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H.U. BABUJIOB 1 OBIIIAA TEOPUSA PUTOUMMYHUTETA

Cpenu MHOTO0Opa3HbIX HAYYHBIX TPOOJIEM, HAXOAUBIIUXCS B TIOJI€ 3PEHHUS
H.M. BaswmioBa, mpoGiiema ¢uronarosoruu u (UTOMMMyHHUTETa OBITa camoil mocTo-
sHHOW. VHTepec K (uTOmaTONOTHH, NPUOOPETEHHBII UM B TOJbl CTyAEHYECTBA Ha
CTaXHUPOBKE y BblAaroIIerocss Mukonora A.A. SlueBcKoro, OH NMPOHEC Yepe3 BCHO JKU3Hb.
B nByx KHuUrax, MOCBSIIEHHBIX UMMYHUTETy pactenuid, H.W. BaBuioB 00600munn Ha-
KOIUIGHHBIE K TOMY BpPEMEHH CBEIEHHs O Mpupoje GUTOMMMYHUTETa W HAMETHJ
OCHOBHBIEC HaIlpaBlIeHUs OyIyUIMX HCCIeqoBaHUMNA. B 4acTHOCTH, B 3TUX KHUTax OBLIO
oOpalleHO BHHMMaHHE Ha OTCyTcTBHE 0Omieii Teopud (UTOMMMYHHUTETa, CO3JaHHE
KOTOpPOH OH cuuTall “Oenom Oyodyweeo u, eeposmuo, He odenv oauskozo” [1], nbo “cee-
cmu  6ce AGNEHUS HEBOCHPUUMYUBOCMU PACMEHUU K 2pubHblM U  OaKmepuanbHuiM
3a601e8aHUAM K eOUHOU QU3UON0SUYeCKOU UMU OUONOSUYEeCKOU NpUYUHe... HAM npeo-
cmasasemcs Hego3mModcHulM ” [TaM ke, ¢. 161]. U neficTBUTENBHO, YKe B TO BpeMs
H.M. BaBuioB mnpoaHadu3MpoOBall OKOJO JEcSITKa TUIOTE3 W TEeOpHld, OOBICHSIOIUX
YCTOHYMBOCTh DPAaCTEeHMH K OOJE3HSAM pa3IMUHBIMH MEXaHUYECKUM, XHMHUYECKHUMU H
npyruMu  paxtopamu. IIOTBITKM CBECTH 3TH W emle OOoJblliee YHCIO BHOBb OTKPBITHIX
(hakTOpOB YCTOHUMBOCTH B €AMHYI0 TEOPUIO 3aKOHUYMIMCh uepe3 50 JeT mocie BbIXO-
ma ceoaku H.M. BaBunoBa cosgaHueM “MyJIBbTHKOMIIOHGHTHOW THIIOTE3BI” (DHUTOMM-
MyHUTeTa [2], aBTOpbl KOTOPOH pacHHMCalUCh B CBOEM OECCHIIMM K NOHHUMAHHUIO €IUH-
CTBa B SBJIICHUSX M MeXaHM3MaxX HMMMYHHTETa HE TOJBKO PACTEHUH U >KUBOTHBIX,
HO U Pa3HbIX PaCTEHUN K Pa3IMYHBIM [IATOT€HHBIM OpraHU3MaM.

Bexamu k co3manuio obmiel teopunm umMmyHurtera H.M. BaBuios cumran 1) usy-
YeHHe CHUMOMOTHYECKMX B3aUMOOTHOIIEHUH MEXAy pacTeHUsIMH u rpudamu, u00
“senenus 8OCHPUUMYUBOCIU pACMEHUN K NAPASUMUYECKUM 2pubam GOnpeKu momy,
umo Mbl 3HaeM U3 001AcCmu UHQPEKYUOHHOU NAMONOUU 8 JHCUGOMHOM Mupe, HepeoKo
CBA3AHbl C  OYEBUOHBIMU CUMOUOMUYECKUMU OMHOWEHUAMU MeHCOY KIemKAMU XO-
35e6 u eugamu 2epubos, no KpaiHel Mmepe 6 meyeHue Hekomopozo epemenu’ [1,
c. 199]; 2) KynbTHBHpPOBAaHUE ‘MaKux oOONUSAMHBIX NAPAUMO8, KAK PHCAGUUHA U
MyuHucmas poca Ha uckyccmeenuvix cpedax” [c. 199]; 3) u3ydeHume TPUOHBIX TOK-
CHHOB M DH3UMOB M OTBETHBIX PEaKIMi Ha HUX KJIETOK pacTeHWi-xo3sieB; 4) u3yue-
HHEC TNPUYMH THOENM NapasuTa B 3apaKCHHBIX KIETKaX, KOTOpas NPOUCXOIUT HE OT
TOJIONAHMS, KaK IIPENnoiarajo Torga OOJNBIIMHCTBO (PUTOMATONIOTOB, a BCJIEICTBUE
HaKOIUJIEHUS ““AHTUTOKCHHOB”.

Co BpeMeHH MpHUBEIEHHBIX BbICKa3plBaHWN mpouuio moutu 90 ner. Meromoino-
rus paborsl ¢ pexomOuHanTHON JIHK oTkpbuia mepen OHomorueil BO3MOMKHOCTH, He-
BEJIOMbIE paHee, NpUYeM B KaXXKIOM U3 ueTblpex HauepTaHHbix H.M. BaBuiosiM
HampaBJeHUAX. B gaHHOM craThe OyAyT pacCMOTPEHBI pe3ylbTaTbl HEKOTOPBIX HC-
CIIEJIOBaHWI TMPOBEJEHHBIX B OTHX HANpPaBIEHUAX, a TakXKe OKCIEPUMEHTAIbHbIC
MIPEANOCHUTKHI JUIS CO3JaHUs 00IIel TeOpUH HMMYHHUTETA.

1. H3ydyenne cuMOMOTHYECKHX B3aMMOOTHOIICHHI MEKIy PACTCHHSMHU H
MHKPOOPIraHU3MaMHU.

HpeBHeiimeit ¢gopMoif cuMOHO3a MEXAy pacTeHHSIMH M MUKPOOPraHU3MaMHU
Obuta apOyckyasipHasi muxopusza (AM), KoTopas, Kak @OJjaraiT, obOecrnedywia cCy-
[IECTBOBAHME pAcCTEHUH Ha CyIIC U paccelieHHue IO pPa3HBIM KIMMAaTHYECKUM 30HAM
[3]. Ponbp MUKOPH3BI B )KU3HU pacTeHUH MHOrooOpasHa. OHa yBenn4rBaeT 00beM
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MOYBbI, OXBAaTHIBAEMOW KOPHSAMH M BBIXOJIIIMMH W3 HUX Tudamu Tpuda, yTHIU3U-
pyeT HepacTBOpUMbIe coefuHeHHs (ocdopa, MOBBIIIAET YCTOWYMBOCTH K 3apaxe-
HUIO TOTCHIUATBHBIMHA IIOYBCHHBIMU IIATOT¢HaMH. B pe3ynbrare MOBHIMIIACTCS BEC U
HNPOLYKTUBHOCTh PACTEHHM, HX HKOJOIMYecKas IUIACTUYHOCTh M KOHKYPEHTOCHOCOO-
HOCTb [4].

MonekynspHble HWCCIEAOBAaHUS I[OKa3alnHd, 4YTO s B3aUMOJACHCTBHS, TNpH-
BEJIIEr0 K CO3JaHUI0 apOyCKYJSpHOM MHKOpH3BI, pacTeHus (a Takke TIpuObI) BbI-
paboTalli MHOTHE MEXaHU3MBI, HCIOJNb3yeMble MMM M MpU Mapa3suTHYCCKUX B3au-
MOOTHOIIECHUSIX.

1) Cuenanvnvie monexynvl. POCT B HampaBiIeHHH KOpHEH U MOPQOIOTHYECKHUE
W3MEHEHMs] TH(] TIOMYCOBBIX TPHOOB WHIYUUPYIOTCS KOPHEBBIMH BBIJICICHUSMH —
CO0, [5], ¢eHonpHBIMM coeauHeHMAMH [6], ceckBUTeprneHaMu [7]. DTu coeAMHEHHUS
PETYJIMPYIOT B3aUMOOTHOILEHHUS ¢ (UTONATOreHHbIMU OakTepusMu u Tpubamu [8] u
JlaXke IIBETKOBBIMH Tapa3utamu [9].

2) @axmopel, obecneuugarowjue CcOANAHCUPOBAHHOCNL  B3AUMOOMHOUIEHUT. Y
MHUKOPH3000pa3yonx TIpuOOB M HX pacTeHUH-XO035€B OOHAPYXKEHBl T€ K€ Mexa-
HU3MBl HamaJeHus U 3allUThl, YTO M NPU TAPABUTHUECKHX B3aMMOOTHOIICHHMSX.
COanaHCUpOBaHHBI cUMOMO3 oOecrieuyuBaeTca a) ciaaboil DIMCUTOPHOH CIOCOOHOC-
Tbt0 AM-rpuboB; 0) oOpa3oBaHHWEM pacTeHHEM TPUOHBIX WHTHOMTOPOB; B) 0Opa3oBa-
HHEM TpUOHBIX (akTopoB coBMecTuMocTH [10].

3) Daxmopwr ycmouuueocmu. Ilo OTHOIIEHWIO K MHUKOPU3HBIM TIpudaM pacrte-
HUSL MOTYT TpOSBIATH T€ K€ THUMBl YCTOMYMBOCTH, YTO W K (uUTOMAaToreHaM, Ha-
3BaHHble H.J1. BaBunoBbIM BUJIOBBIM U COPTOBBIM UMMYHUTETOM [1].

VIMMyHHMTET KpeCTOIBETHBIX pacTeHMH K B0O30yautensMm AM oOycioBieH rop-
YUYHBIMA MacllaMd — TJIIOKO3MHOJIaTaMH, a KpAalUBOBBIX — JIGKTMHAMH, CBS3bIBa-
oMl XuTuH [11], T. e. coeAMHEHWsIMH, UIPAIOLIUMH BaXKHYIO pOJb B HUMMYHHUTETE
MPOTHB (PUTOMATOTEHHBIX TPHOOB.

CopToBOlf MMMYHMTET MCCIEAYIOT C IOMOIIb MYTAaHTOB, OJIOKMPYIOIIUX pas3-
BuTHe AM-rpubOB Ha pa3HBIX cTaAUIX HH(GEKUMOHHOro IHMKiIa. Y O00OBBIX pacTe-
HUI, TOMaTa W KYyKypy3bl IONYYeHBI MYTaHTHI, OJNOKHPYIOIIHME pa3BUTHE Tpuba M0
BHEJpeHUs (IpopacTaHue CIOp, POCT M BETBICHHWE TH(]); BHEAPCHHE; pa3sBUTHC B
KOPTUKAJIbHOH 30HE pacTeHuid; ¢GopmupoBanue apOyckyn [12]. I'eHermdeckoe W Mo-
JEKyJIApHOE M3y4YeHHE TaKUX MYTAaHTOB IIPEICTaBJII€T OrPOMHBIA HHTEpec Uil Mo-
HUMaHHA TPUPOJBI GUTOUMMYHUTETA.

4) Unoyxyusa ycmotivueocmu. Ilpu 3apaxennn AM-rpubamMu B pacTeHUH UH-
TYLUPYETCsl CHHTE3 TAKMX JK€ 3alllUTHBIX MPOAYKTOB, KaKk U IPU 3apakeHHUH IaTo-
reHaMu — PR-Oenku, BriItouyas XWTHHA3bl, (EHWINPONMAHOMABI, BKJIIOYas JIMTHUH,
u ap. [10]. Otum oOycinoBieHa JOKajdbHAas M CUCTEMHAas WHAYLUPOBAHHAs yCTONYH-
BoCThb. llocnenHss mnposiBIsAeTCS B KOPHAX, 3allMilas pacTeHHs OT HamaaeHus Io-
YBEHHBIMH [IATOT€HAMU, HO HE B JIUCTHSX.

Jpyroif Tunm cuMOHMO30B, NPEICTABISIIONMA HMHTEpEC B JAaHHOM KOHTEKCTe, —
B3auMojielicTBUe 0O00OBBIX C KIyOCHBbKOBBIMU OakTepusimu (pu3obusmu). OH BO3-
HUK TMo3xe, ueM AM-acconuanuy, INpPHYEM pPACTCHUE MCHOIb30BAIO HEKOTOPbIE
MEXaHHU3MbI, BbIpaOOTaHHBIE B IIpolecce Kolposonuu ¢ AM-rpubamu, u s ycra-
HOBJICHHSI B3aUMOOTHOIIEHHHA ¢ pu3oOusmMu. MyTaHThl, OJOKHPYIOIIHE OTIEIbHBIC
9Tallbl Pa3sBUTUS MHKOPU3BI, ONOKHPYIOT U PAa3BUTHE KIYOCHBKOBBIX OakTepwil, U
HA000pOT, HEKOTOpbIE MYTAaHTbI, OJOKUpYIOLIUE pa3sBUTHE pPU300uUil, ONOKHPYIOT U
AM. [na oOoux BHIOB cuMOMO3a HMeeTcss ofmias peunentopHas mosekyia SYMRK
(symbiosis receptor-like kinase), koTopass HWMeEET CTPYKTYpYy, XapakTepHYIO s
toll-mogo6HBIX pernenTopoB — (AKTOPOB BPOXKACHHOTO HMMYHHTETa OECIO3BOHOU-
HBIX M TIO3BOHOYHBIX JKMBOTHBIX W uyenoBeka [13]. Takum oOpa3oM, ceHCOpHbIE OeJKH
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pPacTeHHWd M KHUBOTHBIX IMOCTPOEHBI MO OOIIEMYy IJIaHy: OHH BKIIIOYAIOT PEIENTOPHBIC
U TpPOTEHHKMHa3HbIC JoMeHbl. CTpykTypa peuentopHsix gomeHoB (LRR u CC) cBu-
JIETeNbCTBYET O BBICOKOM BapHaOeNbHOCTH B KOJUPYIOMIMX 0O0NacTAX TE€HOB, MOI00-
HOW BapuaOelbHBIM YYaCTKaM T'€HOB HMMYHODIIOOMHOB. [IpeoOnamanue HECHHOHHUMH-
YecKMX MyTaldii B 3TUX 00JacTaX Hall CHHOHUMHYECKMMH YKa3bIBaeT Ha HalpaBiie-
HUE OTOOpa B TOJb3y HOBBIX BapuaHTOB OeikoB [14]. 7/R nOMEH TOMOJOTHYEH OelKy
Toll, otBercTBeHHOMY 3a MopdoreHe3 m HUMMyHHUTET Apo3oduisl, 7ol Z-nogoOHBIM
OenkaM M peuenTopy HHTepieiikuHa | TMO3BOHOYHBIX, YYacTBYIOIIEMY B HWHIYKIHH
¢dakTopa HEKpo3a OMyXOMM B Makpodarax, cHHTe3a aHTuTed B-mumdormramu u 1p.
[15]. CnenoBarenbHO, pEUENTOPBI, pPETYNHpYIONKEe MOpPHOTreHe3, CUMOUOTHYECKHE
B3aMMOOTHOIIEHU W WMMYHHBIH OTBET, y pacTeHUH OECIO3BOHOYHBIX M TO3BO-
HOYHBIX JKMBOTHBIX IIOCTPOEHBI MO OO0IIEeMYy IJIaHy W KOHTPOJHPYIOTCA OJHUM Ce-
MEHCTBOM T€HOB.

Eme Oonee MomonmpiM SBISIETCS CHMOHMO3 3JIAKOBBIX TPaB € 3JHIAO(PUTHBIMH
ackomuueramu u3 cemeiicrBa Clavicepitacea (cnopblHbeBble). 31ech HaOIIOAAIOT-
Ccs BCE TEPEeXOAbl OT BBIPAKEHHOTO MapasuTu3Ma 10 obnuratHoro cumbOmosza. Hc-
XOJHBIMU IS SHAOPUTOB OBUIM Tapa3UTHUECKHWEe TpHUOBI, BBI3BIBAIOUINE YEXJIOBHUJ-
Hyl0 OOJIe3Hb 3J1akOB. B Xo/e HBOMIOIMU C PACTEHUSAMH-XO03I€BaMH OHH TOTEPSIIH
CHauaja CyMyaTyl CTaJdio, a 3aTéM M KOHWJMaJbHbIE, TaK 4YTO B TKAaHAX PACTCHUS
HAXOJMUTCS CTEPWJIBHBIA MHUIICTHHA, Tepeaarnuiics, MmoJo0HO XJoporyacTaM W MHu-
TOXOHAPHSM, HCKIIOUHTEIFHO BEPTHKAIBHO — uepe3 ceMeHa. Takod o0pa3 Xu3HU
BO3HUK BCIEACTBUE oOcnabieHus (akTOpoB aTakd pACTEHHH, CHW)KEHUS Mapa3uTH-
YEeCKMX CBOMCTB HACTOJNBKO, YTO TOJIBKO pAcTEHHUs, HECyllue MHUIEeIUil JaHHOTO
9HAO0GUTa, CHOCOOHBI TMOAJEPKUBATH €ro CYIIECTBOBaHWE; HWMMYHHBIE CBOMCTBa
JIPYTHX pPacTeHWH He TIO3BOJISIIOT pa3BUBaThCsi B HUX. [losTomMy nmns sHpoduros xa-
pakTepHa y3Kasi BHyTPUBUAOBAs CIELHATA3ALINA.

OHJIOPUTHI TOBBIMIAIOT JKU3HECTIOCOOHOCTh M KOHKYPEHTOCIIOCOOHOCH CBOUX
x03s¢B. OHHM BBIICIIOT TOKCHHBI, 3alUINAIONINE pPACTeHUs OT (UTOparoB — OT
HACEKOMBIX JO J>KBAaYHBIX IKHBOTHBIX, YBEIMYHMBAIOT POCT 3€JEHOH MaccChl, IOBBIIIA-
0T KapOCTOMKOCTb, 3aCYyX0yCTOMYMBOCTh U MOPO30yCTONYMBOCTh pacTeHui [16].

2. KynbTUBHpOBaHHE 00JIMTATHBIX NAPA3UTOB HA HCKYCCTBEHHBIX MUTATEIb-
HBIX cpeax.

OnbITel MO KYJBTUBUPOBAHUIO OOJMIaTHBIX Mapa3sUTOB B HMCKYCCTBEHHBIX YC-
JIOBUSIX TPOLUIM PsI ATAlOB — OT KYJbTHMBHPOBAHUS Ha KaJUTFOCAX BOCIHPUHUMYHMBBIX
BHUJIOB PAacCTeHHUH [0 TMOMBITOK KYJIbTUBUPOBAHHUS Ha HCKYCCTBEHHBIX cpemax [17]. Dtu
WCCIICZIOBAaHUS TPHUBENIM K HEKOTOPHIM HMHTEPECHBIM JaHHBIM M IPAKTHYECKH BaXK-
HBIM pe3ynbTaTaM. [lokazaHa, B YacTHOCTH, POJb KJIETOYHBIX KOMMYHHKalMHd B pe-
aKIMAX pacTeHWH Ha 3apakeHWe W pa3paboTaHbl MeTOAbl OTOOpa YCTOMYUBBIX K
napasuraM KajuirocoB. Ilo OTHOIIEHHIO K pP)KaBYMHHBIM TrpuOaMm, KOTOpbIE NpeacTaB-
msu Gonbrnoit mHTepec Mt H.M. BauioBa, ymanock pa3paboTarb MeETOIBI BOCIPO-
W3BOJCTBA HEKOTOPBIX CTaAMid HWHQEKIMOHHOTO IMKJIA Ha HMCKYCCTBEHHBIX arapoBbIX
cpenax. OTH MeToAbl padOThl C PXKABUMHHBIMA W HEKOTOPBIMH JAPYTHMH (HUTOMNATO-
TeHHBIMH TpUOaMH TO3BOJIMIM YCTAHOBUTH MPOAYKTHI, Y4YacTBYIOLIME BO B3aMMOOT-
HOLLIEHUH MAPTHEPOB, U KJIIOHUPOBATh KOJAUpYoIue ux reqsl [18, 19]. Oto

Hnmnezpun, Kak MeIuaTop B3aUMOJACHUCTBHNA. IHTErpHMHBI — CEMEMCTBO KH-
BOTHBIX O€JKOB, KOTOpble MPOHHU3BIBAIOT KIETOYHYI0O MeMOpaHy U, B3aMMOJACUCTBYA
C peuenTopaMd WHTETPUHOB COCEJHUX KIETOK, O0ECledMBalOT KIETOYHYIO aAre3HIo.
[TockoabpKy UMTOMIA3MATHYECKUI ‘XBOCT” MOJIEKYJ HWHTErpHUHAa KOPOTKMI M HE MOJ-
BEPXKCH OH3MMATHYCCKOMY Y3HABaHMIO, OHH dYepe3 aJanTepHBIH OeloK, CBsI3BIBAIO-
M WHTETPUH C LUTOCKEJIETOM, MPOTEeHMHKHHAa3aMU M TPaHCMEMOpaHHBIMH peler-
TopaMu (aKTOPOB POCTA, OCYHIECTBISIIOT TPAHCAYKIMIO CUTHajga. JTOT MyTb TpaHC-
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JYKUUM Ha3BaH MHTETPUHOBBIM KJIacTepoM. HMHTerpuHsl OOHapykeHbl Yy TpuOOB U
oomuLeToB. OHU HEOOXOMUMBI JUIl AaNMKaAbHOTO pOCTa TU(BI, OPUEHTALMH MHKPO-
(GUIaAMEHTOB LUTOCKENETa M IPHKpeIUIeHns TH(d K TOBEpXHOCTH, a Takxke obecre-
YUBAIOT TUTMOTPONMU3M — POCT TH(BI CTPOro MNEPHEHIUKYISIPHO AHTUKINHAIBHBIM
KJIETOUHBIM CTEHKaM OJIUACPMAIBHBIX KJIETOK (Takod pocT oOjerdaer HaxoxIeHHE
YCTBHII).

Tuopogobunvi. Cpenu paHo SKCIPECCUPYEMBIX TeHOB Magnaporthe grisea W30-
nupoBaH reH MPGI, TpOXyKT KOTOPOTO0 — HHU3KOMOJCKYJISIPHBIM Oenok ruapodoluu
HEOOXOIUM Ul MPUKPEIUICHUsT TU(BI K THApo(GoOHONH MOBEPXHOCTU JHCTa U 00paso-
BaHMS HH(EKIHNOHHBIX CTPYKTYp (alpeccopHeB).

Myyun. Y Phytopthora infestcms rpynna reHoB u3 cemeiictBa Cae KOIUpPYeT BHe-
KJIETOUHbIC O€JIKM, CXOJHbIE C MYIMHOM IIO3BOHOYHBIX. OTU O€NKH 3SKCIPECCUPYIOT-
cs B IPOpAcTAlOMIUX LUCTaX M alpeccopusx Iepe] UX BHEAPEHHEM U CIyXaT Ul
aJAre3uy Ha IOBEPXHOCTU PACTEHHUS.

benxu, ceazvisaromuecs c¢ yennonozou (CBL-proteins), obecrneynBaroT aare3uio
rud Phytopthora parasitica ¢ TEITION030COIEPKAIIIM CYOCTPATOM.

BreigeneHo Takke HECKOJNIBKO T€HOB, perynupyroummx wmopdorenes, — INF
(infection) wim PIG (in plants induced genes). IlepBeiM OenkoM, cBsi3aHHBIM ¢ U de-
PCHLIUPOBKOM, OKa3ajcs KalbMOJAYIMH — O€NOK, PErylIHpyHOIUil OpraHu3aluio Iu-
Tockenera. OH HEOOXOAMM I U3MEHEHHsS OpPUCHTAIlMM MHKPOTPYOOUEK U MHKPO-
(GUIaMEHTOB TIpH Mepexoie OT pacTylled Mo TMOBepXHOCTH TH(dB K ampeccopuro. B
anpeccopusix M. grisea skcmpeccupyercs 0enok Psilp, KOTOpbIi TOMOJIOTHYEH CceMeii-
CTBY MEMOpaHHBIX OENKOB JHMBOTHBIX TETPACHAPUHOB. IJTH OENKH BXOIAT B KOMII-
JIEKC MeMOpPaHHOIO CUTHAJIMHra, OTBETCTBEHHOTO 3a KJIETOUHyI airesuto, audde-
peHIManuo U ABIKeHHE. Te ke (QyHKIMH — aiare3uto U auddepeHnuanuio — KOH-
TpolupyeT 3TOT Oenok M B MeMmOpaHax rayctopueB. Murepecno, uro MPHK psil
oOHapyXeHa BO BCEX KJETKaX, a OeOK — TOJNBKO B TayCTOPHSX, T. €. €ro perys-
LUsl OCYILECTBISIETCS] HA YPOBHE TPAHCISILIUYL.

benku cap20 u cap2? — TIUKONPOTEUHBI, CBSI3aHHBIE C KJIETOYHOW CTEHKOM
anpeccopus. OIUH U3 HHUX HyXeH AN (HOpMHUPOBaHHs TIayCTOpHs, BTOpOH — Juist
ero (QyHKIHoOHHpoBaHUsA. Jlokanm3oBaHHEIM B MeMOpaHe rayctopuit Oenoxk PIGI ro-
MOJIOTMYEH TEHy JpOXKEBOM mepMeassl — (EpMEHTa, OCYILECTBISIIOIETO TPAHC-
HOpPT aMHUHOKHUCIOT uepe3 MeMmOpany. Hakonen, B nuromnasMe ampeccopueB oOHa-
pyxen Oenok ACEl ¢ KOMOMHHpPOBaHHBIMHU (DEPMEHTHBIMM CBONCTBAMHU IOJUKETUA-
CHHTETa3bl/HepubocoManbHOl  memTuacuHTeTassl.  [IpomykT ero  ¢epmeHTaTHBHOM
aKTHBHOCTH HEU3BECTEH, HO, BO3MOXHO, WIpacT pOJIb Ha paHHUX JTalax B3auMO-
JEUCTBUS TayCTOPUS C KJICTKAMU X0341HA.

3. N3yyeHue MeTaboIuTOB (PUTONATOT¢HHBIX OPraHU3MOB, YYACTBYHOLIHX
BO B3aHMOOTHOILLIECHHUS C PACTEHHUSIMHU-X035IeBAMM.

duUTONMATOJIOTH H3/aBHA PA3C/sUIM  METAaOONUTHI  (DUTONATOTCHOB, BIHSIOLINE
Ha MPOTEKAHUE 3alIUTHBIX PEaKIUi B pacTeHUsIX (MMMYHOMOAYJSATOPBI), Ha CyI-
peccopsl U anucHTOpHl. llepBble MOAABISIOT TNPOTEKAHHE 3alUTHBIX peakIuid pac-
TEHHUsS BCIICACTBHE HECHEIU(UUECKOTO TOKCHYECKOTO JHEWCTBHS Ha KIETKH (BHBO-
TOKCHHBI, (EpPMEHTHl JIETNOJNIMMepasbl) WM CIenn(pHUYecKoro BO3AEHCTBHS Ha OT-
JenIbHbIE 3BEHbs MeTabonu3Ma (NMATOTOKCUHBI, MMIEIUHBI). Bropble y3HaroTcs
PELENTOPHBIMH CHCTEMaMH PpAcTEHHsI KaK 4Yy)XHe MU HHIYIHUPYIOT OHKCIPECCHI0 HM-
MYHHOTO OTBETa, IpUYEM, KaK U CYNPECCOpBI, AIUCUTOPHI MOTYT OBITh HECHEIH-
(UUHBIMYE, UHIYLUUPYIOUMMU 3aIIUTHBIE PEAKIMM Yy pPa3HbIX BHJOB pACTCHUil, u
cneun¢uuHbIME. B3anMmonelcTBHE IOCIEOHUX  pETyIHpYyeTcs B3aUMOJCHCTBYIOIIU-
MH T€HONPOAYKTaMHU IapTHEPOB B CHUCTeME “TeH Ha reH”. [lomroe BpeMs 3TH MeTabo-
JUTHl PACCMATPUBAIUCh KaK HE3aBUCHMBbIE JpYyr OT Jpyra, KOHKYypUPYIOLIUE COeIu-
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HEHMS, YTO MOATBEPXkKAAN0 MYJIBTUKOMIIOHEHTYIO TUNOTe3y (uroummyHnurera. On-
HaKO IIPOBEJCHHBIE B IMOCIEIHHE TOJBI HCCIEIOBAaHHS IO pacHM(pPOBKE MOJIEKY-
JSIPHOM CTPYKTYpPHI 3JIMCUTOPOB U CYNPECCOPOB TO3BOJIMIM BBICTPOUTH EAWHYIO CH-
CTEMY, BKITIOUAOIYIO TIOATAHBIA MOJIECKYISIPHBIA AUAJIOT MEXTy HapTHEPaMH.

Cnenuduyeckne 31MCATOPLI OakTepuii [20]

CewmeiictBo avrBs2. I'en avrBs2 Xanthomonas vesicatoria m ero TroMojor Yy
X. campestris pv. alfalfac. benox AvrBs2 romomnoruueH ¢epMeHTy, y4acTBYIOIIEMY
B CHHTe3e M ruapoimse ¢ochorndGUpHBIX cBs3eil Mexay yrineBogamu wim Qocdo-
JUNAAMU.

CemeiictBo _avrPto. Pseudomonas syringae. benok AvrPto Hapymaer cOopky
[JIIOKAHOBBIX KOMIIOHEHTOB KJICTOYHOHW CTEHKH, IPEMATCTBYS TEM CaMbIM BO3HHUKHO-
BEHHIO 3aIIUTHON CTPYKTYpPbl — MAIHIIBL.

CewmetictBo avrBs3. Bkmrowaer avrBs3 X. vesicatoria-, Avrb4, Aavrb5, AvrB6,
AvrBIOl, AvrB102, AvrBIn, avrB7, PthN X campestris pv. malvacearum; PthA
X. citri; AvrXa7, AvrXalO, avrxaS X. oryzae pv. oryzae. Koxmupyemble 3THMHU
reHamMu O€NKH HHIYIUPYIOT pEeaklMH YCTOMYMBOCTH, OJHAKO HX WHAKTHBAIMsS B
pesyabTaTe MyTaluil NPUBOAUT K OYEHb CHJIBHOMY OOIIEMY CHU)KEHHIO IAaTOTEHHO-
ctu. CemelictBo AvrBs3 0enkoB He0o0X0AMMO [UIsi Pa3MHOXKEHHS (PUTOMAaTOTEHHBIX
O0akTepuil B pacTeHMHM W TEHEpUpOBaHUS cUMITOMOB Oonesneid. bemox PthA X. citri
HeoOxoauM st (OPMUPOBAHMSL OIYXOJCH B 3apakeHHBIX pacTeHusix; AvriB6 X.
vesicatoria yCUIMBaeT OCBOOOXKAECHHE OaKTEpUATBHBIX KJIETOK HAa IIOBEPXHOCTh 3a-
pakeHHOro pacteHus; AvrBs3 wungynupyer runeprpoduio. OTH OelKM HMEIOT LEH-
TpalbHBI JOMEH, BKIIOYAIONIMA MOBTOPHl U3 34 aMHHOKUCIOT, YHUCIO KOTOPBIX
BappupyeT oT 13,5 y AvrB6 no 25,5 y AvrXa7. Ha C-koHLEBOM y4acTKe pacIojo-
KEH KUCIBId (akTop akTtuBauuu TtpaHckpumuu (AAD) uw JOMeH, mepenaromuii
curHansl B sapo (NLS). LleHTpanbHbI JOMEH HEOOXOAUM A IPOSABICHUS CIELU-
¢uuHocTH Oenka, a C-KOHIEBOM — M1 NPOSBIEHHUs] SNUCUTOPHOM AaKTUBHOCTH. B
pacrenun Oenoxk AvrBs3 aummepusyercs M B TakOM BUIE TPAHCIOPTHUPYETCS B sIPO
C TOMOINBI0 PACTUTENBHOTO O€lika a-UMIIOPTHHA, CBsA3bIBaromierocs ¢ jgoMeHom NLS.
B sape npouMCXOIUT OIKCHpeccHs TEHOB, KOAWPYIOMIMX a-3KCIAHCHHBI, IIEKTaTIHa-
3b1 U O€NKH, WHAYLUPYIOIIME CHHTE3 AayKCHHOB, KOTOpbIE OOECHEUHBAIOT THIEPTPO-
(uro 3apa’keHHOHN TKaHU.

CemeiictBo avrD. AvrD ren Pseudomonas syringae pv. tomato TOMOJIOTHYEH MHO-
UM reHaMm, OOHapyXeHHbIM B TeHome P, syringae pv. glycinea, B wacTHocTH avrPg4.
I'omonorust mo Oenky coctaBiusier 86%, mo pamke cunTbiBaHusi — 98%. Crenosa-
TEJIbHO, TOMOJIOTMYHBIE T€Hbl €CTh Yy OONBIIMHCTBA OaxTepuil, HO BCIEACTBUE TOU-
KOBBIX MyTalMii HX MPOAYKTHl mepectanu HHAynuposats CBY-peakmuio y cBoux
xo3seB (kak avrD He MHAyIMPYeT HECOBMECTUMOCTb Yy TOMAaTa), T.C. SIBISIOTCA pe-
LIECCUBHBIMH (HEAKTUBHBIMM) ayieasiMu. e avrD, kak M HEKOTOpBIE HApyrue avr-
TCHBI, JIOKalu30BaH Ha MmiasmMupe. OH KoaupyeT (epMeHTHBIH OeloK, KaTaau3upy-
IO CHHTE3 CHPUHTOIUAOB (KOHIEHCAIMIO KCHIIO3Bl C P-OKCHIEKaHOWIHOW KHCIIO-
TOM) — CceMEHCTBA CHUTHAJIBHBIX MOJEKYJ, TaKUX KaK WHAYKTOPHl CHOPYJSIUM U
o0pa3oBaHusl AHTUOMOTHKOB AaKTHHOMUIIETOB OyTaHOIMJIbI, JKACMOHOBAas KHUCIOTa B
KJIEeTKax pacTeHuit u Ap. B cpeae pocra QuromaToreHHbIX OakTepuil, UMEIOMUX IEH
avrD, cojepxaHue CHPHHTONUIOB OUYEHb HM3KOE, HO PE3KO BO3PACTAECT B 3apakeH-
HBIX pacTeHusx [21].

Crnenuduyeckne 3JIMCHTOPBLI TpudoB

Avr9 Cladosporium fulvum. Ten avr9 skcmpeccupyercs in Vitro TOJNBKO B
YCIOBUSIX HM3KOW KOHILEHTpauuu as3ota [22]. OH He 3KclpeccupyeTcsl B KOHMIUSX U
rudax, HAXOJANIMXCA Ha IOBEPXHOCTH JIMCTA. 3JHAYMTENbHAs OSKCIPECCHS IPOUCXO-
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IUT TIOCJIE BHEJApPEHUs Tpuba B YCTbHIIA U OUYEHb CHJIbHAS — B MEXKJIETOYHOM IIpO-
CTpaHCTBE, MpPHUYEM OKOJIO COCYJOB Oombine, deM B Me3zodpmuie. DyHkuuu Avr9-
Oenka HEM3BECTHBI, HO €ro NpoMOTOp HMeeT 12 caiToB, NPeAnoyoKUTeNbHO, CIO-
coOHbIX cBs3bIBaThcs ¢ OenkoM AREA  Aspergillus nidulans — TIaBHBIM TO3UTHB-
HbIM DETYJSITOPHBIM TE€HOM pENpecCud M AEPENpecCHd YCBOCHHS HHUTPATHOTO azoTa.
[o-Bumumomy, Ayr9-6emok ydwacTByeT B IIOCTYIUICHHH a30Ta B MHUIEIHH U3 CyO-
cTpata WM HWHIYIUPYET OCBOOOXKICHHE W TIepepaclpeieieHHe a30oTa B PaCTCHUM.
[ToBpileHHas 3kcmpeccus avr9 B palloHE COCYJIOB, BO3MOXHO, CBsi3aHa C TE€M, 4YTO
€ro MpoAyKT UHTep(hepUpyeT ¢ TPAHCIOPTOM IIUTATENLHBIX BEIIECTB B PACTEHUM.

Avrd C. fulvum. 3penblii 0enok uMeeT 8 OCTAaTKOB LUCTEHHA, COEIWHEHHBIX M-
CyIb(HUIHBIMA CBS3SIMH, W HMEET TOMOJIOTHIO C XUTHH-CBSI3BIBAIOIIMM OenkoM Oec-
M03BOHOYHBIX. [22]. OH 3amumaer Trichoderma viride u Fusarium solani oT nutuvecko-
ro JCWCTBUS PACTHTENBHBIX XWTHHA3, WM, BO3MOXKHO, STHM OOYyCIIOBIIEeHa ero (yHK-
LMOHAaJbHAA poib B aTorenese C. fulvum.

Avr2 C. fulvum. DKCTpaneiUTIONISPHBIN OEJIOK, COCTOSIIMN U3 58 aMHHOKHCIIOT.
BoceMb IMCTEMHOBBIX OCTATKOB 3TOro Oe€lKa COCOUHEHBI B Y3€NOK IUCYIb(QHIHBIMU
CBA3AMU. OTOT O€JIOK — WHTHOMTOp IIMCTEMHOBHIX TNpOTEa3 CeMeiicTBa MamaWHa, B
YyeM, BO3MOXHO, 3aKjIouaeTcs ero (yHUMOHalIbHas posib B maTorenese [23].

NIP1 (necrosis inducing protein) Rhinchosporium secalis. Pacocniennpudeckuii 31u-
CUTOp JUIS COPTOB SIUMCHS, MMEIOIUX TIeH ycroiumBocTH Rrs-1. Bemokx Nipl skckpe-
TUpyeTcs in planta W BBI3BIBAET HEKPO3bl BCIEACTBHE CTHUMYJAUMH H+-3aBHcHMOiA
AT®-a3pl 1ma3mManeMmbl. MyTalnus, NOPUBOJSAIIAs K 3aMEHEe OJHOH aMHHOKHCIOTHI
B OTOM OeliKe, YCTpaHAeT HECOBMECTUMYIO PEaKIHMI0 YCTOHYMBBIX COPTOB, HO CHH-
KaeT MAaTOreHHOCTh [aXX€ B OTHOLIEHHHM BOCIPUUMUHUBBIX COPTOB. Takum o00pasom,
NIP 1-6enmok Hapsimy co crenu(puuecKkoil aBUPYJIEHTHOCTBIO BBINOJHSAET POJb (PaKTo-
pa HecrenupUUECKON MaTOreHHOCTH. JleTepMHUHAHTHI MAaTOreHHOCTH M WHAyKuuu CBY-
peaKuMy HaxoAATCAd Ha pa3HbIX KOHLAX MoyieKynbl. [lo-BUOAUMOMY, B pacTUTENbHOU
KJIETKE COAEPIKATCS pa3Hble PELENTOPBI 3TUX JETEPMHUHAHT [24].

AVR-Pita Pyricularia oryzae (teneomopdpa Magnaporthe grisea) I0KaIU30-
BaH B TEJIIOMEPHOH 00JaCTH XPOMOCOMBI, YTO OOYCIIOBIMBaeT €ro HecTaOWIbHOCTD
BCJIC/ICTBUE YACTHIX TMEPECTPOEK. ODIUCHTOPHBIA O€lOoK — IUHK-3aBUCHMas TpoTea-
3a. I'en AVR-Pita skcnpeccupyercs Ha TMO3IHUX OJTamax I[aTOreHe3a, YTO CBA3aHO,
MO-BUJUMOMY, C HEOOXOJUMOCTh HCIIONB30BaTh HAXOASAIIUECS B 3apaKEHHOW KIIeT-
Ke OeJIKM U1 [IUTaHUs.

Benok-Ace! — mMOMUMKETUACHHTETa3a, Y4yacTBYIOIIas B CHHTE3€ BTOPUYHBIX
METa00NUTOB, HMEIOIUX MOJUKETUAHYI0 CTPYKTYypy (B YacTHOCTM — MEJaHUHA)
[25]. Ponp menanmHa B WHGUIMPOBAHWU pHca BO30YIUTENEM MHPHUKYIAPHO3a XOPO-
mo wusBectHa. ACEl skcmpeccupyercs TONBKO B 3pENbIX TayCTOPHUAX, HO HE B UH-
(exMoHHBIX Tudax, pas3BuBaromuxcs B Me3zopumie. Curnan Acel Oenka y3Haercs
TeHOM ycToHuuBOCTH pHca Pi33.

Kak BpITEKaeT W3 HWBIOKEHHOTO Marepuala, crnelupUUecKue SIMCUTOPBI Tpel-
CTaBJICHBI B OCHOBHOM JBYMS THUIIAMH MOJIEKYJ — O€IKaMd M KOHBIOTaTaMH YIJIEBO-
JnoB. benxu uMeET CTPYKTYpbl, OO0ECIEeUMBAIOLIME MPOXOKACHUE uepe3 MeMOpaHbl,
W OTUICIJISIOTCS MpoTea3aMH B IMpolecce co3peBaHusl saucuropa (y rpuboB) wWiIn
TPAHCHIOPTUPYIOTCA W3 KIETKH CEeKpeTOopHBIM MexaHm3mMoM Tuma III (y Oaxrepwuii).
Haxoxsice BHe mpoTomjacTta KIETKH XO3fWHA, OHM HIPAalT pOJb BO B3aUMOOTHOIIE-
HUSX C BHeIIHeH cpenod (Hampumep, npoaykt avr9 Cladosporium fulvum y4acTBy-
€T B MeTaboiM3Me a30Ta B YCJOBUSAX Aa30THOTO ronoganus). llomagas B KIETKy H3
BHYTPUKJIETOUHBIX MAapa3sUTHYECKUX CTPYKTYp (raycTOpuil) WA C TIOMOIIBIO CeKpe-
TopHBIX cucteM (Hrp-munmu OakTepuii), OHM y4yaCTBYIOT B TIaTOTE€HE3e, pasJaras
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nmonuMepsl  KIeTkH xo3siuHa (AvrPi-ta Magnoporthe grisea), monaBnsis 3allUTHBIE
ceoiictBa (NIP1 Rhinchosporium secalis). Pannuii Oenox Phytophthora parasitica
(CBEL), xoTOpblii CBSi3bIBaeTCA C LEIUIIONO030M M oOecreduBaeT aAre3uio ¢ LeJUIio-
JI030COJIepKAIIMMHU  cyOcTparaMd, WHAYLHPYET MPOTEKaHWEe 3allUTHBIX pPEeakKLuH,
T.€. CIYXHUT JUId 3apaXCeHHBIX pACTCHUH HecHmenuPUUecKuM >SIucuTopoM. AvrPto
Pseudomonas syringae o0ecrieuuBaeT pa3MHOXKEHHE Tapasuta U (popMuUpoBaHUE
CUMNTOMOB 0oJie3HH (cemeiicTBO AvrB3 6enkoB y KCaHTOMOHAT).

Y BuUpYyCcOB B pONM cHeUM(PUYECKUX OJIMCUTOPOB BBICTYNAIOT BHYTPUKIIETOU-
Hble O€NKW, Kak CTPYKTypHble, Tak u (epMeHTHble. Hu3KOMONEKyIspHBIE 3IHCH-
TOpPBl TPEJCTABISAIOT CO00M KOMIOHEHTHI KIETOYHBIX CTEHOK WJIM CUTHAJIbHBIE MOJe-
KyJbl, YYacTBYIOIIME B PpETYyJSIIUUA KU3HEHHBIX IIMKJIOB, a TakXke HeoOX0IuMble
JIJIs1 B3aUMOJICHCTBUS C OKPY KAIOIIeil Cpeion.

Takum o00pazoMm, B MpolleccCe KOMBOJMIOUUHM Y PAacTeHUH BO3HHUKIHM PELENnTOop-
Hble MOJIEKYJbl, HACTPOCHHbIE Ha Yy3HAaBaHHWE COEAWHEHHH Mapa3uTOB, HAXOIAIIUX-
cs Ha WX MOBEPXHOCTH WM OJKCKPETHPYEMBIX B OKpYXammyko cpeay. [lockombky
BCE OJIMCUTOPHBIE MOJEKYNIbl (PYHKIMOHAIBHO HeOe3pa3iuyHbl [Uid Mapa3uToB, HUX
MoIu(UKAIIUN, CHIDKAIONIME Y3HAaBaHUE pELENTOpaMM, WM TOJHas WX IOoTeps CKa-
3bIBAIOTCS Ha mpucnocobieHHoctu (fitness) BUPYJIEHTHBIX pac. A 3TO, B CBOI oOuye-
penb, MOXET HMETh BaXXHOE JMHUIAEMHONIOTHYecKoe 3HadeHue. [lockoibKy paciimpe-
HUE BHPYJCHTHOCTH CONPOBOXKIACTCS MOTEPEH WM W3MEHEHHEM CTPYKTYpPhI DIIUCH-
TOpa, OHO COMpPOBOXKIAeTCs CHWXeHHeM fitness B Mmapa3uTHUECKOW WM canpo(UTHON
(da3ze >KM3HEHHOTO IMKIA Mapa3uToB. B »nmaeMHoNorud ectb Jake TOHATHE ‘“TieHa
BUPYJIEHTHOCTH .

Ecim mocnenoBaTenbHOCTH, y3HaBacMble PELENTOPOM, HAXOAATCS Ha yd4acT-
K€ MOJIEKYJbl DIIMCUTOPA, (PYHKIMOHATIBHO HE HEOOXOAWMOM, TO II€Ha BHUPYJIEHT-
HOCTH HE OyJeT OuYeHb BBICOKOH M BHUPYJICHTHbIE MYTAHTBI CMOTYT OBICTPO HaKO-
MUTHCS M TOPa3UTh YCTOHYMBBIE copTa. Ecnu jke Bapuanus MOJIEKYJbl 3IUCHUTOpA
JpaMaTHYECKH CKAXKETCS Ha BBIMOJHEHWH WM IEpPBOHAYAIbHBIX (YHKIHUH, TO BHUPY-
JIEHTHBIE pachl BOOOLIE HE CMOT'YT CYILIECTBOBATb.

[IpuBeneHHbIe NaHHBIE TO3BOJIAIOT CAETATh JBA BAKHBIX BHIBOJA.

1. Hecnenu¢uyeckue >SIUCUTOPBl — CTPYKTYpPHBIE M HKCKPETHPYEMBIE KOM-
MOHEHTHl TAPa3UTOB, KOHTAaKTHPYIOIIME C PACTUTEIBHBIMHM KIETKaMH. OTO IIOJIHCA-
Xapuasl KIETOYHOM CTEHKM — TUIIOKAHBl M XWTHH, O€NKH (hIarejuimH OakTepaIbHBIX

KTYTUKOB M DIUCUTHHBI (UTOPTOPOBBIX TIpUOOB (TPAHCHOPTUPYIOT CTEPUHBI dYepe3
MeMmOpaHbl). OHM Bcerja €CcTb y IMapa3suTOB, MO3TOMY SIBISIOTCA HaJEKHBIMH MOJIE-
KyJIaMH JJIS1 y3HaBaHUS U CO3JaHuUs 0a30BOM yCTONYNBOCTH.

2. Crnemuduyeckue 3IUCUTOPEl — 3PQPEKTOPH, KOTOPBIC Mapa3UT BBIACISIECT B
3apaXXEHHOE pACTeHUe JUIsl MOJABJIEHMS €ro 3allUTHOTO MOTEHIMAana U YIy4dlICHUs
ycnoBuil mutaHus (Hecnmeuu¢uueckue cympeccopbl). I[IoCKoNBKy CTpyKTypa MHOTHX
TAKUX COEIUHEHUIl MOXKET MEHATbcd 0e3 NOTepH KHU3HECIOCOOHOCTH, BO3MOXKHBI
MyTallud, W3MEHSIOIHME JOMEHBI, KOTOpblE Y3HAIOTCS CHENU(UUECKUMU KJIETOY-
HBIMH perentopaMu pacteHus. OJIHaKO YacTo 3TO CONPOBOXKAACTCS CHIDKCHHEM
MaTOTeHHOCTH (“CHIIbHBIC TeHBl ycTOMuMBOCTH’ BaHneprutanka, “lieHa BHUPYJICHTHO-
ctu” JleoHapna).

CrnenyromuM 3TanoM, BaXKHBIM JUIs IOHUMAHUST MEXAHU3MOB B3aUMOJECHCTBU
pacTeHMH M TAapa3suTOB, SBUJIOCH YCTAHOBIECHUE HENPSIMOTO B3aUMOMACHCTBUS MEX-
Iy cHeuupHUecKUMU S3IHCUTOPaMH M HPOJYKTaMH TI'€HOB YCTOMUYMBOCTH pAacTECHUI
R-6enxamu.

Omucutopubie avr-0enku  Cladosporium  fulvum CBSI3bIBAIOTCS € KJIETKAaMU H
IOPOTOIJIACTAMM KaK YCTOHYMBBIX, TaK M BOCHPUUMYMBBIX JIMHMHA TOMAarTa, a TaKxKe
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JpYTUX IAcICHOBBIX U HEMACJIEHOBBIX pacTeHuil [26]. CnenoBaTelnbHO, y TOMAara HUMe-
ercsi HeclnenU(pHUYEeCKHH pelenTop, CBA3BIBAIOIINKA BHEKJIETOYHbIE OENKH IaToreHa
6e3 wmuaykumn CBUY-peaknmu. IlomararoT, 4YTO KIETOYHBIH CHTHAT aKTHBH3HPYETCS
Moclie  B3aMMOAEHCTBHSA JIIMCHTOpa C TeTepoAMMEpoM, cocrodmuM u3 R-Oenka wu
Hecrenuduyeckoro peuenropa uid, 4To Oojee BepoATHO, U3 R-Oenka u mpoTenH-
KHHa3HI (C TIa3MaTHUeCKON MeMOpaHOH CBsI3aHO HECKOJIBKO TUIIOB KUHA3).

CupuHTONMHUIBl, CHHTE3HPYIOUIMECS IIOA KOHTpoieM TreHa avrD Pseudomonas
syringae pv. tomato, BbI3bIBaloT CBY-peakiuio TONBKO Yy COM, HMeIOIIeH TeH Peo4,
HO cBsa3biBatoTcs ¢ 34 kD-OenxoM, KOTOpBI €cThb Kak Yy YCTOWYMBBIX, TaK U Yy
BOCIIPMUMUHUBBIX pacTeHui [27].

MHorue (HO He Bce) IeHbl YCTOMYMBOCTU SIUMEHSI K MYYHHUCTOM poce, Haxoms-
muecst B JiOKyce Mla, TpeOylOT i1 NpOSBICHUS CHEU(PUIECKOH yCTOWYHBOCTH
HaJM4us IBYX HECHEIUICHHBIX TeHOB — Rarl u Rar2 [28].

Avrl-6enok Oaktepun Pseudomonas syringae pv. maculicola cBsa3bIBacTCS He
¢ R-6enxom RPMI1 Arabidopsis thaliana, a ¢ 6enxom RIN4, KOTOphI mHpHHUMAET
ydacThe B HOPMAaJBHON >KH3HM pacTeHHus (HeoOXOIUM sl POCTa BCXOJOB, (DYyHKLHU-
OHUPOBAHUS MEPUCTEM U LBeTeHus). OToT pathogenicity target (PT) protein mocne
COSIMHEHHSI C DIMCUTOPOM (OCHOPUIMPYETCS M TOJBKO IIOCJIE 3TOr0 IpHOOpeTaeT
CIOCOOHOCTD K B3aUMOJEHCTBHIO ¢ R-GemkoM.

IMponyxtel reHoB Pto ToMaTta u avr-Pto TceBIoMOHajabl mocie aBTodochopu-
nupoBaHus Oenmka Pto MOryT HeEMOCpeICTBEHHO B3aMMOJeiicTBOBaTh. Pto-koaupyro-
muil TeH ObUI TPaHC(OPMHUPOBAH B T€HOM TOMara. B pesynbTare manaucaiHble KIET-
KH Me3opumia HEKpoTH3HpoBanuch. OIHOBPEMEHHO HAOIIONANAch AaKKyMYJISIIHS
CaTMLIMIOBOM KUCNOThI, PR-0enkoB, OTIOXKEHUE Kayes3bl, JUTHU(QUKALUS KIETOY-
HBIX CTEHOK, T.e. Merabomuueckue d>PQexTsl, xapakTepHble i CBY-peakuuu.
PacteHust cTamu yCcTOWYMBBIMEU K BHPYJEHTHBIM pacaM Pseudomonas syringae pv
tomato, Xanthomonas vesicatoria n Cladosporium fulvum,m.e. npuoOpenu Hecneuu-
¢uueckyto ycrounBocTb. Takum 00pa3oM, NepenpogyKLus BHYTPUKIETOYHOH Ipo-
TEMHKHMHA3bl IPUBOJAUT K TpaHChOpMalUM CcHenu(pHUecKOll yCTOMYMBOCTU B HecIe-
nuduyeckyIo.

C reaom Pto cueruien reH Prf. Ero mpoaykr mmeer obmactu LRR, NBS u LZ
(xax MHorme R-Oenkm), a Taxke UIMHHYIO O00JacTh C JABYMS NPSIMBIMH IOBTOPaMH,
HE TOMOJIOTMYHYI wu3BecTHbIM Oenkam. bernok Prf orBerctBeHen 3a CBUY-peaxmuio
Ha WHCEKTUIMI (eHTHoH. [lo-Bumumomy, aelictBue OenkoB Pto m Prf B 3apaxkeH-
HOM KJIETKE CKOOPAMHUPOBAHO — Iocje akTuBu3auuu Pto cBsa3pio ¢ AvrPto curnan
nepenaercs Ha Prf [29].

Takum oOpa3oM, cBepxmponykius Pto co3maer 0a30Byl0 YCTOHUHMBOCTH KO
MHOTUM TMaToreHaMm (OOILIHOCTh MEXaHU3MOB XO3SMCKOH M HEXO3AHCKOW yCTOMYMBOC-
TH). CBszbiBanue ¢ AvrPto mMoxeT cHU3UTH 0a30ByH0 YCTOWYMBOCTh. HO Takyro cBA3b
y3HaeT Oenok Prf u uaaynupyer CBY.

JUis Toro 4to0BI CIOXHUTh BCE NpPHUBEJCHHBIC (DaKThl B ECAUHYIO CHUCTEMY, ObLIa
MpeIoKeHa CcTopoxkeBass Mojedb ¢uroummyHurera [30]. CormacHo MoAenu Cur-
HaJbHbIE MOJEKYNIbl (hUTOMApa3uToB (HecHeuu(PUUYECKHE JIIMCUTOPHI) MPEICTaBIs-
0T co0Ol MeTabOoNWTHI, BBINENSEMBIE UMM in planta W UMEIOIUE 3HAUCHHUE IS
maToreHe3a WM OOIIero >ku3HeoOecmeueHHs. MHUIIEHSIMH SIHCUTOPOB MOTYT OBITh
Oenky, yd4acTByIOIIME B 3allUTe HWJIM B HOPMAaJbHBIX MyTsAX Merabommsma. Oddex-
TOpBl TMapa3uTa (Cympeccopsl) COCAMHSIOTCA C KOMIUIEKCOM HECHeIM(pUUECKHH 3IIH-
CHTOp-pELeNTop, IPENmATCTBYS TIepefade CcurHaia B sapo. R-Oemokx  (cTtoposkeBoi
0CTI0K) COEAMHSIETCS C 3TUM KOMIUICKCOM M IIOBOPAYMBACT KJIECTOYHBIH METabonu3M B
CTOPOHY 3alUTHBIX peakuuil. Takum o0pa3oM, OAHO M TO XKE COCAWHECHHE IapasHu-
Ta B Pa3HBIX YCIOBUSAX MOXET CIYXHUTh CYIPECCOPOM HIIH HIUCUTOPOM.
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4. N3yueHue Npu4YUH rudeiu napa3sura B 3apakeHHOIl KJIeTKe.

CurHanbHble MOJIEKYJIBl Tapa3uToOB, OIMCaHHbIE B MPENbIIyLIEM pasfere,
B3aMMOJEUCTBYIOT C pELEeNnTOpHbIMU OeiKamMu pacteHuil. VIMMyHOMOZYASATOpBHI (3JH-
CUTOPBI WJIM CYNPECCOPbI) PACTUTENBHBIX W MKUBOTHBIX KJIETOK OTHOCATCA K OJHUM H
TEM e XUMHUYECKMM KjaccaM W BO3JCHCTBYIOT Ha CXOIHBIE YYacTKH MeTaboym3Ma.
OO6meit m1s1 GuUTo- M 300MATOTEHHBIX OaKTepUd SBISIETCS cHCTEMa IOCTaBKU Adek-
TOPHBIX OENKOB B LHUTOIIa3My XO3SIMCKHX KIETOK (cekperopHas cuctema III tmma —
TTSS). MonekynspHple MeXaHU3MBl pElENIUd U TPAHCAYKIMUA CUTHaIa B OTBET Ha
3apakeHHEe pa3HbIX (DUTOMATOTCHHBIX OPraHU3MOB (BHpPYCOB, OakTepuii, TpHuOOB,
Hemarox) eauHbl [31]; Takke eIuHBl OHM, KaK IIOKAa3aHO BBIIIE, B OTHOLICHHH (Hu-
TOMATOT€HHBIX M CUMOMOTHMYECKHMX OPraHHU3MOB (SHIOMUKOPU3HBIX TPHUOOB M KIIy-
OCHBKOBBIX OaKTEPHIA).

OCHOBHBIMHM TIOKa3aTEeIsIMH HMMYHHOTO OTBETa pAcTeHUs Ha 3apakeHUe sB-
nstoresi: 1) rubenb 3apaKCHHOW KIETKM W OKPYXKaloOIIMX €€ 370pPOBBIX (peakuus
CBEXUYBCTBHUTEIBHOCTH) W 2) CHHTE3 BBICOKOMOJIEKYJApHbIX (PR-Oenku) u HH3KOMO-
TIEKYIAPHBIX ((PUTOATEKCHHBI) HHTHOUTOPOB MATOTCHOB.

CBepXuyBCTBUTENIbHAS THOENb KIETOK SIBJIIETCS OAHOM U3 (opM mporpaMMu-
pOBaHHOU cMmepTH — amonTto3a. CHTHaJbHBIE CHUCTEMbI amomNTO3a >KUBOTHBIX KIETOK
[32] xapakrepubl u s pacteHuid [33]. OOmacte cBa3bIBaHUS HykieoTunoB (NBD) B
R-OGenkax pacTeHuil TOMOJNIOTMYHA TeHaM, PEeryJIHpPYIOLUUM I[POrpaMMHUPOBAHHYIO TH-
0enp wieTok XUBOTHBIX (CED-4 Caenorhabtilis elegans w APAF-1 denoBeka), W,
MO-BUMMOMY, CBSI3aHa C MHAYKLHUEH peaKkiy CBEPUyBCTBUTEIBHOCTH pacTeHui [34].

3akiaouenune

Kak moka3zaHo Belllle, B pe3yibTaTe€ MHOTOJETHUX MHTEHCHBHBIX HCCIIEI0Ba-
HUHA 10 HampaBjieHMsM, HamedeHHbIM emie H.M. BaBuioBbIM, BO3HHUKIM MpEIIo-
CBUIKM K CO3JaHMIO oOmed Tteopun (QUTOMMMYHHTETa WIHM, MIHpe, OOIIeH Teopuu
MMMYHHOTO OTBETa, OCHOBHBIE MOCTYJaThl KOTOPOH paccMOTpeHbl HHWxke. [IpuBeneH-
Hble (aKThl CBUACTEIBCTBYIOT O €IWHOW CTPAaTEerMH BPOXKICHHOTO HWMMYHHOTO OT-
BeTa y pacTeHHH, OeclO3BOHOYHBIX M II03BOHOYHBIX JKMBOTHBIX. Cnenuduka pacre-
HUH 3aKJII0YaeTCs

1. B anaroMuuyecKux OCOOCHHOCTAX. Y pAcCTeHUH, BO-NEPBBIX, OTCYTCTBYET
COBEpILICHHAas TyMOpalbHas CHCTEMa, HWHTETPUpPYIOUIasi OTIC/IbHBIC KJICTKH, TKaHH
W OpraHbl, W, BO-BTOPBIX, HMEIOTCS TIOJMCAaXapUAHbIE KIETOYHbIE OO0OJOYKH, 3aT-
PYIHSIONIME MEXKJIETOYHble OOMEHBl CHUTHAJbHBIMH  MOJIEKyJlaMd  (IIUTOKMHAMH).
[losTroMy B pacTeHMHM Kaxkgash BereTaTHBHas KIJeTKa oOiagaer HabOpOM HMMYHHBIX
MOJIEKYl W HMMYHHBIX OTBETOB, KOTOpbIE€ y TIO3BOHOYHBIX JKUBOTHBIX pa3/eIeHbl
MEXIy CTIeU(PUUECKUMU UMMYHHBIMH KIIETKAMH Pa3HbIX THUIIOB.

2. B OMOXMMHYECKMX OCOOCHHOCTSX. [JIaBHBIC 3alUTHBIE MOJEKYJBl MO3BO-
HOYHBIX JKMBOTHBIX — aHTHUTENa — BBICOKOCHEUU(UYHbI K ONpeleseHHBIM BHIAM H
JaXe IITaMMaM [aTOreHHBIX MHUKpoOpraHu3moB. Takasg crneunuyHocTb Tpedyer,
BO-TIEPBBIX, OTPOMHOTO pPa3sHOOOpasWsi B CTPOEHMM HWMMYHHBIX MOJEKYJ, KOTOpoe
MOXET OBITh OOECIEeYeHO TOJNBKO O€MKaMu, |, BO-BTOPBIX, HaJIM4YUS MeEXaHU3Ma
MPEUMYIIECTBEHHOTO Pa3MHOXKEHHsI TOJBKO TOTO KIOHA, KOTOPHIH MNPOAYLHPYET
HY)KHOE aHTUTeNno. SICHO, 4YTO Kaxkaas KJeTKa pacTeHus, Hecyllas BCE HMMYyHHBIE
(GyHKIMHM, HE MOXKET OOECHeuuTb TaKylo CIOXHYI CHCTeMY 3amuTbl. DYHKIHIO Y3-
HaBaHUs Yy pacTeHUil BbIMONHAIOT LRR-1OMEHBI KOHCTHTYHHOHHBIX R-OenkoB, Ba-
puabeabHOCTh KOTOPBIX HE MOMKET OBITh CTOJIb BBICOKOM, KaK BapHaOelbHOCTh aHTH-
ten. IloaToMy reHeTHueckoe pa3HOOOpasue pacTeHHd 1O (aKTopaM YCTOHYMBOCTH
CO3MaeTCsl Ha NOnyIAYUOHHOM YpoBHe. [IpupoaHbIE NOMYNSIMH MHOTHX HCCIEAOo-
BaHHBIX BHUJOB PACTCHHUH BBICOKOT€TEPOTEHHBI IO TeHaM YycCToH4MBOCTH. [Ipenmyiie-
CTBEHHOE PAa3MHOKEHHWE TOIO WJIM HMHOTO KJIOHA TAaKXKE pelIaeTcs Ha OCHOBE IOIMyJis-
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IHOHHBIX MEXaHU3MOB O0TOOpa Ooyee MPUCIOCOOIECHHBIX T'€HOTHIIOB. ODTH 3aKOHOMEp-
HOCTM UCIMOIb30BAHbl B CENEKLUUOHHBIX IPOrpaMMax CO3[aHUS MYJIbTHIMHEHHBIX
COpPTOB, T. €. BBIpAIlUBAHUS CMECHU CEMSH IIOYTU HM30TECHHBIX JIHMHUIl OJHOro CoOpTa,
UMEIOIINX Pa3HbIe F€Hbl yCTOMYNBOCTH.

OCHOBHBIE ~ 3alIUTHbIE MOJIEKYJbl PAcTeHWl HWU3KOMOJEKYJSPHBI  ((eHOIbI,
TEpHEHOU/b) U HECHEeUU(UUHBI, T. €. TOKCHUHBI K OOJBIIOMY YHCIYy BHJIOB HAaTOTCH-
HBIX TpuOOB M Oaktepmil. CrierududeH, ¥ TO OTHOCHTENBHO, MX CHHTE3 B OTBET Ha
nHpeknuo. M X0oTd B 3apakeHHOM pPACTCHHH OOBIMHO oOpasyeTcs ceMeHcTBO Ouu3-
KHX [0 CTPOCHHUIO 3aIlUTHBIX MOJIEKYJ (Hampumep, (PUTOATEKCMHOB), BCE OHHU HE-
cnenu¢UUHBl U OTIMYAIOTCS JIMIIb CTENEHbI0 IATOTEHHOCTH K PAa3HbIM MUKPOOpra-
HU3MaM U YyBCTBUTEJIBHOCTBIO K Jerpajaliy (pepMeHTaMH apa3HToB.

JIUTEPATYPA

1. Basunos HMH. 1919. HMmmyHuTeT pacTeHHN K WHQPCKIMOHHBIM 3a00JICBAHUSIM.
[ur. mo Basunos H.M. MMmyHnurer pacteHuii k umH(peKUMOHHBIM 3aboneBanusiM. M.: Ha-

yka. 1986, c. 198. — 2. Heitefuss R. 1982. General review of active defense mechanisms
in plants against pathogens. In “Active Defense Mechanisms in Plants”. Ed. R.K.S.
Wood. Plenum Press. P. 2-18. — 3. Kapamuieun U.B., Cnecupesckaa H.C. Ilaneonronoru-

YECKUE CBUJAETEIbCTBA O TIPOUCXOXKICHUH OCHOBHBIX TAaKCOHOMHYECKHX TpyII TIpHOOB
// Mukon, u ¢uronaron. T.38. 2004, c. 15-32. — 4. Boponuna E.FO. Muxopussl u HX
ponb B QopmupoBaHuH cooOmiecTB. BecTHuk MockoBckoro ynuBepcurera. Cep. 16. buo-
morust. Ned. 2006, 17-26. — 5. Staddon P.L., Fitter A.H. 1998. Does elevated atmospheric
carbon dioxide affect arbuscular mycorrhizas? TREE. V.13. 455-458. — 6. Spaink H.P.
2002. A receptor in symbiosis dialoque. Nature. 417. 910-911. — 7. Akiyama K., Matsuza-
ki K-i., Hayashi H. 2005. Plant sesquiterpenes induce hyphal branching in arbuscular
mycorrhizal fungi. Nature. V.435. 824-827. — 8. Peters N.K., Verma P.S. 1990. Phenolic
compounds as regulators of gene expression in plant-microbe interactions. Molec-
Plant-Microbe Interactions. V.3. 4-8. — 9. Albrecht H., Yoder J.I, Philips D.A. 1999.
Phlavonoids promote haustoria formation in the root parasite Triphysaria versicolor.
Plant Physiol. V.119. 585-591. — 10. Hause B., Fester T. 2005. Molecular and cell biology
of arbuscular mycorrhzal symbiosis. Planta. V.221. 184-196. — 11. Koide R.T., Schrei-
ner R.P. 1992. Regulation of the vesicular-arbuscular mycorrhizal symbiosis. Ann. Rev.
Plant Physiol. Plant Mol. Biol. V.43. 557-581. — 12. GadJcar V.,David-Schwartz R.,Ku-
nik T., Kapulnik Y. 2001. Arbuscular mycorrhizal fungal colonization. Factors involved
in host recognition. Plant Physiol. V.127. 1493-1499. — 13. Stracke S., Kistner K. et al.
2002. A plant receptor-like kinase required for booth bacterial and fungal symbiosis.
Nature. V.417. 959-962. — 14. Michelmore R.W., Meyers B.C. 1998. Clusters of resistance
genes in plants evolve by divirgent selection and a birth-and-death process. Genome
research. V.8. 1131-1130. — 15. Yamamoto M., Yamazaki S., Uematsu S at al. 2004.
Regulation of Toll/IL-1 receptor-mediated gene expression by the inducible nuclear
protein IkB. Nature. V.430. 218-219. — 16. bnacosewencrkan E.FO., [[vaxos FO.T. Dupo-
¢utHble TpUOBI 31makoB. Mukoin, u ¢uromarosn. T.39. 2005. 1-15. 17. Anopees JIL.H.,
ITnomnuxosa FO.M. Pxapunna muenunsl. M.: Hayka. 1989. — 18. Tucker S.L., Talbot N.J.
2001. Surface attachment and pre-penetration stage development by plant-pathogenic
fungi. Annu. Rev. Phytopathol. V.39. 385-417. — 19. Dyakov Yu.T.,DzhavaJchiya V.G.,
Korpela T. (editors). 2007. Comprehensive and Molecular Phytopathology. Elsevier.
483 p. — 20. Leach J.E.Vera Cruz C.M.,Bai J.,I Heung H. 2001. Pathogen fitness penalty
as a predict of durability of disease resistance genes. Annu. Rev. Phytopathol. V.39.
187-224. — 21. Keen N.T., Tamaki S. et al. 1990. Bacterial expressing avirulence gene
D produce a specific elicitor of the soybean hypersensitive reaction. Mol. Plant-Microbe
Interact. V.3.112-121. — 22. Joosten MHAJ, de Wit PJGM, 1999. The tomato-Cladosporium
Sfulvum interaction: a versatile experimental system to study plant-pathogen interactions.

108



Anmu. Rev. Plant Pathol V.37.335-367. — 23. Rooney C.E., van't Klooster J.W. et al. 2005.
Cladosporium Avr2 inhibits tomato Recr3 protease required for Cf-2-depended disease
resistance. Science. V.308.1783-1786. — 24. Li Y., Fiegen M., Gierlich A., Knogge W. 1996.
NIP1 — a bifunctional sygnal molecule from the barley pathogen Rhinchsporium
secalis. Abstr. 3, Europ. Conf. Fungal Genet. Munster. P.92. — 25. Bonert HU. et al
2003. Secondary metabolism and avirulence in Magnoporthe grizea: is ACEIl part of
avirulence gene clasters? XXII Fungal. Genet. Conf. USA. P. 119. — 26. Hammond-
Kozak K.E.Jones D.A.Jones J.D.G. 1994. ldentification of two genes required in to-
mato for full Cf-9-dependent resistance to Cladosporium fulvum. Plant Cell. V.6. 361-
374. — 27. Ji C.,Okinaka Y et al. 1997. Specific binding of the syringolide elicitors to a
soluble protein fraction from soybean leaves. Plant Cell. V.9. 1425-1433. — 28. Schulze-
Lefert P., Vogel J. 2000. Closing the ranks to attack by powdery mildew. Trends in Plant
Science. V.5. 343-348. — 29. Xiao F., Lu M. et al. 2003. Pto mutants differentially activate
Pr/-depended, aurPto-independed resistance and gene-for-gene resistance. Plant Physiol.
V.131. 1239-1249. — 30. Dangl J.L., Jones J.D.G. 2001. Plant Pathogens and integrated
defenmce responses to infection. Nature. V. 411. 826-833. — 31. Xomr M.A., Hosuxo-
eéa I'B., Mowxos HUE., Myp JLAJbc., Cumum A.P. IlpoTenHKuHa3bl pacTeHUH B TpaHC-
IYKIAA a0MOTHYSCKUX W OMOTHYSCKUX CUTHANOB. @usmomorus pacrenmid. T.49. 2002.121-
135. — 32. Strasser A.,O’Connor L.,Dixit V.M. Apoptosis signalling. Annu. Rev. Biochem.
V.69. 217-245. — 33. Jones A.M. 2001. Programmed cell death in development and
defense. Plant Physiol. V.125. 94-97. — 34. Van den Biezen E.A., Jones J.D.G. 1998. The
NB-ARC domain: a novel signalling motif shared by plant resistance gene products
and regulators of cell death in animals. Current Biol. V.8. 226-227.

1O.T. Jlvsxos, dokmop buonoeuy. Hayx, npogeccop,
Mocxkosckuil eocyoapcmeennviil yHugepcumem um. M.B. Jlomonocosa

109



