTBYeT KaK 3JIMCUTOP, 3aITyCKaro-
wuit ET1 B pacteHun-xo3sivHe. K HOBBIM 3JIMCUTOpaM OTHOCUTCSI TaKXKe Maiblit
oenok PeSyl (11 k/la), KOTOpblii OOHApyXeH y aKTMHOMULIeTa Saccharothrix
yanglingensis Hhs.015 — sHmo¢duTa, MOBBIIAIOIIETO YCTOMUMBOCTh PACTEHUN K
rnmaToreHaMm. YcTaHoBJieHO, 4yTo PeSyl aktuBHO mHayuupyet peakuuio CBY, a
pekoMOuHaHTHBIN Oesiok PeSyl BbI3bIBaeT paHHUE 3alllMTHbIE OTBEThI (reHepa-
st ADK, oTioxkeHNe Kaulo3bl) W TPAHCIYKIIMIO 3JIMCUTOPHOTO CUTHaa. DTo
MPUBOAUT K MOBBILICHUIO yCTOWYMBOCTU Tabaka (N. benthamiana) x S. sclero-
tiorum n P. capsici, a TakXe yCTOMUMBOCTU ToMata K P. syringae pv. tomato. PeSyl
B3aMMOJEHCTBYET CO CeLM(UISCKON, paHee He U3BECTHOM PeLieNITOPONoA00HOM
nuToriazMarndeckoir kuHasoir RSyl (Response to PeSyl). Dtu pesynbraThl u
crnnocobHocTh PeSyl ycunmBath 3kcnpeccuto MapkepHbix TeHoB PTI mo3Bossiior
npearnoJaraTb, YTo OH AeHCTBYeT Kak anucutop MAMP-tuna (132). HoBble a¢-
(exTopsl — oprosoru Ecp (C. fulvum) odHapy>XeHbl TaKXkKe y MopaxKarollero coc-
HOBBIE AepeBbs rpubda Dothistroma septosporum. HekoTopblie 13 OEIKOB BbI3bIBAIOT
peakuio CBY u cnocoOCTBYIOT Pa3BUTUIO YCTOMUMBOCTU B PACTEHUSIX, HE SIB-
Jgronmxcesl xo3sgeBamu natoreHa (133). HakoHel, coBceM HeIaBHO y OIHOTO U3
Bo30yauTesei (py3aprosa Kosioca niueHuLsl Fusarium graminearum ObLTA HAAAEHDBI
nBa HOBBEIX 6enka — Fg02685 n Fgb2, KoTophie HeOOXOIUMBI TPUOY TSI KOJIOHM -
3allMM U CEKPETHPYIOTCS B allOILIACT BO BpeMs MHOUIIMPOBAHUS pAaCTCHHI Ta-
toreHoM (134, 135).

Maunsiit 6eoxk Fg02685 maentuduimpoBal Kak HOBbIE PAMP rpu6Gos.
¥V tabaka (N. benthamiana) oH BbI3bIBAa€T 3allIUTHLIE OTBETHI, TUMWYHBIE 111 PTI,
a umeHHo CBY-rubenb KJIETOK, 3KCIPECCUI0 aCCOLIMMPOBAHHBIX ¢ Hecrneuupu-
YeCKOM YCTOMYMBOCTBIO TEHOB pPAaCTeHMs, aKTUBalmio MAP-KMHAa3HOTO CHUT-
HaJbHOIo Kackanma, HakomuieHue AD®K u kamto3el. B pacnosnasanum Fg02685
He y4JacTByIoT penenTopornogoonsie knHassl BAK1 n SOBIRI1, a 3a ero crioco6-
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HOCTb BbI3bIBaTb CBY oOTBeuaeT KOHCEPBATUBHBINM o-CIIUPAJIbHBIA MOTHUB N-
TEPMHAJIbHONI 00J1acTH 0€JIKOBOM MOJIEKYJ/Ibl. DIUCUTOPHAs: aKTUBHOCTh Fg02685
obOycoBiieHa 32-aMUHOKHUCIOTHBIM N-KOHIIEBEIM (DparMeHTOM 3TOTO MOTHBA —
nentuagoM FgNP32, mon BosnmeiicTBMEM KOTOPOTO ITOBBIIIAETCS YCTOHYMBOCTD
pacteHuit K Bugam Fusarium v Phytophthora. UntepecHo, uto romonorn Fg02685
4acTo BCTPEUaroTCsl Y pXXaBYMHHBIX TpUOOB (Puccinia spp.) U Ipyrux MUKPOMMULIE-
TOB, a TaKxXe cpeau BUnoB Phytophthora n npyrux oomuiietoB (136). Fg62 BbI3bI-
BaeT yCTOMUYUBOCTb N. benthamiana X P. capsici. 3a ero CBUY-uHaynupyiolyo
AKTUBHOCTb OTBETCTBEH CUTHAJIBHBIN MEeNTHA. DTOT OeJIOK He MMeeT KOHCepBa-
TUBHBIX LIMCTEMHOBBIX TOMEHOB, HO COJAEPXKUT 7 OCTaTKOB LucTerHa. ¥ N. ben-
thamiana on wHOyuupyeT skcrpeccuio nByx PTI-mapkepHbeix reHos. Ilo-Bumgm-
MoMy, Fg62 otHOCUTCS K OphaHHBIM GeJTKaM; TOMOJIOTMYHBIE €My TTOC/ICAOBATE b~
HOCTU OOHApYKeHBI TTOKa TOJBKO Y F. culmorum i F. pseudograminearum (136).

DIUCUTOPBHI OOMMUILETOB. Daucumutol. DIVUCUTUHBI — ITO MaJlble
(okono 10 x/1a) ruapoduibHblie 0enku Phytophthora, Pythium n HEKOTOPBIX Ipy-
I'MX OOMMIIETOB, BBICOKOKOHCEpPBATUBHBIE B Iepenesiax cemeiictBa Pythiaceae.
Onwm yoeauTenbHO oxapakTepu3oBaHbl Kak PAMPs. Bce anucutuHbI MOTYT CBSI-
3BIBaTh CTEPUHBI, TTO3TOMY IIPUHSTO CUMTATh, YTO OOMUIIETHI, HE CIIOCOOHBIE ca-
MOCTOSITEJIbHO CHUHTE3UMPOBaTh 3TU METaOOJUThI, MUCIOJb3YIOT DIMCUTUHBI KakK
TPAHCTIOPTEPHI PACTUTEIBHBIX CTEPMHOB B CBOIO KJIETKY, B TOM YHCJIE JIJIST BCTpa-
MBaHUS UX B MeMOpaHbl 300criop. OmHAKO 3TU OeJIKM He OTHOCATCS K 3P heKTO-
pam oomuueToB. bosee Toro, Buabl Pythiaceae mponyuupytoT psn 3(pdekTopos,
YTOOBI HUBEIUPOBATh AKTUBHOCTH SJIMCUTUHOB, IUIST TIPOSIBJICHUST KOTOPOM CTe-
PUH-CBSI3bIBAIOIIASl CIOCOOHOCTb HE SIBJISIETCS pellalollel, HO, yBeJIUUMBas Te-
Ky4eCThb TUTa3MaJieMMbl MTH(PUIIMPOBAHHBIX PACTUTEILHBIX KJIETOK, BEPOSITHO, MO-
JKeT BHOCUTbH BKJIaJ B Ilepelayy CUTHAJOB M MHIYLMPOBAHHYIO TeHepaluio
A®K (137-139). HekoTopsle aBTOPHI MpemjiaraloT paccCMaTpUBaTh 3JTUCUTUHEI
Kak (pakTOpbl aBUPYJICHTHOCTH, CBSI3aHHBIE C YCTOMYMBOCTBIO Ha BUIOBOM
YPOBHE, KOTOPbIE MPEACTaB/SIOT CO00M MpoMexyTouHoe 3BeHo Mexny PAMP u
cnenupuyeckumu snmcuropamu (140).

DNUCUTHHBI ObUIM OTKPBITHI ellle B KOHIEe 1980-X rogoB Kak 3AMCUTOPbI
peakumu CBY y Tabaka, 3apaxkeHHoro P. cryptogea wnu P. capsici, HO IPOJIOJI-
JKAIOT UHTEHCUBHO U3y4yaThbcs 10 cux nop. Haubosee netanbHO OHU uccaeno-
BaHbl Y P. cryptogea, P. capsici, P. parasitica, P. megasperma u P. infestans v n3-
BECTHBI 1OJI Ha3BaHUSIMU COOTBETCTBEHHO KpunrtoreuH (cryptogein, CRY), kar-
cuuMH (capsicin, CAP), napasutuneun (parasiticin, PAR), meracnepmun u INF1.
Bcero B Hactosiee BpeMsl npoaHanuzupoBaHo 100 mocienoBaTeIbHOCTEN ITUX
6enkoB (139). Ha ocHoBaHMM 0COOEHHOCTEN MEPBUYHON CTPYKTYPHI UX MOIpa3-
JIEJISIIOT Ha HECKOJIBKO KJIACCOB UM Ha KHUCJbIe (o) W 1eJouHble (B) Oeaku, a mo
KOIMPYIOUIMM T'eHaMU — Ha UCTUHHBbIE 3MMCcUTUHBI (elicitins, ELI) u snucutun-
noaoOHbIe (elicitin like proteins, ELL) 6enku, oOpa3youiyue GuaoreHeTuIeCKue
KJ1albl, KOTOpbIE ¥ Pa3HbIX BUAOB HEOAMHAKOBHI 10 cBoeil CBY-uHayuupyoniei
aktuBHocTH (138, 140). B pesynbTaTte BcectopoHHUX uccineaopannii ELI- u ELL-
OeJIKOB OIpe/ie/ieHa MX CTPYKTypa M ToydeHa WHGOpPMAaLMs O TIpoIecce UX pe-
LEMUIMYA W POJIM BO B3aMMOOTHOIICHMSIX ooMuLeTOB ¢ pacteHusimu (138, 140).
YCcTaHOBJICHO, YTO BCE DJMCUTUHEI COAECPKAT CUTHAIBHBIN TIETITHI; BEICOKOKOH-
CepBaTUBHBIN JOMEH, COCTOSIIMMI U3 98 aMUHOKUCIIOT, Cpeau KOTOPBIX MPUCYT-
CTBYIOT 6 HE BapbUPYIOIIUX OCTATKOB IIMCTeWHA, (GOPMUPYIOIINUX 3 TUCYIbMOMI -
HBIX MOCTHMKAa; BaprabenbHble C-KOHILIEBbIE MOCen0BaTeIbHOCTU. Kak nmpaBuiio,
C-xonuesbsle foMeHbI ELI- 1 ELL-6en1koB (3a nckmouyenneM xiansl ELI-1) 060-
raueHbl TPEOHMHOM, cepuHOM U mposuHoM (138). McciaenoBaHue TpexmepHOi
ctpykTypbl B-CRY u apyrux saucutuHoB U3 kiaaasl ELI-1 mokazano, yto ux
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KOHCEepBaTUBHBIEC JOMEHBI 00pa30BaHbI MATHIO o-CITUPAJIIMHU, OMHUM [B-aHTHUIIA-
paJiebHBIM JIMCTOM U ogHoil w-nieTieit (137). IIpeanonarator, yto ELI cexpe-
TUPYIOTCSI BO BHEKJIETOUHOE MPOCTPAHCTBO, B TO BpeMsl Kak HekoTopblie ELL-
OeJIKM, BepOSITHO, 3assKOPEHbl B IIa3MaTUYecKoil MeMmOpaHe (B TOM 4ucie, B
MeMOpaHe MOABMXXHBIX 300CMOP) U KJIETOYHOM cTeHKe ooMulieToB (141).

Kak 1 maorue apyrue MAMPs/PAMPs, snucutunsl pacmo3Haiorcss PRR,
B TOM YHCJIe TAKMMU PelenTOponomo0HpMI KrnHa3zaMu, Kak SERK3/BAKI1, ot-
HOCSIIMMCSI K OCHOBHBIM pelielTopaM MUKpOOHBIX anucutropoB PTI (139), a
TaKXe MOTYT HEITOCPEACTBEHHO WMJIA OITOCPEIOBAaHO B3aMMOIEHCTBOBATDL CO CITe-
uuduueckumu R-peuenropamu anucutoposn (140). Peuentopsl 31MCUTUHOB, Be-
POSITHO, Y3HAIOT X KOHCEPBATUBHbBIN TOMEH. YCTaHOBJEHO, YTO crieluduyecKast
00J1aCTh ®-TIETJIM COAEPKUT B MO3ULIMHU 41 BHICOKOKOHCEPBATUBHBIN OCTATOK JIeii-
LIMHA, BAXKHBIN JIJ11 BOCTIPUSITUS SJIUCUTUHOB Pa3HbIMU BUAaMM pacteHuid (141).

PacTtenusi, KoTopbie OTBEYAIOT HA BO3IACHCTBHE SIMCUTUHOB pa3BUTHEM
JnokanbHO#i peakimu CBY mnm SAR, mpuHamiexaT K pasJMUYHBIM CEMECTBaM.
Tak, KpoMe Tabaka, 3aIIATHBIN 3G@EKT TMCUTUHOB MPOAEMOHCTPUPOBAH Ha
ToMarte, Ieplie, Kaprodese, TypHerce, perne U penbke, ropoxe, a Takxke ST BU-
HOTpamHOM JI03bl, LUTPYCOBBIX M CAXEHLEB ayda, MpUYeM OTBETHAasl peaklMs
pa3IMyanach y pa3HbIX TAKCOHOB M Y pa3HBIX PaCTCHUI B IIpeaesiax OMHOTO TaK-
coHa (139). B unayuupoBanuu CBY oTBeTa 1 HEKpO300Opa30BaHUM KIIIOUEBYIO
pOJIb UTpacT HaJIMYKME OCTATKOB JIM3WHA WJIM BaJIMHA B MOJOXEHUH 13 M MM3nHa
B nosioxkeHuu 39, a SAR-uHaynmpyioias akTUBHOCTb SJIMCUTUHOB CTAaHOBMTCS
pe3yIbTaToOM KOMOWHAIIMM HECKOJIBKUX OCOOCHHOCTEH TEepBHMYHON CTPYKTYPHI,
BKJTIOYAsT OOIIMIA TTOBEPXHOCTHEIN 3apsii W HAIMYKME CIEIM(UIECKNX OCTATKOB
qu3uHa (138).

O06paboTka paCTeHUI IMCUTUHAMU MPe] MHOKYJISIIIME MOBBIIIAET YyCTOM-
YUBOCTh K MATOTEHHBIM JIJIST HUX BHIaM OOMMUIIETOB, a TAKXKe K IPYTMM ITaTore-
HaM, B TOM YHCJIe K BO30yaAuTesIM OakTepuaabHbIX 0ose3Heit (138-142).

Kak 1 MHOTM€e apyrve MUHIYKTOPbl YCTOMYMBOCTU, SMUCUTUHBI BbI3bIBAIOT
paHHUE 3alllMTHBIE OTBETHI PACTEHMI: OOpaTUMBIN CABUT 3KCTPALCUTIONISIPHOTO
pH (139) u B3pnIBoOOpa3Hyto reHepaiio ADPK, cBsI3aHHYIO ¢ aKTUBaAlLMEil pac-
tutebHBIX NADPH-okcnnassr 1 MAP-kuHa3Horo kackama. OmHako, 3a MCKITIO-
yeHueM Nicotiana Spp. 1 HEKOTOPBLIX BUIOB Solanum, WTHIyIMPOBAHHBIN 3JIMCH-
THHAMUW OKWCIIUTENBbHEIN B3pEIB He Becerma npuBoauT K CBY-rubenn KieTok u
00pa3oBaHMIO HEKpo30B, a MHoraa CBY oTBeT pa3BuBaeTcs IMoi BIMSHUEM Xa-
PaKTEPHOTO JIJist 3JIMCUTUHOB GoJiee mo3aHero Bcruiecka ADK (138, 139) ¢ doc-
¢dopunupoBanueM MAP-kuHa3 ¥ IIMTEIbHBIM ITOBBILLIEHMEM KX aKTUBHOCTHU
(140). TTepoHauanbHO SA-omnocpenoBaHHoe pa3BuThe SAR u HakomieHue PR-
OCJIKOB CUMTAINCh OCHOBHBEIMH Pe3yJbTaTaMU BO3IEUCTBUS SJIMCUTHHOB Ha pac-
teHus (142). OnHako 1mo3xe Obl10 0OHapyxXeHo, 4YTo oopadoTka Tomata INF1 u
B-CRY unu ELL-6enkoM u3 HemaToreHHoro Pythium oligandrum wHnyuupyet
YCTOMYMBOCTh pacTeHUl K OakTepuaJbHOMY YBSIIAHWUIO, MYYHHCTOH poce u
P. parasitica, aktuBupys xapakrepHbiii 1 ISR JA/ET-3aBucumeblii yTh mepe-
Jauy 3JIMCUTOPHOIO CUTHaia U 3Kcrpeccuio reHoB PR-6enkos (138, 139, 142).
TakuM 00pa3oM, SITMCUTHHBI MOTYT paccMaTpHUBaThCs KakK 3G (PEKTUBHBIC SITUCH-
Topbl Hecneunduueckoit CY, zamyckatoiiue kak SA-3aBucumbiii, Tak u JA/ET-
3aBUCUMBIN CUTHAJIMHT.

Jlpyeue saucumopst oomuyemos. IloMuMo 3IMCUTUHOB, Y BUIOB Pythiaceae
M3BECTHBI TaKHe 3JIUCUTOPHBIe OesIKiu U ImenTunbl, Kak Pep-13, PB90, PaNie2i3,
CBEL.

Ilentun Pep-13 npencrapnsier codo0it MOTUB U3 13 aMMHOKMCIIOT, OTBET-
CTBEHHBII 32 BJMCUTOPHYIO aKTMBHOCTh OOHAPY>XEHHOTO B KJIETOYHOU CTEHKE
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P. sojae 6enka GP42 (42 x[la) u3 cemeiicTBa TpaHcriaotamuHa3, a CBEL — a1o
JIEKTUH (PUTODTOPOBBIX, CBA3BIBAIOIIMI LEJIIION03Y M YYACTBYIOIINMA B aare3un
K KJieTKkaMm pacteHuit (7). Pep-13 BbICOKOKOHCEpBAaTUBEH Y BUIOB Phytophthora n
XapakTepusyeTcsl BICOKOM aKTMBHOCTbIO. OH MHAyLupyeT TunuuHbie mist PTI
3alIUTHBIE OTBETHI KJIETOK KapTodeyss W MeTpylIKd B KpaiiHe HU3KUX KOHIEH-
Tpauusx (okoyso 1 HM) (143). Mytauuu, uameHsitone cocraB Pep-13, nuinaior
ero Kak 3JIMCUTOPHOM, TaK U TPaHCIIIOKOMUHAa3HOM akTuBHOCTH (143). PaNie213
u3 P. aphanidermatum cnoco6eH BbI3biBaTh CBY y apabumoricuca v gpyrux pac-
TeHu#. 3penblii 6enok (25 k/la) coctouT u3 213 aMMHOKUCIOTHBIX OCTAaTKOB,
CUHTE3UpyeTCcs Kak 234-aMUHOKUCIOTHBIN MPEAIIECTBEHHUK C CUTHAJIbHBIM TIET-
THAOM W WMeEeT CalT paclieIyieHus mpoTenHaszoi. OH mHAyuHMpyeT cuHTe3 de
novo 4-TUAPOKCHOEH30MHON KUCIOTH B KYJILTUBUPYEMBIX KIIETKaX MOPKOBH, 00-
pa3oBaHUe KaJJIyCoB y apaObuaoncuca U HeKpo3 JIMCTheB Tabaka v TomaToB (144).
Cxopnblii ¢ PaNie anucutopHblii 06e10K ObLT BblOeaeH u3 P. megasperma f. sp.
glycinea, P. infestans u P. parasitica (145). beaok PB90 (90 x/la) BblmeneH u3
KYJBTypaJlbHOrO (uiIbTpaTa Bo30yautens: ¢putodroposa xjiuornka P. boehmeriae.
Ero vHpuabTpaiius B JUCTbs Tabaka, HE XO3sIMHA BTOrO IaTOr€Ha, BbI3bIBAET
peakumio CBY, namymupyet cuare3 APK (H202), HakoruieHe SA ¥ TOBBIIIIE-
HUE aKTMBHOCTU 3alllMTHBIX (pepMeHTOB — Tepokcunassl (POD) u PAL (32).
Coob11aeTcsl TakxKe, 4YTO B KyJAbTypaJlbHOM (uiabTpaTe Bo30yauTens: ¢putopTo-
posa konokasuu (Colocasia esculenta) P. colocasiae 6b1 00HapyXeH TJIUKOMPO-
TeuH (15 xa), KOTOpbIil CTPYKTYPHO CXOAEH C HEKOTOPBIMM DJIMCUTUHAMMU; 32
€ro CIoCOOHOCTh MHIYLMPOBaTh MOBbIIeHUe akTuBHOCTU POD, PAL u numnok-
CUTEHA3bl OTBETCTBEH TONMUIIENITUIHBIA pparmeHT (145).

MukpoOHbIe bepMEeHTHl, oOJagaIMe CBOKCTBAMU BJIU-
cutopoB. [Ipu uHGULMPOBAHUU pPACTeHUI HEKPOTPO(HBbIE MATOTEHbI BblE-
JISIIOT pa3fiuyHble (pepMeHThI, KOTOPbIE pa3pyllaloT LE/UTIOJI03HbIE U TeMULIEILTIO-
JIO3HBIE KOMITOHEHTEI pACTUTEILHOM KIETOYHOM CTEHKH, YTOOBI 00CCITEYNTh JI0-
CTYIMHOCTb NHWTATEJbHBIX BelllecTB. HekoTopble M3 (epMEHTOB pacIio3HalTCs
pacTeHUsSIMU U JEMCTBYIOT KaK 3JMCUTOPHI 3alLIMTHBIX OTBETOB, IIPUYEM CITOCO0-
HOCTh 3TUX (PEPMEHTOB MHAYLHMPOBAaTH YCTOMYMBOCTH B ITOAABISIONIEM OOJIb-
IIMHCTBE CJIy4aeB He CBS3aHA C MX YH3MMATUYECKONW aKTUBHOCTBIO.

Kax npumepsl pepMeHTOB-3IUCUTOPOB HauboJiee U3BECTHBI KCUJIaHA3bI
rpuOoB u OGakTepuii. Tak, XOpolIo oxapakKTepr30BaHa MHAYLMpPYIOas OMOCHH-
te3 ET sunokcunanasza EIX u3 T. viride. I1pu ee uHGUIbTpalluy B JIMCThSI TOMAaTa
WM Tabaka TTPOMCXOAUT pa3BUTHE PAHHUX M TTO3IHUX 3alIUTHBIX 0TBeTOB (CBY,
renepannst ADOK u skcrpeccust reHoB PR-6enkoB, cuHTe3 (proanieKCHHOB)
(146). YcranosieHo, uto EIX pacno3HaeTtcs pacteHussMu TomMaTa Kak MAMP un
cBasbiBaeTcs perenropamMmu LRR-tuma — LeFEix1 u LeEix2; peakuuio CBY u
npoaykuuio ET nnunumpyer tTonbko KoHTakT ¢ LeFix2, a LeEix1 meiicTByer Kak
petentop-mipuManka (147). @epMeHT CUHTE3NpPYeTCS KakK MPEAIIeCTBeHHUK (25
k/la) 1 mogBepraeTcsl MOCTTPAHCISIIMOHHOMY TJIMKO3WIMpoBaHuio. I'pub cex-
petupyert 3peibiit 6eok (22 xJla), odorailieHHbIN TJIUIUHOM, CEpPUHOM, TUPIITO-
daHOM, TUPO3MHOM M TPEOHWHOM M HE COACpXKAIWi JIM3WHA, ajlaHWHA, JIeH-
LIMHA Y rayraMuHa. MytaHTHble ¢opmbl EIX, yTpaTuBIiiue 3HIOITIOKOHA3HYIO
aKTUBHOCTb, COXPaHSIIOT CIOCOOHOCTh MHAyLMpoBaTh CBY. 3aiiuTHbie OTBETHI
pacteHuil BbI3bIBAIOT Takxke KcunaHasa Il us 7. reesei v kcunanaswbl F. graminearum
(148). DaucuTopHas aKTUBHOCTb KCWJIaHA3bl MPUMIMCHIBAETCS MOCIEA0BATEIbHO-
ctu TKLGE, B KoTopoii 3aMeHa KOH1IeBbIX 0cTaTKOB TpeoHuHa (T) u riayramara
(E) COOTBeTCTBEHHO Ha BaJIMH W TPEOHWH TIPUBOAUT K TIOTepe 3alIUTHBIX
cporictB EIX. Y sumokcmunonassl Xynl 1A u3 B. cinerea 3a 31UCUTOPHYIO aKTHB-
HOCTb OTBeuaeT Inentua u3 25 ocraTkoB (Xyn25), KoTopbiii Bei3biBaeT CBY u
WHAYLMPYET 3KCIpEecCcuio psaa 3alluTHBIX reHoB (149). B cBolo ouepenb, mjst
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MPOSIBICHUS 3alIUTHON aKTUBHOCTH 3TOTO TETTHAA HEO0X0nMMa KOPOTKast KOH-
cepBaTHUBHAs TOCIEIOBATEIBHOCTh U3 4 aMUHOKHUCJIOT, HO HE €ro KaTaJIuThde-
CKast akTUBHOCTH (146).

OHpouemmonaza EG1, Beinenennas u3 R. solani, conepXuT 00K, TIpe/I-
MOJIOXKUTEJIBHO COCTOSIIIMA 13 227 aMUHOKUCIOT, ¢ CUTHAJIBHBIM MENTUIOM U
JOMEHOM IIMKO3UAruaposaspl. C MOMOLIBIO 3aMEHbl OCTaTKa acraparuHOBOM
KHCJIOTHI B TIOJIOXKEHUH 32 Ha aJlaHUH ObLI MOJYYeH KaTaATUTUYeCKU HeaKTUBHBII
(bepMeHT, KOTOPBII 3aTeM ObLIT SKCIIPECCUPOBAH B IPOXIKAX U OYMIIEH 10 TOMO-
reHHocTu. DTa pekoMObuHaHTHas1 EG1 (rEG1), numeHHas epMeHTaTUBHON aK-
TUBHOCTH, TIOJTHOCTBIO COXpaHsUIa CBOMCTBA amucuTopa. OHa MHAYLIMPOBajia TH-
0eJib KJIETOK B JIMCThSIX KyKypy3bl, Tabaka 1 apabuaorcuca, a Takxke ycuiauBaia
aKcIpeccuto reHoB MapkepoB SAR u psiga 3aiuTHeIX pepmMeHTOB 1 PR-6enkoB
y KyKypy3nl u Tabaka (PRla, POD, PAL, xutuHa3bl, B-1,3-m110KOHa3bI U 1p.).
Kpome Toro, rEG1 BeI3bIBasia HakoruieHe ADK, oOpaTUMBI CIBUT 3CTpariel-
JoJisipHoro pH B LIEJTOUHYIO COTPOHY, HakomieHue noHos CaZt u GuocuHTE3
3TUJIEHA B CYCIIEH3MU KYJbTUBHMPYEMBIX KJIETOK Tabaka. B ombiTax ¢ 3apaxkeHreM
pacteHuit Kykypy3bl R. solani CBY-rubenb KJIETOK TakxKe Oblla CBSI3aHa C 9KC-
npeccueit EG1 (150).

Benox MF3 (microbial factor 3, 16,9 x/la) 6bUT BeIIEICH M3 KYIbTYPalb-
HOI XUAKOCTU M KJIETOYHOro romoreHata P. fluorescens. 3ToT 0e10K cnocobeH
UHAyuMpoBath B pacteHUsIXx CY IIMPOKOro crekrpa ACHCTBUS MTPOTUB BUPYCOB,
rpu6oB u Hematon (151). OH ObLT MAESHTU(MUUUPOBAH KaK MHENTUIWI-IPOJINI-
LIMC/TpaHC-U30Mepasa, IpuYeM 3a €€ DJIMCUTOPHYIO aKTMBHOCTb OTBevyaeT ¢par-
MEHT, BXOISIIMI B KOHCEPBATUBHYIO 00J1acTh (pepMEeHTa U COCTOSILINM U3 29 aMu-
HokUCIOTHBIX ocTaTKOB (ITPGLEKALEGKAVGDDLEVAVEPEDAYG). Ilen-
TUJl COXPAHSET 3allUTHbIE CBOMCTBA MOJHOpa3MepHoro oeyka (151) u MoxXeT Bbl-
3bIBaTh HakoILIeHHe SA B 00paOOTaHHBIX UM JIMCThSIX Tabaka, BO3MOXHO, B pe-
3yJibTaTe YCUJICHUSI DKCIIPECCUN T'eHAa U30XOPU3MATCUHTAa3bl, KOTOpasi KaTajau3u-
pyet cuHTe3 SA.

MukonmpoTeuHb U MeNTUIOTAUKAH bl. [TukonporenHs! (I'TT)
00pa3yloTcsl B pe3yiabTaTe MOCTTPAHCISIIIMOHHOTO TIIMKO3WJINPOBAaHUS OEJIKOB U
PETYIUPYIOT HECKOJIBKO OMOJIOTMUECKUX MPOLIECCOB, JKU3HEHHO BasKHBIX JIJIST MUK-
pooprann3MoB. PuTonaToreHHbIE TPUOBI CEKPeTUPYIOT HekoTopbie 3 I'Tl mpu
3apak€eHUM pacTeHUi, UCIOJIb3Yysl UX B KauecTBe 3(P(PeKTOPOB, CITIOCOOCTBYIOLIMX
BUPYJIEHTHOCTU. YTJEBOJIHAsI YacTb MOJEKYJbl TaKuX 3 GHeKTOpOB peryaupyer
HUX CTaOUJIBbHOCTb, aKTUBHOCTh, KOH(OPMALIMOHHYIO YKJIAJKYy, LieJeBOil TpaHC-
MOPT M KJIETOYHYI JoKanu3anuio (152), HO MOXeT Takxke OmpenensiTb 3¢-
(beKTOpHY10/9MIUCUTOPHYI0O aKTMBHOCTb MUKpOOHBIX I'TI. Tak, cekperupyembliit
M. oryzae T'Tl Slpl (cuHoHuM LysM 1) cBSI3bIBa€T XUTHUH U MPEISITCTBYET B3au-
MogelicTBuio 3Toro PAMP ¢ ero peuentopom B kiietkax puca (CEBiP), npuuem
MoJ0OHBIM 00pa3oM AEHCTBYET TOJBKO MIMKO3WIMPOBaHHBIN Oenok. Hernauko-
3UJIMPOBaHHBIN SIpl CKJIOHEH K OBICTPOU Aerpagaliiu, MO3TOMY HECBSI3aBILIMIACS
XUTHUH CTaHOBUTCS cHoBa aoctynHbiM misi CEBiP u 3amyckaer 3aludTHbI OTBET
(153). ®pakunu I'Tl 13 KIIETOYHBIX CTEHOK M KyJBTypajbHOTO mibTpara P oli-
gandrum, criocOOHbIE BbI3bIBATh y MILEHUIIBI M CaXapHOM CBEKJIbI 3KCIIPECCUIO
TeHOB YCTOMYMBOCTM K (pUTOMaToreHaM M HakKOIUIEHUE CBSI3aHHBIX C Hell dep-
MEHTOB, yTpauuBaJy 3Ty CIIOCOOHOCTH IOC/Ie aBTOKJIABMPOBAaHUS WU (hepMeH-
TaTMBHOTO MpOTeonn3a. B To xxe Bpemsi nepiionar, arakylouyii yrjaeBoaHbIi dpar-
meHT I'TI, He BAMSIT HA 3JMCUTOPHYIO aKTUBHOCTb 3TUX (ppakuuit (154).

OTaebHyI0 TPYMIly 3JUCTOPOB U3 paspsiia CIOXHBIX OEJIKOB MpeacTaB-
JISIOT NMENTUAOTIMKaHbl 6akTepuil. [I0CKOMbKY KJIETOYHONM CTEHKU MOYTHU BCEX UX
BUJIOB COIEpXaT MENTUAOTIMKAH, PACTCHUSI pACIO3HAIOT €ro Kak Hecreuuduyue-
CKUil saucuTop. B yacTHocTH, MOKaszaHO, 4TO y apabuaorcuca, Tabaka M puca
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9TOT OakTepuanbHblii PAMP akTuBHMpyeT Takue paHHHE 3alllUTHHIC OTBETHI,
KaK yBeJIMYeHNE KOHILIEHTPAIlMM MOHOB KaJIbIIMS B IIUTOIUIA3ME M TeHepallus
ADK (155).

DOdpdpekTopsr (pUTOBUPYCOB. BaumoneiicTBue MexXIy BUpyCaMu
U PACTEHUSIMU CIYXMT YIOOHOW MOIEJbIO IS U3YUYEHUsT MOJIEKYJISIPHBIX Mexa-
HU3MOB MPOTUBOBUPYCHOIO (DUTOMMMYHUTETa. BHenpeHre BUPYCHBIX YacCTUIL B
pacTUTeIbHbIE KJIETKM 3ayCKaeT MeXaHM3Mbl 3allluThl, B ToM uucie CBY, npu-
BOZSIILIME K OBICTPOI M3OJISIMU MATOreHa B KJIeTKaX YCTOMYMBBIX K HEMY pacTe-
Huil. B aTux npoueccax yyactBytoT Manble uHTepdepupytoime PHK, nonasns-
OIIME YUTM HapyIIaAoIIe CHHTE3 HyKJICMHOBBIX KUCIIOT BUpYCa, MPETISITCTBYS €T0
perukanuu. B mpoiecce aBomouuu (UTOBUPYCHI IPUOOPENU CITOCOOHOCTh CHUH-
Te3upoBaTh crneurduuyeckue acdexropsl — cynpeccopbl PHK-uHTepdhepenHunu
(viral suppressors of RNA silencing, VSR), ocHOBHas1 poJib KOTOPBIX 3aKJIKOYAETCS
B nnogaBieHun PHK-untepdpepenunu (RNAi). beuto nokazaHo, yto VSR BbI3bI-
BalOT CAIEHCUHI PACTUTENbHBIX T€HOB M TaKMM 00Opa3oM MO3BOJISIET BUpycam
npeononesatb PTI (156). VSR, kak u apyrue MpoAyKThl 9KCIIPECCUM BUPYCHBIX
T€HOB C Pa3HOOOpa3HbIMU (DYHKIMSIMHU, PACHO3HAIOTCS pelienTOopHbIMU R-6e-
KaMu pacTeHUii, UTO MPUBOAUT K caiiieHCUHry BupycHbix PHK.

Taxk, pacteHus Tabaka Buga N. glutinosa nMeroT Habop OENKOB, BbI3bIBA-
foinx PHK -caitneHcMHT puTOImaTore HHBIX BUPYCOB. Y IT0JIEPOBUPYCOB, CITOCO0-
HBIX TIOpaxaTh 3TOT BU, oOHapyxeH Oeynok PO, ¢pyHkumoHupyommii kKak VSR.
Muienbsto PO cinyxut npoaykt reHa ARGONAUTE 1 AGOI1, pactutenbHblil Oe-
1ok, katanutndeckuii komrmoHeHT RISC (RNA-induced silencing complex, Gen-
KOBBIII KOMILIEKC, 00eCIeYrBaOIINI CaiJIECHCUMHI TeHOB Mo MexaHu3dMy RNAI)
(157). OtmeueHo, uto aeiictBue apyrux VSR Takxke HampasiaeHo Ha AGOL.
Hanpumep, ero nerpamauuio Bei3biBaeT P25 X-Bupyca kaprodesi, YTo IpUBOAUT
Kk nogasiaeHuo CBY otBeta y N. glutinosa.

RNAi-uHrubupytoiiue coiictBa PO pasHbIX M30JSITOB MOJIEPOBUPYCOB
3aBUCST OT BHYTPUBUIOBBIX pa3jiMuuii €ro CTPyKTypbl. Tak, mpu CpaBHEHUU CYy-
npeccupytoeit aktuBHocT PO U3 ABYX pa3HbIX M30JISITOB BUpYcCa XXEITON Kap-
nmkoBoctH 371akoBeiX (CYDV-RPV, cereal yellow dwarf Polerovirus, cem. Luteo-
viridae) GbUIO YCTAHOBJICHO, YTO IPUCYTCTBUE NMpojnuHa B C-TepMUHAJIBHON 00-
JIaCTU CHMXAeT CTabMJIbHOCTh 3TOro Oejika U OTPULIATEeJIbHO BJIMSIET Ha €Tr0 Cy-
MPECCOPHYIO0 aKTUBHOCThb. BeposiITHO, BbICOKasi KOH(MOpPMalIMOHHASI XKECTKOCTb
MPOJIMHA CITOCOOCTBYET CTPYKTYPHOI JAecTabuUIn3aliu OEJIKOBOW MOJEKYJbI, KO-
TOpasi yCUJIMBAETCSl MPY TOBBIILIEHUN TeMIepaTypbl. 3aMeHa MpoJIMHA Ha JIpyrue
aMUHOKMCJIOTBI, HAIPUMEDP Ha CEpUH, YJIy4dlIaeT CTPYKTYpHYIO cTabuibHOCTE PO
(158). MMeHHO Takas 3aMeHa HaliieHa y HEKOTOPBIX MPUPOJHBIX M30JSTOB IMO-
JIEPOBHUPYCOB, YCITEIIHO MOpakalux 31aku. O0HapyXeHO TakKKe, YTO MyTallusl,
npuBoIsIias K 3amMmeHe C-KOHIIEBOTO MPOKCUMATIBHOTO MpojrHa Ha cepuH B PO
C HU3KOM CyIpeccopHoi akTUBHOCTbIO 13 u3oiisita CYDV-RPV, ciabo nmopaxka-
IOIIeTO PACTeHWs TIPY MOBBIIIIEHHON TeMITepaType, BOCCTAHABIMBAET aKTUBHOCTD
aroro 6enka (156-158). MHTEpecHO, YTO B MPUPOTHBIX MOMYIISLIMSX TTOJIEPOBH-
PYCOB CIIOHTAHHO BO3HUKAIOT MYTAaHThI, B KOTOPBIX MPOJMH 3aMeleH CEPUHOM.
Hns manykuum CBY orBeTa pacTeHMid HEOOXOAUM MOMHOLIEHHBINA (YyHKILIMO-
HanbHbIN Oeok PO. VSR MyTaHTHI ¢ aMUHOKHCIOTHBIMU 3aME€HAMU B MOTHBE
F-box atoro 6e1ka yrpaunBaiy CyIpecCUpPYIOLIYI0 aKTUBHOCTb U, KaK CJIeACTBUE,
He Mo BbI3biBaTh CBY. CoxpaHeHue CTpyKTypbl OejlKoBOro MotvBa F-box,
MO-BUAUMOMY, BaxkHO it criocooHocTu PO BeI3bIBaTh Aerpanaiuio o6enka AGOI,
KOTOpasl IPUBOANT K HapYIIeHWIO MeXaHu3Ma caitneHcnara PHK.

IIpu uccnenoBaHuM B3aMMOJECHCTBMSI pacTeHUil N. glutinosa ¢ BUpycOM
KeJTyxu TypHerica (turnip yellow virus, TuYV) u Bupycom cKpyudMBaHUS JTUCTHEB
kaprogens (potato leaf roll virus, PLRV) OblJ10 yCTaHOBIEHO, YTO YCTONYMBOCTD
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3TOTO BMIA K YKa3aHHBIM TOJIEPOBHUPYCAM, a TaKXKe K BUPYCY XEATYXU THIKBEH-
HbIX (cucurbit aphid borne yellows virus, CABYV) cBsizdaHa co criocOOHOCTHIO
o6eaxkoB PO TuYV (POTu), PLRV (POPL) u CABYV (POCA) BbI3bIBaTh peak-
uuto CBY y copra TW59, Torma Kak pacTeHUs] APYTMX COPTOB 3TOTO BUIA pac-
no3HatoT Tojibko POPL u3 PLRV (159). I'eHeTuyeckuii aHanv3 nokasaji, 4To y
N. glutinosa 3a criocobHocTh y3HaBaTb POTu OTBETCTBEH TIeH YCTOMYMBOCTU
RPOI1 (resistance to poleroviruses 1), KOTOpblii HacjieayeTcsl Kak TOMUHAHTHBIN
ajuieab. Y MHOIMX (DPUTOBUPYCOB MASHTU(GUIMPOBAHbI OeIKU-3(h(hEKTOPHI, KOTO-
pbie, kKak u PO, nposiBasiior RNAi-uHruoupyolye cBOMCTBa, MOAABISS 3allUT-
HbI caiileHcuHT BUpYcHbIX PHK B MH(MUILIMPOBaHHBIX pacTeHUSIX, IO3TOMY Caii-
JICHCUHT CUMTaeTCs OCHOBHBIM MexaHm3MoM ETI x stmm maToreHam.

IlepcneXTUBBI MCHOJNb30BAHUSA SJIUCUTOPHBIX OCITKOB MU -
KPOOPTAaHM3MOB B CEJIbBCKOM XO3AWCTBE W NMPUMEPH 3alUTHBIX
npemnapaTtoB, pa3paboTaHHBIX Ha MX OCHOBe. B cBI3u ¢ pazHooOpa-
3U€M MUKPOOHBIX OEJIKOB, KOTOpPbIe MOIYT ObITb BOCIPMHSITHI PACTEHUSIMU Kak
SJIVCUTOPHI, BLI3BIBAIONINE B HU3KMX J03aX OBICTPOE Pa3BUTHE OTBETHBIX peak-
LU, aKTUBUPYIOLIMX 001iyI0 uiu pacocneunduueckyto CY pacTteHuli U nMpuBo-
JISIIUX K JUIMTEJIbHON 3alluTe OT (UTONATOreHOB, MCCJIENOBAaTEIN CTPEMSITCS
OIICHUTH BO3MOXHOCTH TIPUMEHEHMSI 3TUX SJIMCUTOPOB IJIS ITOBBIIICHUS YpPO-
KAMHOCTU CeJIbCKOXO3SIMCTBEHHBIX KYIbTyp (26, 160-162). Hampumep, sddek-
TUBHOCTb 3aIlIMTHOIO NEWCTBUS OeIKOB-3JMCUTOpoB M3 FS-94 monrBepxmeHa
JaHHBIMU TPEXJIETHUX MOJIEBbIX UCIbITaHUI. [lokazaHO, 4TO mMpeanoceBHas1 00-
paboTKa ceMsIH SIPOBOM IMIIEHUIILI IPUBOIUT K 3HAUYUTEILHOMY CHIKEHHIO pac-
MPOCTPAaHEHHOCTH U OCJA0JEHUI0 CUMIITOMOB (Dy3apMO3HONM M TeJIbMUHTOCIO-
PHO3HOI KOPHEBBIX THUJIEH B TeUEHUE BCEr0 BereTallMOHHOIO Mepuoaa, Crocoo-
cTBys1 yBennueHUo ypoxas (116). C mpakTHYecKoil TOYKM 3pEeHUsI MpUBIIEKA-
TEJTBLHOCTh OEIKOBBIX 3JTMCUTOPOB TAKXKE CBA3aHA C TEM, YTO HEKOTOPHIE M3 HUX
TOBBIIIAIOT YCTOMYMBOCTD PACTEHUI K aOMOTMUYECKOMY CTPECCY M OKa3bIBAaIOT
MOJIOXUTEJIbHOE BAMSIHME Ha uX pocT U pasutue (https://doraagri.com/pro-
duct/buy-harpin-protein/). B 11emomM, TepCcIieKTUBBI BKIIOUCHUS SUCUTOPOB B
9KOJIOTUYECKHU Oe30IMacHbIe CLIEHApPUU 3alUThl CEIbCKOXO3SIMCTBEHHBIX KYJIbTYP
OoT 00JIe3HEil, OCHOBaHHbIE Ha CTMMYJIMPOBAHMM AKTUBHOIO (hUTOMMMYHUTETA,
TIPEACTABISIOTCS BechMa oOHamexuBatommnMiu. OIHAKO 3Ta 061acTh MCCIIeIOBa-
HUI TIO-TIPEXKHEMY OCTaeTCSI OTHOCUTEILHO HOBOM M HEIOCTATOYHO BOCTpPeOO-
BaHHOM. IToka M3BECTHO JIMIIb HEOOJBIIOE YKCIIO OCJIKOB-3JIMCUTOPOB U CO3aH-
HBIX HAa UX OCHOBE KOMMEPYECKUX IPEIapaToB, KOTOPbIC HAIIUTH IITMPOKOE TTpaK-
TUYECKOE IIPUMEHEHHE.

[lepBBIM TIperTapaToM Ha OCHOBE GEJIKOBOTO 3JIMCUTOpPA, BHEAPEHHBIM B
MIPAKTUKY CETbLCKOXO3SIHUCTBEHHOTO TTPOM3BOACTBA, OB XapnuH. [1om TOproBbIM
HaszBaHueM Messenger K 2000 romy oH ObL1 3apeructpupoBaH B CIIIA koMnaHueit
«Eden Biotechnology Company» u pa3pellieH K MCIOJb30BaHUIO HA BCEX KYJb-
Typax. AreHTCTBO IT0 oxpaHe okpyxkatouieir cpenbl CIHIA (U.S. Environmental
Protection Agency) B 2001 romy mpucynuio mpernapaty npemuio «Presidential
Green Chemistry Challenge» B 06;1acTy 3alLMThl paCTeHUI U 6€30MaCHOCTU CeJlb-
CKOXO3SIICTBEHHOM TTPOAyKLMU. [1permapar ncronb30Bajcs IS 3alIUTh TIOCEBOB
tabaka, oBolleil u ppykToB B CIIA, Mekcuke, McrmaHuu u Apyrux crpaHax.
Messenger Takke MOJy4YWJI BpeMeHHyIo perucrtpaumio B Kurtae, a ¢ 2007 roma
OBLIO pa3pellieHo ero MCIoJb30BaHUE Ha ToMare, nepiie, Tabake U parice.

B 2008 roay auiieH3MI0 Ha TPOM3BOACTBO XapIyHa ITpuodpesia KuTaiickast
dupma «Dora Agri», KoTopast HaJaauiIa Ha ero OCHOBE IIPOM3BOICTBO IIperapara
Dora Immune (https://doraagri.com/product/buy-harpin-protein/). B teueHmne
TOCIIEAHUX TISITH JIET TIperiapaT ITOCTaBIsIeTCs Ha KNTANCKI PHIHOK, a TaKKe Ha
pbiHKU cTtpaH LleHTpanbHoit u FOxHoit Amepuku u 3amanHoit Epombl. Ero
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TMpeUiaraeTcsl UCIIOIb30BaTh B KayecTBe (haKkTopa O3MOPOBJIECHUST pacTeHUI, KO-
TOPBI AKTUBUPYET UMMYHHYIO CHCTEMY U BJIMSET Ha SKCIIPECCUIO TEHOB, OTBET-
CTBEHHBIX 32 POCT M aKTWBAILIMIO 3aIIUTHBIX peakuuit. [Ipemapar Dora Immune
HCTIONIB3YeTCS 1T 00pabOTKM CEMEHHOTO MaTepuraia, KOpPHEBON CUCTEMBI M JIN-
CTbEB U paspelleH K NMPUMEHEHUIO Ha sI0JIoHe, CAVBE, KUBM, HEKTapuHE, aBO-
Kaj0, MaHTo, LIMTPYCOBBIX, BUILIIHU, BUHOTPaaa, KOHOIUIM, Tabaka U HEKOTOPbIX
npyrux pacteHusix. [lo yTBepxkIeHU0 GUPMBI-IPOXU3BOAUTENSI, 0OpaboTKa pac-
TEHUI 3TUM IIperapaToM MPUBOAUT K YBEIUYCHUIO YPOXKANHOCTU U YIyYILLIEHUIO
KayecTBa MPOAYKLIMHU, MOBBIIAET 3alIUTY OT OOJie3HEl, YBeJIMUMBAET CPOK Xpa-
HeHus1 GPPYKTOB Ha 5-7 cyT, a ux caxapucroctb — Ha 10-25 %. OgHako Takast
3¢ GEKTUBHOCTD TOCTUTACTCS JIUIID TIPH YCIOBUM MCIIOB30BAaHMST pabodero pac-
TBOpa, TIPUTOTOBIIEHHOTO He 6ojiee YeM 3a 6 9 JO OINPLICKMBAaHWS, a B CiIydyae
CEMEHHOIro MaTepvasa — ecjii OH 00paboTaH He Oojiee yeMm 3a 30 MUH AO BbI-
cagku B mouBy. KpoMe Toro, mpu COBMECTHOM IIpMMEHEHMsI C IpernapaTtaMmu,
COIEPKAIIUMM COJIU TSKEJIbIX MEeTalIoB, 3(p¢GeKTUBHOCTh 00pabOTOK MOXKET 3a-
METHO CHUXKAThCsI, IIOCKOJIBKY MOC/IeTHME aiCcOPOUPYIOT OEJIOK, MPETSITCTBYS €ro
KOHTAaKTy C pPeleNnTopaMi PacTeHMUIA.

Hdpyrum yoeauTeTbHBIM TIPUMEPOM YCITeIITHOTO BHEAPEHUS B CETbCKOXO0-
3SIMCTBEHHYIO MPAKTUKY OEJIKOBBIX SJIMCUTOPOB MOXKET CIyXkuTh O0esiok PeaTl u3
A. tenuissima (129, 130), KoTopslii Takke TIponynupyeT Bun A. alternata (160). B
2014 rogy MuctutyT 3amuthl pacteHuii Kutas 3apeructpupoan B Kurae PeaTl
B KauecTBe JeHCTBYIOLIErO BELIECTBA 3alllMTHOTO Mpernapara ¢ UMMYHOCTUMYJIU-
PYIOILIMM JIECTBMEM, TMOJYYMBIIMM KOoMMepueckoe HasBaHue ATaiLing (160).
Ero mpousBoncTBoM 3aHMMaeTcs KuTaiickasi KommaHus «Zhongbao Chemicals
Co., Limited». IToka3zano, uro ATailLing cnmocobeH MHIMOMPOBaTh SKCIPECCUIO
BUPYCHBIX TEHOB M PEMapMpoOBaTh IMMATOJOTUYECKIE M3MEHEHUS B MOPAKEHHBIX
BUpYyCaMU pacTUTENIbHbIX TKaHsIX. B To ke Bpemsi ATailing BbI3bIBaeT MHOXe-
CTBEHHYIO 3alIMTHYIO pEeaKIHNIO PACTCHUI TTPOTUB HaCeKOMBIX-BpeauTeneii. [1pe-
napat 3(pdekTuBeH NMPOTUB 0OJIE3HM MOJOCATOCTU pUca, BUPYyca XKeJATONH Kypya-
BOCTHU JIUCThEB TOMaTa, BUpyca TabayHOI MO3auKu. BaXKHO MOAYEepKHYTh, UTO OH
obecrieunBaeT 3allUTy MPOTUB OAHOI M3 Hauboiee BPeAOHOCHBIX 00JIE3HEM LIUT-
pycoBbix Huanglongbing (60yie3Hb 03e/IeHEHUSI IUTPYCOBBIX, WJIM MUHbUHB), BbI-
3eiBaeMolt Candidatus Liberibacter. B cBsi3u ¢ BbICOKON 3(h(PEKTUBHOCTBIO IIpe-
rnapara o0beM €ro mpojiax ¢ MOMEeHTa Bbixoja Ha pbIHOK goctur 200 T B rom ¢
rogoBoil nmpuobLUibio 70 MIIH 0aHell. Ha cerogHsiiiHuii AeHb Atailing mpumeHsi-
eTCs Ha 5 MITH Ta TTOCEBHEBIX Tutomaneii B Kurae. Psin arpoxuMmdecKnx KOMIIaHUH
BEIyT MEePeroBOpbl O BOBMOXKHOCTU MCIOJb30BaHUS NpernapaTa B AMepuKke 1 3a-
nanHoi EBpomne. B HacTosiee BpeMss KoMIaHust «AnTororex» npoBoauT B Poc-
CHUM PerucTpalyio OuoIpernapara Ha OCHOBE TEeNTUIMI-TIPOJIMII LIUC/TpaHC-1U30-
Mepasbl (MF3), anucutopHblie CBOICTBA KOTOPO BiepBble ObLIM OOHAPYXKEHBI U
n3ydyeHsl Bo Becepoccuiickom HUUM ¢uronaromorum (151). Crpykrypa u 311UCH-
TOopHBIe (PYHKUMU OenKka ObUIM 3amaTteHToBaHBI B Poccuu m B psime ctpan EB-
porel, Asun 1 CLLA (162). UcnibiTanus npenapata Ha ocHoBe MF3 B Tpex pas-
JIMYHBIX arpOKJIMMATUYECKUX 30HAX IOKa3ajld €ro aHTUBUPYCHYIO 3(PdeKThB-
HOCTb Ha MPOU3BOACTBEHHBIX MTOCaAKaX KapTodes, CHOCOOHOCTh YaydllaTh ¢hu-
3MOJIOTUYECKOE COCTOSIHUE PAaCTEeHU W BO3MOXHOCTb IOBBILIEHUS ypoxas, a
TOKCHKOJIOTUYECKME UCIIBITAHUSI — OTCYTCTBHE OCTPOM TOKCMYHOCTH IS Tabopa-
TOPHBIX KMBOTHBIX. [IepCrieKTMBHBEIM B KauecTBE OMOKOHTPOJIMPYIOIIETO areHTa
Takke MOXeT OBITh OenkoBbull 3nucutop AMEP412 w3 B. subtilis, nHIynupylo-
LU CUCTEMHYIO YCTOMYMBOCTD K GakTepusm (163).

TakuMm 00pa3om, MHAYLMPOBAHHAS YCTOMUMBOCTD K O0JI€3HSIM CTAaHOBUTCS
MPUBJIEKATEIbHON albpEHATUBOM MCMOAb30BAHUSI XMMUYECKUX MMECTULIMIOB B 3a-
mure pacteHuil. MHIyuMpoBaHHBIM OTBET aKTUBUPYETCS BJMCUTOPAMM, B TOM
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yuce OeKOBOI TIPUPOHI, KOTOPBIE PACIIO3HAIOTCS Pa3IUYHBLIMU PELIETITOPAMH,
YIPaBIISIIOT HECKOJIBKUMM CUTHAJBHBIMU ITyTSIMUA PACTEHUI U BBI3LIBAIOT y HUX
pa3sHoOOpa3Hble 3alIUTHBIE OTBETHI. HecMOTpsT Ha TO, YTO B HACTOSIIEEe BpeMs
HW3BECTHO OOJIBIIIOE YMCIIO CICITM(PUIESCKUX U HECTTIU(PUISCKIUX OMOTeHHBIX SJIH-
CUTOPOB, JIMIIb HEKOTOPbIE M3 HUX Ha MPAKTUKE UCIOJb3YIOTCS ST 3allUThI
CEJIbCKOXO3SICTBEHHBIX KYJIbTYp. B TO ke Bpemsl LIUPOKUI apceHasl SJIUCUTOP-
HBIX 0EJIKOB MUKPOOPraHU3MOB, HEMIPEKpallaloINACSI UHTEHCUBHBINA TTOUCK HO-
BbIX MUKPOOHBIX OEJIKOB, aKTUBUPYIOIINX (PUTOMMMYHUTET, U MCIOJIb30BaHUE
WHHOBAIIMOHHBIX METOAOB MX CKPWHMHTA TTO3BOJISIIOT IIPEAIoJararh, YTo OymyT
BBISIBJICHBI HOBBIE O€JTKM-3JIMCUTOPBI, HA OCHOBE KOTOPBIX MOTYT OBITH pa3pabo-
TaHBI TIpETapaThl TS 3alIUTHl CETHCKOXO3STMCTBEHHBIX PACTCHMUIA.
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Abstract

To combat plant diseases, modern agriculture has a large arsenal of xenobiotic pesticides that
are toxic to microorganisms. However, the hazardous effects of such pesticides or their degradation
products on the environment and human health urgently require the search for new harmless and
environmentally safe means of plant pathogen control. In this regard, the attention of researchers is
attracted by the phenomenon of natural plant resistance, including the active plant immunity and
natural substances that can induce plant defense mechanisms (J.D. Jones et al., 2006; M. Albert, 2013;
L. Wiesel et al., 2014; E.J. Andersen et al., 2018; D.F. Klessig et al., 2018). Various microorganisms,
pathogenic or nonpathogenic to plants can serve as sources of such substances, including proteins and
peptides. When interacting with them, microbial proteins play the role of nonspecific resistance elicitors
recognized by plants as conserved microbial patterns (MAMPs or PAMPs) that induce the first line of
active plant defense (basic resistance, or PTI) (C. Zipfel, 2009; M.A. Newman, 2013; J. Guo,
Y. Cheng, 2022).. Other microbial proteins play the role of effectors involved in the development of
the disease, and, if recognized by host plants, can also activate defense responses as elicitors of race-
specific resistance (B.P. Thomma et al., 2011; W. Zhang et al., 2022; B.C. Remick et al, 2023). The
perception of microbial protein elicitors by plant receptors causes rapid responses and can lead to the
development of prolong systemic resistance in plants (T. Boller, G. Felix, 2009; J.B. Joshi et al., 2022;
S. Wang et al., 2023). Studying the properties and mechanisms of action of microbial proteins is new
and fast-paced research cluster, which results create the basis for one of the most eco-friendly avenue
in the field of plant protection and can lead to the development of novel effective biocontrol agents
for sustainable agriculture. Over the past few decades, in nonpathogenic and plant pathogenic fungi,
oomycetes, bacteria, and viruses, including those affecting agricultural crops, a number of elicitor
proteins have been identified that belong to the MAMP/PAMP type, as well as effectors that induce
specific immunity (ETI). The review below summarizes and analyzes information on the most
important advances in the identification and studying of elicitor proteins produced by various bacteria,
fungi, oomycetes, and viruses (D. Qutob et al., 2003; M. Tarallo et al., 2022; Q. Xu et al., 2022). If
the corresponding information is known, the peculiarities of the elicitor structure and their mechanisms
of action, namely, defense responses of various plants induced by the corresponding elicitors, are briefly
described. We also tried to illustrate the diversity of microorganism species able to produce elicitor
proteins, which trigger the mechanisms of both specific and nonspecific resistance. The examples of
protein and peptide elicitors, for which both basic and novel data are presented, are described in more
details. Such bacterial elicitors include flagellin, harpins (similar and differing effects of harpins and
flagellins are described), elongation factor Tu, cold shock proteins; elicitors produced by mycelial fungi
include effectors of Cladosporium fulvum, elicitors of pathogenic and nonpathogenic Fusarium fungi,
and recently discovered MAMPs/PAMPs and ETI-inducing proteins. The review also includes
information on the oomycetal elicitors, microbial enzymes possessing eliciting properties, glycoproteins
and peptidoglycans, and vector proteins of viruses (Y. Jin et al., 2021; L. Cai et al., 2023). In addition,
the prospects for practical application of microbial elicitor proteins are described in a separate section
by the example of commercial preparations based on bacterial and fungal protein elicitors, which have
been developed in Russia and China and have proved their protective efficiency under field conditions
(Dzhavakhiya et al., 2003; W.P. Liu et al., 2007; J. Mao et al., 2010; Q. Dewen et al., 2017).

Keywords: biogenic elisitors, microbial proteins and peptides, vicrobial patterns, effectors,
PTI, ETI, plant defence responces, biocontrol, eco-friendly remedies.
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