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B 0030pe paccMOTpeHbI HEKOTOPbIE MEXAHNU3MbI BPOK/IEHHOTO IMMYHHTETA PACTEHMIA C AKIEHTOM HA MaTTepH-pac-
MO3HAIOLIME PELIeNTOPbI M C YYETOM HEAABHO MOSIBUBLIMXCS JAHHBIX N0 PACIIM(POBKE MOJIHBIX TeHOMOB HECKOJIbKMX
BUJIOB pacTeHuii. [Ipn MMMYHHOM OTBeTe pacTeHUs1 HCHOJIB3YIOT HECKOJIbKO ceMeiicTB KAK MeMOPAHHBIX, TAK U M-
TOIIA3MATHYECKHX PELIENTOPOB, COAEPKAIMX KOHCEPBATHBHbIE JOMEHBI C JieiH-0orarbiMu nosropavu (LRRs).
OrcyTcTBHE Yy pacTeHHit A1ANITHBHOTO MIMMYHHMTETA U CBSA3aHHBIX C HUM NePecTPOEK B reHaX MMMYHHBIX PeLieIiTOpoB
OTYACTU KOMIIEHCHPYETCS MEXAHU3MaMH “crieli(uyecKoro” IMMYHUTETA JJisl IPOTUBOAEHCTBIS KOHKPETHBIM Na-
TOreHaM; MPHYeM 3TH MEXAHU3MBI MOJHOCTHIO 3aKOIMPOBaHbI B reHoMe. Ha ypoBHe nepenaun BHYTPUKJIETOYHOTO
CHrHAJIA, a TaKkKe B 3()eKTOPHBIX MEXaHU3MAX Y PACTEHMI! MPOCIIE;KUBAIOTCS AHAJIOTHHU C CHCTEMAMH BPOXKIEHHOM
3aMIUTHI AKHBOTHBIX, XOTSI CHCTEMBbI JKHBOTHBIX YCTPOEHbI 3HAYMTEJILHO CIIOXKHEE.

Karoueente caosa: pacTuTeIbHbII HIMMYHHMTET, BPOXKIEHHDbI MMMYHHUTET, NATTEPH-PACIIO3HAIONIME PENENITOPBI,
aACCOMMPOBAHHBIE C MATOT€HAMM MOJIEKY/IAPHbIE NATTEPHBI, JIEHIIMH-00raThie MOBTOPbI.

SYSTEM OF INNATE IMMUNITY IN PLANTS, by O. A. Vakhrusheva' **, S. A. Nedospasov" ?
('Department of Bioengineering and Bioinformatics, Department of Biology, Moscow State University, Mos-
cow, 119991 Russia, *e-mail: vakh57@rambler.ru; 2Engelhardt Institute of Molecular Biology, Russian Acad-
emy of Sciences, Moscow, 119991 Russia). The review deals with the mechanisms of innate immunity in plants
with a focus on families of pattern-recognition receptors and regard for recent data on complete sequencing of the
genomes of several plant species. Plants utilize several families of such receptors, both membrane-bound and cyto-
plasmic ones, which contain conservative leucine-rich repeats. The lack of adaptive immunity and thereto related re-
arrangements in genes encoding immune receptors in plants are partly compensated by mechanisms of “specific” im-
munity to counter particular pathogens; such mechanisms being fully encoded within a plant genome. At the level of
intracellular signal transduction, as well as in respect of effector mechanisms, similarities between plant and animal
innate immune systems can be found, although the latter has many additional aspects.
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BBEIEHUNE

HepaBHO TIpoun30LIIHM 3aMETHBIE CABUTY B ITOHU-
MaHWU MOJICKYJISIPHBIX MEXaHU3MOB, JIEXKAIINX B OC-
HOBE BPOXKICHHOIO0 UMMYHUTETA HE TOJIBKO Y U3/T100-
JICHHOTO 00BEeKTa MOJICKYJISIPHBIX OMOJOroB — IIJIO-
JIOBOM MYIIKHM, HO M Yy MJIEKONUTAIOIINX. DTO
MO3BOJIUIIO TI0-HOBOMY B3IVISIHYTh HA 3BOJIIOLIAIO CH-
CTeM UMMYHHOI 3alIMThl. BOJBIIMHCTBO OpraHu3-

MOB He 00J1amaeT NpUOOpPEeTeHHBIM (adanTUBHBIM)
WUMMYHUTETOM, a MPU 3alLUTE OT NaTOTEHOB MoJiara-
€TCSl Ha BecbMa JIpeBHUE BPOXIEHHbIE MEXaHU3MBbI,
3aKOJAMPOBAHHbBIE B TeHOME. Y TTO3BOHOYHBIX pellemn-
TOPbl BPOXIEHHOTO MMMYHUTETa KOIUPYIOTCS He-
CKOJIbKUMU HEOOJbIIMMU CEMECTBAaMU TE€HOB (B
TOM 4YHUCJe, KOAUPYIOIIUMHU OeJIKM ¢ JISUIIMH-0ora-
ThiMU noBTOpamMu, LRRS), 4T0 mo3BosieT UM OTBe-

IMpunsreie cokpamennst: CC — momen tuma “cyrnepcrmpans”’; ETI (effector-triggered immunity) — UMMyHUTET, CTUMYJIUPYEMBI 3¢
dexropHbMu 6ekamu; 1L-1 — naTepaeiikuH-1; LRRs (leucine-rich repeats) — neiirimH-6orarteie moBTopbl; NB-LRRs (nucleotide bind-
ing leucine-rich repeats) — HykJIeOTHI-CBsI3bIBatOIIME JeinH-0oraTbie IOBTOphl; MAPKS (mitogen-activated protein kinases) — Muto-
reH-aKTUBUpYyeMble npoTemHKHa3bl; MAPKKS — KrHa3bl MUTOreH-aKTUBUPYeMbIX TTpoTemHKMHA3; PAMPs (pathogen-associated mo-
lecular patterns) — MoJieKyJIsIpHbIE TMATTEPHbBI, accOLMUpoBaHHbIe ¢ maroreHamu; PRRs (pattern-recognition receptors) — marTepH-
pacriozHatomye perientopbl; PTI (PAMPs-triggered immunity) — umMmyHutet, ctumyipyembiii PAMPs; RLKs — perientop-nonoGHbie
kuHa3bl; RLPs — penentop-mogoonsie 6enku; TIR — momen, romonormunslii Toll u peuentopy IL-1; TLRs (Toll-like receptors) — Toll-

nono6Hble petenTopsl; JIMNC — nunononucaxapu.
* 9. moura: vakh57@rambler.ru
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Taomma 1. PerienTopbl BpoXKIeHHOT0 MMMYHHTETA Y IPO30(MITBI, S)KUBOTHBIX 1 PACTEHUIA

Pacrenust Jpo3oduna 2KuBoTHBIC
TpancmembOpaHHbIE Penenrop-nonooHsie 6enku (RLPs) Toll Toll-rtomo6HBIE pelenTOPhI
PCLICTITOPDI Pewierrrop-nono6Hsie kuHassl (RLKs) (TLRs)
Hurormmasmarmdeckue | LluTorurasmaTnaeckue OSIKy, ComepKalye JISUITMH-00- — NOD-nono0HbIe peLieITTOpPhI
peLenTopbI raTblii 1 HyKJIeoTUI-CBsi3bIBatole foMeHbl (NB-LRRs) (NLRs)

YaTh HA IIMPOKUI CHEKTP MTATOTEHOB MO MPUHIIUAITY
naTTepH-paclo3HaBaHMUSI.

AnanTUBHBI UMMYHUTET (B YACTHOCTH, OCHOBaH-
HbIl Ha BBIPAOOTKE aHTUTENI) BOZHUK y KPYIJIOPOTHIX,
XOTSI CTPYKTYPHbIE OCOOEHHOCTU MX afanTUBHBIX UM-
MYHHBIX PELENTOPOB HE 3aKpEeNWINCh B 3BOJIIOLIMM.
Ve y 4emoCTHBIX pbI0 padoTa CUCTEMBI TIPUOOPETEH-
HOT'O UMMYHUTETA 00ECTIEYMBAECTCST OETKOBBIMU CTPYK-
TypaMmu, CoAepXKallliMyU UMMYHOIJIOOYJIMHOBBIE TOME-
HbIL. TaK1X MEXaHU3MOB Y paCTEHUI HET.

OTCYTCTBYIOT Y pacTeHUid U crielUaIi3UpOBaHHbIE
MOOWIbHBIC KJIETKM (aHAJOTWYHbBIE JIEMKOLIMTAM I10-
3BOHOYHBIX), TaK YTO peakiiusi Ha UHGEKIINUIO Y HUX
TMOJIHOCTBIO 3aBUCUT OT (DYHKIIMOHUPOBAHMSI HETIO-
JIBUXKHBIX U HECIElLMAIM3UPOBAHHbBIX Ha 3alllMTHOM
JIEVICTBUM KJIETOK C M3HAYaJIbHO 3aKOJMPOBAHHBIM Ha-
0OpOM BPOXIIEHHBIX MMMYHHBIX pelienTopoB. Bpox-
JIEHHBIA UMMYHHBIIA OTBET PACTEHUI MOXKHO YCIOBHO
pa3nenuTh Ha Hecheyuguueckuil — pa3BUBAIOIIUIACS B
OTBET Ha KOHCEPBaTUBHbBIE “MOJIEKY/ISIPHbIE TTAaTTEPHBbI,
acconuupoBaHHbIe ¢ maroreHamu” (PAMPs), u1 3aBucsi-
M OT Tiepelayu CUTHaJIa 4yepe3 TpaHCMeMOpaHHbIe
“narrepH-pacnosHatonye perenTopsl’”’ (PRRs); u cne-
yughuueckuii, ijivi BTOPUYHBINA, — pa3BUBAIOIIMIACS B OT-
BET Ha TIPUCYTCTBYIOILIKME Yy OMNpeaeSIeHHbIX TTaTOTeHOB
s deKTopHbIE OENKM, paclio3HABaeMble ITATOILIA3MAa-
TUUYECKVMU PELIETITOPAMU.

MoriekynisipHble MeXaHWU3MBbI, JieXalllie B OCHOBE
CHUCTEeMbI BPOXIEHHOTO UIMMYHMUTETA PaCTeHUI, B 3Ha-
YUTEJIbHOI CTeTIEHU CXOMHBI C HEeKOMOPbIMU MEXaHU3-
MaMM, KOTOpbIE OMOCPEIYIOT pa3BUTHE BPOKICHHOTO
MMMYHHOTO OTBETa y XKMBOTHBIX, U UMEHHO 3TOMY ac-
MEKTYy MOCBSIIEH HacTosmii 0630p. HemaBHO ObLin
pacimppoBaHbl TeHOMBI HECKOJILKUX pacTeHuid: Arabi-
dopsis thaliana, Glycine max, Medicago truncatula, Oryza
sativa, Zea mays, Vitis vinifera, — 4t0 NO3BOJISICT OO~
TU K MpobJieMe N3y4eHuUsl BPOXKIEHHOTO UMMYHUTETA C
TMO3ULIHN SBOIIOLIMOHHOW TEHOMUKM.

VMMYHHBIE PEIENITOPbI PACTEHUI

YV pacTeHuii, Kak 1 y )KUBOTHBIX, UMEIOTCSI peLIeTITO-
pbI, pacIio3HalollIe KOHCepBAaTUBHBIC MOJICKYJISIpHbIC
narrepHbl natoreHoB — PAMPs (ta6u1. 1). MHTepecHo,
YTO B peLEeNnTOpax pPacTeHUIl KIIIOUYEBBIM JIOMEHOM,
y4JacTBYIOIIMM B pacno3HaBanum PAMPs, cioyxar
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LRRs, B yeMm mipociiexkuBaeTcs aHajaorus ¢ Toll-momo06-
HeiMu penenrropamMu (TLRs) >kuBoTHBIX. bojiee Toro,
OPUMUTHUBHBIC AHTHUTENIA KPYIJIOPOTBIX, OT KOTOPBIX
“oTKa3ayachk” 3Bomonms, Takke comepxkaT LRR-mome-
HbI B OTJIMYKE OT 3aKPEIUBILINXCS B 9BOTIOLIUA AHTUTET
BBICIIIMX TTO3BOHOYHBIX, TTOCTPOSCHHBIX U3 UMMYHOIJIO-
OYJIMTHOBBIX JOMEHOB.

Wrak, u pelenTopsl, 00eCIIEUNBAIONIE BPOXICH-
HbI1 oTBeT Ha PAMPS, 1 penienitopsl, o0ecrieunBaroIme
crieliMpuUHbIA (MM BTOPUYHBIM) OTBET, B KayecTBE
crpykrypHoro oyoka cogepxar LRRs [1]. Pacturens-
vele PRRs mpemcraBmstior coboit TpaHcMeMOpaHHBIE
0eJIKM, BO BHEKJICTOUHOI YaCTH KOTOPBIX IIPUCYTCTBY-
1oT LRRS, BoB/IeUeHHBIE B CBSI3BIBAHUE aCCOLMMPOBAH-
HBIX C TTATOreHaMM1 MOJICKY/ISIPHBIX ITAaTTepHOB. MHOXe-
ctBo PAMPs, y3HaBaeMbIX pacTeHUSIMU, B 3HAYUTEIIb-
HOI CTEIIeHU IIePeKpBIBACTCSI C MHOTOYMCICHHBIMU
PAMPs, pacriozHaBaeMbIMIA MJICKOIMMTAIOIIMMU. Tak,
HaIlpyMep, Y pacTeHUI pa3BUBacTCs 3alllUTHAS peakK-
11l Ha KOMITOHEHTBI KJIETOYHOI CTEHKU IpUOOB (X1-
TUH, DJIIOKaH, TJIMKOIIPOTEUHEI), OaKTepUalbHBIA -
nononucaxapu (JITIC) u dnaresmun [1]. UHTepecHo,
4YTO Y HACEKOMbIX HE pa3BMBACTCSI UMMYHHBIIA OTBET Ha
JITIC [2], a 3ammTa oT rpaMOTpULIaTeIbHbIX OaKTepuit
OCHOBaHa Yy HUX Ha Tak Ha3biBaeMoM IM D-nytu, 3amyc-
KaeMOM B OTBET Ha cIielu(pUIecKre IenTUIOTIMKAHbI
KJIETOYHOM CTEHKMU.

V pacrenuii ectb aBa Thiia PRRs: 1) 6enku, nmero-
11IMe BHYTPUKJIETOYHBI KMHA3HBIN JOMEH — TaK Ha3bl-
BacMbIe pelienTop-mogooHele kKuHasbl (RLKs), wu
2) 6enKu, IUIIeHHbIE LIMTOIIa3MaTUIECKOro JOMeHa, —
penernrrop-nonooHbie 6enku (RLPs) (pucyHok, a0 1).
TakuMm o6pa3zom, RLKSs pacrenuii HanmomuHaoT TLRs
MJIEKOTUTAIOIIMX 10 HAJIMYWIO Y HUX BHEKJICTOUHOTO
JIEWITMH-00raToro I0MeHa, yJacTBYIOIIETO B pacrio3Ha-
BaHur PAMPs, 1 mo MexaHU3My MpOBEICHWS] BHYTPU-
KJIETOUHOTO CUTHAJIa — 3a CYET aKTUBALIMU CEPUH,/TPEO-
HUHOBBIX KHA3 [3]. OmHako, B oTyimume oT RLKs, TLRs
He 00J1a1af0T CepUH,/TPEOHMHOBOM KMHA3HOI aKTUBHO-
CTBIO U JIVILIb Yepe3 aJarTepHble 0K TepeiatoT CUT-
HaJl Ha aKTMBAlLMIO KWHA3, NEWCTBYIOIIMX Ha OoJiee
MO3JHUX CTaIMSIX CUTHAJIBHOTO Kackama. MHTepecHo,
4yTO B reHoMe Arabidopsis npucyrctByeT 233 reHa LRR-
RLKswu 110 renoB LRR-RLPs, omHako mpoayKThl MHO-
TYX U3 3TUX T€HOB BOBJICUEHbBI B IIPOLIECCHI, TPOMCXOISI-
1€ Ha Pa3INYHbIX CTAAUSIX PAa3BUTUS PAaCTCHUI, a HE



22 BAXPYIIEBA, HEJJOCITACOB
TIR NB ARCI ARC2 LRR WRKY
PSS - - r 3
- ——m SN -
TIR-NB-LRRs TIR NB ARCI ARC2 LRR -
-— q% ——
B CcC NB ARCI ARC2 LRR
—— —
SD CC NB ARCI ARC2 LRR
CC-NB-LRRs < —— —
CC BED NB ARCI ARC2 LRR
e —
LRR ™
RLPs —— — *
LRR ™ KIN
RLKs — _-..

JloMeHHas1 CTPYKTypa UMMYHHBIX PeLIENTOPOB PaCTeHU. Y pacTeHUI MPUCYTCTBYIOT KaK TpaHcMeMOpaHHbIe (RLPs u RLKSs),
Tak 1 nuroriazMaruuyeckue uUMMyHHbIe petentopbl (CC-NB-LRRs u TIR-NB-LRRs) (monpotoHee cM. B Tekcte). UMMyHHbIE
peLeNTOpbl PACTEHUI colepKaT JIeHLIMH-00raTblii JOMEH, BOBJICUEHHbI B paClIO3HaBaHME NaTOreHa, U pa3IMyHble KOMOMHa-
LMY APYTUX TOMEHOB. JIeIIMH-00TaThIil TOMEH CONEPXKUT pazanyHoe yncio LRRs, yyacTByeT B pacrio3HaBaHUU MOJIEKYJISIP-
HBIX MMaTTepHOB natoreHa. Jlomen tuna “cynepcnupans” (CC — coiled-coil domain) MoxeT yyacTBOBaTh B HEMPSIMOM pacrio-
3HaBaHMM MaToreHa 6jarogapsi B3aMMOAEHCTBUIO ¢ MOOU(PULIMPOBAHHBIMU B pe3yJibTaTe AeiiCTBUS naToreHa COOCTBEHHBIMU
pactutenbHbiMU OenkaMmu. TIR — gomeH, romonornunsblil Toll 1 peuentopy IL-1, — MOXeT y4acTBOBaTh B HEIIPSIMOM PAacCIIo-
3HaBaHUM TMATOTeHa Oaronapst B3auMOIEUCTBUIO ¢ MOAU(DULIIMPOBAHHBIMU NTATOTEHOM PAaCTUTEIbHBIMU O€IKaMU, a TaKXe B
TOMOTHUIIMYECKOI ojiuroMepusatini. NB — HyKJIeOTUI-CBSI3bIBAIOILIMIA JOMEH — YYaCTBYET B CBSI3bIBAaHUU U ruaposunse ATD,
YTO MIPUBOIUT K KOH(MOPMAIITMOHHBIM U3MEHEHMSIM B MOJIEKYJIe PELIETITOPa U MOCIEAYIOIIei aKTUBAIlMM CUTHAJTbHOTO KacKa-
na. TM — tpancMeMOpaHHbIit fomeH. KIN — KuHa3HbIi JOMEeH — y4acTBYeT B Miepeaye CUrHajia oT peLenTopa.

CBSI3aHHbIE C MMMYHHBIM OTBeTOM. B 3TOM Citydae npo-
cnesxkuBaeTcst aHastorust ¢ TLRs npo3oguibl, OOIbIIMH-
CTBO M3 KOTOPKBIX (KpoMme coocTBeHHO Toll) yaacTByeT He
B IMMYHHOM pacIio3HaBaHUU, a CBSI3aHO C pa3BUTUEM
OpraHmM3Ma HaceKoMoro [2].

Ces3piBannie PAMPs ¢ perienropamMy mpruBOIUT K
WHIYKIIMY 0a3aIbHOM 3allIUTHOM peaKini, 00o3HaJae-
moit kak PT1 (PAMPs-triggered immunity) [4, 5]. 9Bo-
JIIOIINST TIaTOTE€HOB, HAaIlpaBJieHHas Ha TIpeomosIeHre
PTI, npuBena K rmosiBiieHNIO 3(h(peKTOPHBIX OCIJIKOB, TT0-
JABJSIIOLLMX 3Ty HNEPBUYHYIO 3ALLUUTHYIO peakuuio. B
CBOIO OYepellb IBOJIONMS 3alUTHOM CHCTEMBI pacTe-
HUIl CBsI3aHA C TIOSBIIEHWEM OCIIKOB-PELEeTITOPOB,
VYaCTBYIOIIMX B CIIEIM(MHUIECKOM pacIito3HaBaHUM 2¢h-
(heKTOPHBIX 6ETKOB TTAaTOTEHOB ¥ MHIYIIMPYIOIINX Pa3-
Butue “BropuuHoro” oreta (ETI, effector-triggered
immunity). Takue peuentopbl Ha3bBalOTCSI R-Oenku
(R-proteins, resistance proteins). bosbIast yacts R-6em-
KOB CTPYKTYPHO OTHOCHUTCSI K CEMEHCTBY OEIKOB, CO-
TepsKaIuX HYKICOTHI-CBSI3BIBAIOIINI TOMEH W JIeii-
mmH-0orateiii foMeH (NB-LRRs).

Wrak, nis1 obecriedeHus1 BTOPO JIMHUUA 3allUThI OT
MaTOreHOB, KOTOPBIM yIAJIOCh IIPEOIOJIETh TIEPBYIO -

HUIO 3all1ThI, OCHOBaHHYIO Ha akTuBaLmu PRRs, y pac-
TEHUI CYIIECTBYIOT YHUKaJIbHble BHYTPHKJIETOUYHBIE
uToruiazmatudyeckue perientopsl NB-LRRs (pucy-
HOK). B ommmune or PRRs, pacnosznarommx PAMPs,
NB-LRRs B3auMoaeicTByIOT €O crielu(puIHbIMU 15T
oIpeieJIeHHbIX MaTOreHoB 3P (heKTOPHBIMU OefikaMu. B
cucteMe NB-LRRs peanusyercst B3aumonecTye “reH
HaTeH” [6]; 9TO 3HAYMT, YTO KaKIOMY pPeLiENTOpyY pacTe-
HUST COOTBETCTBYET PACIO3HABAaEMbIil UM (haKTOp aBU-
PYJIECHTHOCTY NaToreHa. B cBsI31 ¢ TeM, 4TO y pacTeHUN
HET COMATUYECKOU TepEeECTPOMKU IT€HOB UMMYHHbIX pe-
LENTOPOB, aHAJIOTUYHOU TOM, KOTOpAasd TPOUCXOOUT B
JMMpOLUTaX KUBOTHBIX, YUCIO TEHOB, KOAUPYIOIIIUX
PeLenTOPhI BPOXKICHHOTO UMMYHUTETA, B TEHOMAXx pac-
TeHWUI 3HAYUTETBLHO BbIlIE, yeM 4ncio reHoB PRRs B
TeHOMaxX MJIEKOTTUTAIOIIIX.

AxtuBauuss NB-LRRs B Oosblieil yacTu ciiydaeB
TIPUBOIUT K PA3BUTHIO ITPOIrPAMMUPYEMOI CMEPTH KJTe-
TOK B JIOKAJIbHOM Y4YaCTKE paCTCHH, YTO, KaK CUHUTACT-
cs, Gr3MIecKr N30MpyeT MHMEKIIMIO U IIpeIoTBpallia-
eT JajibHeIIIee pacrpocTpaHeHue naroreHa. NB-LRRs
conepzkat C-KoH1IeBoM JieliH-00rartsiit nomeH (LRR-
domain), IeHTpaIbHBIN HYKJICOTUI-CBSI3bIBAIOIINIA 10~
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Taﬁmma 2. ,HOM@HI)I, BXOOAIIME B COCTaB PA3JIMYHbIX CEMENCTB PELCNTOPOB BPOXKACHHOI'O UMMYHUTETA I[pO30(1)I/IJ'H)I, 2KMNBOT-

HbIX U PACTCHUIA

JIOMEH | 1yass _
geﬂum{ TM?® | KINP NB TIR cC | Oon®

CeMeiicTBO peLierTopoB OraTbif
Pacrenns RLPs + + — — — — _
RLKSs + + + - - - -
TIR- + - - + + _ N

NB-LRRs

CC- + — — + - + +
Jlpozoduia Toll + + — — + _ _
KuBoTHbIE TLRs + + — — + — —
NLRs + - . + _ _ N

3 TpaHCMeMOpPaHHBIi 1OMEH.
b | IuTonmasmaTMueckuii KUHA3HBIH TOMEH.

¢ Z[OI'[OIIHI/ITEIILHI)IC JOMECHBI Y HCKOTOPBIX HpC[[CTaBPITeJ'IefI ceMeiicTna.

meH (NB-domain) u BapuabenbHbIii N-KOHIIEBOH J10-
MeH (pucyHok, Taoiu. 2). Ha N-koHue CC-NB-LRRs
HAXOOWTCS IPeACKa3aHHbI HA OCHOBAaHWM IIEpBUYHOMN
CTPYKTYpHI JOMEH TuIa “cymnepcrmpans”’ (coiled-coil,
CC), ay TIR-NB-LRRs — nomeH, roMojiornunbiii Toll
u peuenropy IL-1 (TIR-domain). Jlomen NB Bxogur B
cocTaB 0oJjiee KPYMHOI CTPYKTYPHOM COCTaBIISIIOLLICH,
obo3Hayaemoii kak NB-ARC-moMeH, 4TO CBSI3aHO C
MPUCYTCTBUEM 3TOM XKe CTPYKTYphI B 6esikax Apaf-1 (ap-
optotic protease-activating factor-1), R-6enkax u CED-
4 (Caenorhabditis elegans death-4 protein) [7]. [Toxoxkue
Mo CTpyKType HomeHbl, Ha3biBaecMble NACHT wiu
NOD [8], OpucyTCTBYIOT U B LIMTOILJIa3MaTHYECKUX
OeKax XMBOTHBIX (Tabj1. 2). MHorvue u3 3Tux OeJIKOB
CIyXKaT CeHCOpaMM KaKMX-TO BHYTPUKJIETOUHBIX Hapy-
ILICHU I, HAaIIpUMep, TIPUCYTCTBUSL COENUHEHW, XapaK-
TepHbIx Wit 6aktepuii (NACHT-LRRSs), wim Bbeixona
nutoxpoMa C u3 mutoxoHapuit (Apaf-1). Kak u B R-
oenkax, NB-ARC/NACHT/NOD-gomeHsl B Oenkax
>KMBOTHBIX TIPUCOECINHEHBI K ITOBTOPSIIOLLIEICS CTPYK-
Type, COCTOSIIIEH 13 JieHMH-00orateix wim WD40-mo-
BTOpOoB [9]. HecMoTpst Ha TO 4TO O€IKM, MMEIOIIUE B
cBoeM coctaBe NB-ARC/NACHT/NOD-momeHBblI,
CTPYKTYPHO CXOXHM MEXTY COOOI, CUUTAETCS, YTO OHU
BO3HUKIM He3zaBucumo [10]. A pacrpocTpaHeHHOCTb
(Kak B XXKMBOTHOM, TaK 1 B PaCTUTEILHOM LIApPCTBE) OeJI-
KOBBIX CTPYKTYP, B COCTaB KOTOPBIX BXomuT NB-1oMeH,
MPUCOSAMHEHHBINA K JTOMEHY, COCTOSIIEMY U3 ITOBTO-
pOB, BUIOMMO, YyKa3blBaeT Ha (PU3HUKO-XMMUYECKYIO
“IIPUTOTHOCTEL” TAKOW CTPYKTYPHI IJIST OCYIIIECTBICHUS
JIBYX CONPSDKEHHBIX ITPOLIECCOB: Y3HABaHUS JIUTaHIA 1
TabHeIel repemadn curaana [11].

R-6enxu, npuHamiexaiue K TIR-NB-LRR (TNL)
u CC-NB-LRR (CNL) cemeiicTBaMm, OTJIMYAIOTCSI HE
TOJIBKO CTPYyKTypamu N-KOHIIEBBIX YacTeid, HO U Orpe-
JIeJICHHBIMU TISTITUIHBIMM MOTMBaMU B cocTtaBe NB-
JIOMEHOB.
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Unenot CNL-rpynmbsl MOXHO pa3fneiuTh Ha TOMI-
TPYIIIBI — B 3aBUCUMOCTU OT MPUCYTCTBUS HOMOJHU-
TeJIbHbIX JOMeHOB Ha N-KoHLe (prucyHOK) [12]. Tak, y
HekoTopbIx CNL-6e51Kk0B Ha N-KOHIIE MMeeTCsl JOMEH,
XapaKTepHbIil 17151 MpeAcTaBuTeNieil cemerictBa Solan-
aceae W B CBSI3U C OTUM IMOJYYMBIIWI Ha3BaHue SD
(solanaceous domain) [13]. B coctaB npyrux CNL-06en-
KOB (Harpumep, HekoTopbix NB-LRRs puca u Tomnosist)
BxogutT BED-1oMeH, OTHOCSILIUICS. K CEMEMCTBY LIMH-
KOBBIX MTaJIbLIeB (pUCYHOK) [ 14]. B HekoTophix R-6enkax
C-koHupl LRRs ¢aHkipoBaHbl aMUHOKWCIOTHBIMU
TMOCJIEI0BATEIBHOCTSIMU, KOTOPbIE HE OTHOCSITCSI HUA K
OTHOMY 13 U3BECTHBIX IOMEHOB.

TakuMm obpazoM, pactutenbHble NB-LRRs uMeror
CTPYKTYPHBIE YEPThI, XapaKTEPHbIC, C OHONH CTOPOHBI,
st TLRs MieKoNUTAIOLINX, a C APYTO CTOPOHBI, IJIS
NLRs (pucyHOK, Ta0J1. 2). B ormune ot aHaIOrMYHbIX
peuentopoB XMBOTHBIX NB-LRRs pacrio3HaioT He
PAMPs, a cieliiryHbIe 1181 TAaTOreHOB 3P (PEeKTOpHBIC
0eJIKU1, TEM CaMbIM BBIMOJIHSIST (DYHKIIMIO, CXOXKYIO C Ta-
KOBOM JIJIs1 aIalITUBHOM UMMYHHOM CUCTEMBbI MJIEKOITH -
Taromux. Takum oopazoM, LRRs — 310 cTpykTypHasi oc-
HOBA HE TOJIbKO ITEPBUYHOIO, HO U BTOPMYHOTO UMMYH-
HOrO OTBE€Ta pacTeHWI, 4YTO CBUAETEIBCTBYET 0O
YIMBUTEILHON CITOCOOHOCTU 3TUX OEJIKOBBIX MOMyJIei
B3aMMOJICHCTBOBATh C Pa3HOOOPa3HBIMU MO XUMUUEC-
CKOM CTPYKTYpE JIMTaHIAMU.

BriiieckazaHHoe mpearosaraet, YTo B FTeHOME pac-
TeHUI 3aKoaupoBaHO OoibiIoe KomndecTBO NB-LRRs,
0o0ecIeurBaloNMX CHeIUUIHYIO 3allUTy OT MaTore-
HoB. Tak, B reHoMe Arabidopsis 3akonupoBaHo 149 nipen-
cKa3aHHBIX o cTpykTtype NB-LRRS, a B reHomax puca
v Tonojist — okoa0 400 [15, 16]. NB-LRRs — onHu 13 ca-
MbIX KPYITHBIX PACTUTEJbHBIX OCJIKOB, MO KOJMYECTBY
AMUHOKMCJIOTHBIX OCTaTKOB Bapbupyolux oT 8§90 mo
1900 [17]. N3yyeHue (pyHKIIMOHANBHBIX OCOOEHHOCTEN
MHOTHUX U3 HUX TOJIbKO HAYMHAETCSI.
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HHTepecHo, 4TO, KaK M B CJTy9ae UMMYHHBIX peliell-
TOPOB KPYIJTIOPOTHIX (Takke ocHOBaHHBIX Ha LRRSs), y
NB-LRRs nHOorna mosisisieTcst HoBasi Crieu(UIHOCTb,
YTO MOXKET OBITH OOYCIIOBJIEHO, B YACTHOCTH, NEJICeIINei
wm ayrmkanyeit nesibix LRRs. Tak, B omHOM 13 JIOKY-
COB J1aTyKa, comepxanieM Konupyiomme NB-LRRs re-
Hb1, yrcio LRRs BapeupoBano ot 40 no 47, IpuamHoOMi
Yero MoxKeT ObITb HepaBHbBII KpoccuHrosep [18]. Jdpy-
roit aBroKyIei cuoit nuBepreHuy NB-LRRs moxer
OBITH TeHHas! KOHBEPCHs MEXIY pasHBIMHM aJUICISIMU
NB-LRRs [19]. Kpome Toro, BHeapeHre MOOWJIbHBIX
TeHeTIeCKUX 371eMeHTOB B LR R-0611acTh Takske MOKeT
YBeIMYMBaTh pa3HOOOpa3ue TeHoB ycToiunBocTH [20].

B miane mexanuamos aerictBust otHU NB-LRRs B3a-
MMOJIEHCTBYIOT ¢ 3(hEeKTOPOM HEOCPEACTBEHHO, JIPY-
I'Me K€ — HE€ HalIpsAMYylO, a B KOMIUIEKCE C adariTCpHbIM
oOenkoM [21]. B cimydae mipssMoro B3auMoIeUCTBUS ¢ 3¢~
dexropoM cBsi3biBacTcst MUMeHHO NB-LRR — anamorny-
HO TOMY, KakK 3T0 npoucxoqut B cirydae TLRs. B ciyyae
Henpsimoro y3HaBaHusT NB-LRR cBsi3bIBaeTcst ¢ cO0-
CTBEHHBIM PACTUTEJIbHBIM O€JIKOM, KOTOPBI U3MEHWII-
Cs M3-3a CBSI3bIBAaHMSI WJIU IEHCTBUS Ha HeTro apdeKkTop-
HOro Oejika ITaToreHa; T. €. y3HaBaHWE MPOMCXOIUT IO
NPUHLMITY “M3MEHEHHOIO CBOEro”, KOHIICHTYyaIbHO
aHAJIOTUYHOIO MMMYHHOMY PacIiO3HABaHUIO C y4acTH-
em T-xnerouHoro penenropa (TCR-nenrun-MHC) y
MilekoruTaromx. MHTepecHo, 4To BO MHOTHX CITydasix
HenpsIMoe y3HaBaHUe orocpenyeTcs He 3a cyeT LRR-
nomeHa, a N-koH1eBbIM ydacTKoM TIR- 1 CC-gome-
Ha [22].

INPUMEPDBI PACTUTEJIBbHBIX PRRs

Haubonee yOeguTesIbHO  OXapaKTepU30BaHHBIN
PAMP pactennit — 6akTepraabHBIN (iiareummH. boib-
IIIMHCTBO PaCcTEHWI PAaCcIIO3HAIOT KOHCEPBATUBHBLIN 22-
aMUHOKUCJIOTHBIN y4dacTok, flg22, Haxomsmmiicsa B N-
KOHIIeBOM yacTh MosieKyibl [23]. PRR, oTBeTcTBEeHHBINM
3a pacrio3HaBaHue ¢iaresumHa y Arabidopsis thaliana, —
3TO PeLEeNTOP-TION00HAsI KNHA3a C BHEKJIETOUHBIM JIeii-
mmH-0orateiM toMeHoM (LRR-RILK), rmomy4ymBimas Ha-
seanne FLS2 (FLAGELLIN-SENSING 2) [24]. 3a
cueT JievnmH-0oraTtoro nomeHa FLS2 HemocpencrBeH-
HO cBsi3bIBaeTcs ¢ flg22, TTocie 4ero MHTEpHANIN3YETCS 1,
MPEATOJIOKUTEIIBEHO, TEM CAMBIM 3aITyCKaeT PETYISITOP-
HbIN Kackan. OyHKIIMoHaTbHbIe opToyiorn FLS2 naeH-
TU(PULIMPOBAHKI Y pacTeHUil ceMelicTBa Solanaceae, B
TOM 4mCie y TomaTa [25].

WHurepecHo, uTto pacteHust Buna Arabidopsis, Hecy-
e mytaruu B FLS2, yyBcTBUTETbHBI K MHGMUIIPOBA-
HUIO IITaMmMamu Pseudomonas syringae, KOTOpbIE He TIO-
paxaroT pacTteHus aukoro tuma [26]. Kpome Toro, cy-
IIECTBYIOT MaTOT€HbI, UMEIOINE MYyTAllMK B SITATOIIE
flg22, yro nmo3BosieT UM n3derath cBsI3bIBaHMs ¢ FLS2,
YTO TaKXe CBUAETEIbCTBYET O BaXKHOCTM paclio3HaBa-

BAXPYIIEBA, HEJJOCITACOB

HUS rare;uTaHa 11 3allluThl pacTeHU OT OaKTepuii
[27]. HamoMHMM, 9TO Yy MJICKOITMTAIOIIMX (pareJiimH
pacmo3HaeTCsl  CIelMaIM3MPOBaHHBIM  PELIETITOPOM
TLRS, npuyem FLS2 u TLRS y3Ha1oT pa3Hbie JOMEHBI
(bnaremuna: fig22 He akTuBupyetr TLRS 1, KpoMe Toro,
MyTtaluy B yyactke flg22 He Biusior Ha TLR-5-3aBucu-
Mylo TipoayKuuio [L-8 TuHuAMU aNuTenaibHbIX Kile-
TOK YeJIOBeKa, MHKYOMPOBAaHHBIX C MyTaHTHBIM Jia-
reyumiHoM [28]. BeposiTHO, cuCTeMbl pacrio3HaBaHUS
(bnaresimMHa y pacTeHUi U XKUBOTHBIX BOZHUKIIU He3a-
BUCHMO — KaK pe3yJIBTaT KOHBEPTEHTHOM 3BOJIIOIINMN.

Eie onun u3 6akrepuanbHbix PAMPs, pacrio3HaBa-
eMbIX Arabidopsis 1 IpyrMMu pacTeHUSIMU CeMelicTBa
Brassicaceae, — daxrop anonraimu Tu (EF-Tu) [29].
BbicokokoHcepBaTHMBHBIN  N-alleTWJIMpOBaHHbIN 18-
aMUHOKMCIIOTHBIN nientua EF-Tu — elf18 — unmytmpyer
TAKOM XKe 3allIMTHBIN OTBET, KaK 1 MOJIHOPAa3MEPHBIi Oe-
Jok. IlarrepH-pacnosnaromuii peuentop mist EF-Tu —
EFR (EF-Tu receptor) — Toxe peuenTop-1oao0Hast
kuHa3a. MaTepecHo, uto akcnpeccust EFR u3 Arabi-
dopsis thaliana B pactrenusix N. benthamiana, B HopMe
HeuyBcTBUTEIBbHBIX K EF-Tu, mprBOoIMT K BO3HMKHOBE-
HUIO CITOCOOHOCTH CBSI3BIBATH elf18 11 pa3BuTHIO 3a11InT-
HOI peakliMu y 3TUX PacTeHUM, YTO yKa3bIBaeT Ha TO,
YTO KOMIIOHEHTbI CUTHAJIBHOTO ITyTH, HaXOMSIIUECS
Hke ypoBHsT PRRs, KOHCepBaTUBHBI MEXITy paCTEHUSI-
MM PA3JINYHbBIX CEMENUCTB.

CrenyeT OTMETUTB, 4TO pacrniodHaBanre PAMPs He
BCEra BeJET K Pa3BUTHIO 3alIMTHON peaklliu y pacre-
HUI. DTO MOXXHO OOBSICHUTH TEM, UTO HEKOTOPKIE pac-
TUTEJIbHBIE TTaTOTeHbI CIIOCOOHBI MOJABIATH Pa3BUTUE
MMMyHHOro oTBeTa Ha PAMPs 11 nzoerathb pacrio3Ha-
BaHUs. Tak, Hampumep, pelenTop-nogodHas KuHaza
Arabidopsis CERKI1, pacno3Haiomiasi XUTUH, CITy>KUT
MUILIEHBIO 11 GaKTepuaabHOro 3(P(EeKTOPHOro OeIKa
AvrPtoB, KOTOpbIil YOUKBUTUHUPYET KMHA3HBIN JOMEH
CERKI, uro ciyxxut curHaiom K nerpagaiu CERKI1
U TIPEOOTBPAIIAET Pa3BUTHE 3aIlIUTHOM peaktiuu — PTI.
Takum obpazoM, pacro3HaBaHWE MOJIEKYJISIPHOTO Mat-
TepHa MOXET TPOMCXONUThb, HO 3alllUTHas peakiys,
MpU HAJIMYMU Y TIAaTOT€Ha COOTBETCTBYIONIETO 3 dex-
TOPHOTO 0eJiKa, MOXEeT U He Pa3BUBAThCS.

B kauectBe npumepa RLPs, nMerolyx J1iib KOpoT-
KW LIUTOTIa3MaTUYECKH y4acTOK, HO BOBJIEYUEHHBIX B
obecrieueHue 3alllUTHON peakliM, MOXHO TPUBECTU
JIBa MaTTEpPH-pAclO3HAIOIIMX pelenTopa ToMara,
YUYacTBYIOIIMX B CBSI3bIBAHUM TpUOKOBbIX PAMPs —
LeEIX1 n LeEIX2 [30]. O6a a1 perienropa y4acTBYIOT
B Y3HaBaHWUM KCWJIaHa3bl, MUHAYLIMPYIOLIEH BbIPAOOTKY
stwieHa (EIX, ethylene-inducing xylanase). MexaHu3m
nepegayy CUrHasia rnoka He U3BECTeH — MPEeIoNIoXu-
TesibHO RLPs 06pa3yrot rerepokomMiuiekchbl ¢ RLKS.
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CUCTEMA BPOXJIEHHOI'O UMMYHMTETA Y PACTEHUU

JEMIINH-BOTATBIE JIOMEHBI .
B MMMYHHBIX PELIEIITOPAX PACTEHUU

bosnbliiiasg yacth aMMHOKHCIOTHOM TIOC/Ie0BaTe b-
HOCTHU peLenTop-nogooHbIX 6en1koB, RLPs, mpuxoaut-
csl Ha JIeMUMH-00TaThIil TOMEH, COCTOSIIIUI U3 Bapra-
0eJIbHOro KOJIMYECTBA ITIOBTOPOB, MEPBUYHAsSK CTPYKTYpa
KOTOPBIX YHIOBJIETBOPSIET 24-3BEHHON aMWHOKUCIIOT-
HOM KOHCEHCYCHOIT mociegoBarebHOCTH: LxxIxxI .x-
LxxNxLxGxIPxxLGx [31]. B 6onbimHcTBe RLPS BHe-
KJIETOYHBIA JICHIIMH-0OraThlii JOMEH MNpepBaH CIHek-
CEPHBIM YYaCTKOM, pa3eIsIIOIIMM JOMEH Ha TPU YacTH:
rnepBasi TpeacrabieHa 21—28 rumnepBaprabebHbIMU
LRRs, BTopast — COOCTBEHHO CIIeficepoM, a TPEThSI — 3—
4-Msl OTHOCHUTEJIbHO KOHCEPBAaTMBHBIMU TOBTOpaMU
[25]. V peuentop-nonooHbIx KuHa3, RLKs, He Habmo-
JlaeTcsl pas3neeHus JeHlMH-00raToro JoMeHa Ha Tpu
cyonomeHa [32].

CrpyKTypa BHYTPUKIIETOUHbIX JIEUIIMH-00raThIX 10-
meHOB NB-LRRs oTmmyaeTcst ot cTpyKTypbl BHEKJIETOU-
HbIX JieimnH-0orareix 1oMeHoB RLLKs n RLPs: B NB-
LRRs oHm orpaHn4eHbl Bcero 14-4ieHHOI KOHCEHCYC-
Hoit mocirenoBateIbHOCThIO LxxI xxI xI.xxC/Nxx, BxO-
JISIIIei B cocTaB 24—28-3BeHHBIX HOBTOPOB [31], He sB-
JISIIOLLIMXCST COBEpIIEeHHBbIMU. B cpenHeM B JieliiiH-00-
ratom pgomeHe NB-LRRs Arabidopsis conepxurcs
14 LRRs [16]. Cpeau LRRs pactutenbHbIX R-periento-
POB MOXHO BBIIEJTUTH 2 Kjlacca: C BICOKOU reHeTu4e-
CKOI pa3HOPOMHOCTHIO U C HEBBICOKO CTETNEHbBIO BapU-
abenbHOCTU. CUMTAETCS, YTO TAKOE pas3ieieHue MOXET
OTpaKaThb pa3Iuyue MeXIy TPSIMbIM 1 HETIPSIMbIM Me-
XaHM3MaMM pacrio3HaBaHUs 3(h(HeKTOpHbIX OETKOB Ta-
ToreHoB [21].

CnocoOHOCTS K nepeaade curHajia ajist MHOrux NB-
LRRSs 3aBUCUT OT X B3aMMOJEUCTBUS C IIAIIEpOHAMU,
CBSI3BIBAIOIIMUCS C JICUIIMH-OOraThIMM JIOMEHAMU
NB-LRRs, 4t0o, TpeanoioKuTeabHO, OOeCIIeunBacT
npaBWIbHBIN GoamuHr nociennux [33]. Bzammoneii-
crBytonve ¢ LRRs mmanepoHs! mpeacTaBiaeHbl Kak Oel-
KaMu TeruioBoro 1oka (B Tom uucie HSP90 u HSP17),
TaK 1 KolllariepoHaMu (HampuMmep, oenkoBasi hocaraza
5,SGT1u RAR1) [34—36]. MaTepecHo, uto B NB-LRRS
JNIeHIMH-00raThle JOMEHBI B3aMMOIEHCTBYIOT ¢ N-KOH-
LIEBbIM YYACTKOM MOJIEKYJIBI U 3T BHYTPUMOJICKYJISIP-
HbIe B3aMMOJICHCTBYSI, BEPOSITHO, OOCCITEUMBAIOT pery-
Jeiyio aktuBHocT NB-LRRs 1 tem cambim ETI [37].

N-KOHIIEBAA YACTb
PACTUTEJ/IbHBIX NB-LRRs

benku pacteHus1, SIBSIIONINECS TTOTeHIIATBHBIMU
MUIIEHSIMU 3(PPEeKTOPHBIX OEJIKOB IaTOreHa, MOIYT
B3anMoJeiicTBOBaTh He TobKO ¢ LRR-nomenamu NB-
LRRs, HO B HEKOTOPBIX CiIydasix ¥ ¢ N-KOHIIEBBIMU JIO-
meHamu (T.e. CC- wim TIR-nomMeHamMu) 3TUX peLenTo-
poB. Takum obpaszom, CC- mmu TIR-momensr NB-

MOJIEKVYIJIAPHASA BUOJIOTUA Ne 1

TOM 45 2011

25

LRRs, xak 1 LRR-momeH»I1, B psizie cilydaeB OCYIIIECTB-
JITIOT “MOHUTOPUHT” 1IEJIOCTHOCTA COOCTBEHHBIX pac-
TUTETBHBIX 0enKkoB. Tak, ¢ N-KOHIIEBBIMUA JOMEHAMU
NB-LRRs B3anMoaeicTByIOT HEKOTOPBIE PACTUTEIIb-
Hble OeJIKW, KOTOpbIe IOABEPraloTcsl pacllerieHUuIo
(Hanpumep, RIN4 u PBS-1), dochopummpoBaHmio
(RIN4) wm gpyrum MomupuKanysM I1o4 AeHCTBUEM
3 heKTopHBIX 0enKoB maTtoreHoB (AvrRpml/AvrB u
AvrRpt2 B cimygae RIN4, 1 AvrPphB B ciiygae PBS-1)
[38, 39]. CumuTaercs, 4To0 MOAMMPUKALINSI TUX PACTH-
TEJIbHBIX OEJIKOB, 11€JIOCTHOCTb KOTOPBIX “OTCJIeX1Ba-
ercsa” NB-LRR-penennitopamu, BBI3bIBAE€T aKTHBALIIO
ETI 3a cuer mepenaun curnana NB-LRRs. Kpome Toro,
N-KOHIIeBbIe TOMEHbI, BEPOSTHO, BOBJIEUEHBI B JajIb-
HeMIIIyIo Tiepeayy curHaia.

OcraeTcst HEeM3BECTHBIM, YYaCTBYIOT JIU B pacIio3Ha-
BaHUU 3(PPEeKTOPHBIX OETKOB MaToreHoB N-KOHIIEBbIE
wnn apyrue gomMeHbl TeXx NB-LRRs, koTopeie Herno-
CPEACTBEHHO CBSI3bIBaIOTCS ¢ 3TUMM Oesikamu [11]. TTo-
KazaHo, 4To N-koHI1leBble TTR-10MeHbBI MOTYT y4acTBO-
BaTb B TIR-TIR romMotunmyeckux B3aUMONEHCTBUSIX,
npuBoasiux K onuromepmrszayu TIR-NB-LRRs mo-
ciie aktuBaLmu [40].

Kaxk yrnmommHaocs BeIlIe, B cOCTaB HEKOTOPhIX NB-
LRRS perienTopoB BXOIUT JOTTOTHUTETBHBIN N-KOHIIe-
Boii BED-moMeH, OTHOCSIIUIACS K CEMENCTBY IIMHKO-
BBIX ITAJIBLIEB — JOMEHOB, YJ4aCTBYIOILIMX BO B3aMMOICH-
crBusx ¢ JJHK [14]. ITomumo NB-LRRs sToT nomen
TaKKe BcTpedaeTcs B Oenkax mpo3odwibl BEAF u
DREE BBITOTHSIIOIIMX POJIb PETYIISTOPOB TPAHCKPUII-
mun, u B HekoTopbix JIHK-cBs3pBarommx Oenkax m3
ToMaTa. B cBA3M ¢ 3TMM MpeacTaBiIsIeTCsI BO3MOXKHBIM
HerocpeacTBeHHoe Yydactue NB-LRRs, umerormmx
BED-nomeH, B peryisiiuy TpancKpunimuy. Tak, oOHa-
PYKEHO, YTO P aKTUBALINM 3aIIATHOI peakiini HEKO-
topble NB-LRRS, kak cogep:ariye, Tak 1 He coaepxKa-
e BED-nomeH, TpaHCIOLMPYIOTCS M3 LIMTOILIa3Mbl B
SIIPO Y aCCOLMUPYIOT C IPYTUMU TPAHCKPUITIOHHBIMU
daxkTopamu.

HYKJIEOTUI-CBA3LIBAIOIIIN
JOMEH NB-LRRs

Homensl NB-ARC BoB/ieUeHBI B CBSI3bIBAHUE HYK-
JICOTUIOB, KOTOpPOE OOecrieurBacTCsl TIPUCYTCTBUEM B
3TUX JOMEHAX HeCKOJIBKUX KOHCEpBAaTUBHBIX MOTUBOB,
XapaKTepHBIX JIsT oIpenesieHHoro cemeiictBa ATPa3
(P-loop ATPases). OCHOBBIBasICbh Ha HAUTMYMU 3TUX MO-
TuBOB, NB-LRRSs 11 MHOTHME Ipyrrie OeIK1M MOXKHO KJlac-
cuduimponath Kak STAND-06enku (signal transduction
ATPases with numerous domains, repenaroie CUrHai
mHorogoMeHHbIe ATPa3bl) [14]. STAND-6enku npen-
CTaBJISTIOT COOOM MOJIEKYJIbI, KOTOphie conepxkaT JITHK-
/W OEJIOK-CBSA3bIBAIOIIME TOMEHBI U COCTOSIIIINC U3
TIOBTOPOB CTPYKTYpPHI, OJ1arogapst 4eMy B OMHOM U TOM



26

K€ MOJIEKYJIE COBMEIIIEHBI JIBE BO3MOXHOCTU: CJTy>KUTh
MO0 aganTepoM, JINOO TIaThOpMOIi M1t COOPKM MHO-
TOKOMITOHEHTHBIX KOMILJIEKCOB, CIIOCOOHBIX TEHEPUPO-
BaThb BHYTPUKIETOUHbI curHaid. ATPasHbrii gomeH
STAND-6enkoB 1IepemaeTr KOH(pOpMalIMOHHBIE N3Me-
HEeHUsI, BbI3BAHHbIE OOMEHOM WM TUIPOJM30M HYK-
JIEOTUZIOB, Ha JIPYTUe JOMEHBI MOJIEKYJIbI, TEM CaMbIM
obecnieunBasi reHepanuio curdaia. [NokazaHo, uto NB-
ARC-ngomensr R-6ekoB [-2, Mi-1.2 1 N, 1 BcaMoM fe-
ne, oomanaior ATPa3noii aktuBHOCTEIO [41]. Toponm3
ATP, BeposiTHO, comnpsikeH ¢ KOH(OPMAILMOHHBIMU 13-
MmeHeHusIMU NB-ARC-10MeHOB, Tak Kak IOCjie Hero
3HAYUTEJIBHO Bo3pacraeT adGUHHOCTL Oenka K ADP
[42].

PazButnie ETI yacTto mpuBOOUT K rudean KJETOK,
TO3TOMY UHIYLIMPYIOLLAsl 3TO PA3BUTHUE IEpefaya CUr-
Hana yepe3 NB-LRRs ctporo perymupyercs. OquH u3
MEXaHM3MOB TaKOil PeryJsiliui — ayTOMHTMOMPOBaHUe
NB-LRRs, uto obecrnieunBaeTcsi BHyTPUMOJIEKYJISIPHbI-
MU B3aUMOJIEVICTBUSIMU MEXKTY Pa3IMUHBIMU TOMEHAMU
NB-LRRs. Vnanenne LRR-10MeHOB BbI3BIBACT CJ1a0yIO
ayroakTuBalrio HeKoTopbix NB-LRRs, uTo yKka3biBaeT
Ha ydyactie LRR-10MeHOB B HEraTMBHOI peryJisiiuvu
aKTUBHOCTHU peLienTopos [43].

CornmacHo Monemu, mipemmtoxkeHHon miss CC-NB-
LRRs, mpssMoe miam orocpenoBaHHOE pacIio3HaBaHME
3 heKTopHOro OGenKa ImaroreHa MPUBOIUT K TOMY, YTO
HapyIIAOTCSI BHYTPUMOJIEKYJISIPHBIC B3aMOICHCTBUS
mexny LRR- u NB-ARC-nomenamu. B pesynsrate B
NB-ARC npoucxomut 3ameHa ATP #Ha ADP, 9To BBI3BI-
BaeT KoH(popMarmoHnHble n3MeHeHss NB-ARC u N-
KOHIIEBOTIO JIOMEHOB M, IPEANOJIOKUATEILHO, TaTbHEH-
1Iyio nepenady curtaia [44]. Takum odpa3om, BHYTpH-
MoJIeKysIpHble B3anMoneictBusa B NB-LRRs moryr
IpeaoTBpalllaTh Ilepeaady CUrHajla, MHAYLUPYIOILIETO
pa3BUTHE UMMYHHOTI'O OTBETA.

INNOCJIIEACTBUA AKTUBAIIMU CUCTEMbI
BPOXIEHHOIO UMMYHUTETA
Y PACTEHMU

PacniosHaBaHue TaTroreHa pacTEHUSIMU BBI3BIBACT
KOMIUIEKCHBIE M3MEHEHUS B KJIeTKe, B YaCTHOCTH, aK-
muBaumio MAPKSs (mitogen-activated protein Kinases),
usMeHeHue ypoBHs Ca’t B LMTOIUIA3ME KIIETKH, TPO-
JYKITUIO aKTUBHBIX (hOpM KHCIIOpoaa M oKcra a3ora. M
Y >KMBOTHBIX, U Y paCTeHUI OOJIbIIAsT YaCTh 3TUX MPOLIeC-
COB CBsI3aHa Kak ¢ nepefayeii curHasa rnocjie pacro3Ha-
BaHust PAMPs, Tak 1 ¢ 3deKTOpHBIMU (DYHKITSIMI.

Ta](, KaJIbLIMECBbBIC KaHAJIbI, PaCIIOJIO2KECHHBIC B MEM -
OpaHe pacTUTEIbHON KIJIETKU, aKTUBUPYIOTCS ITOC/E
pacrniozHaBaHus anucutopa PEP-13 (anmmcutopamu Ha-
3bIBAIOT BELIECTBA, NHAYLIMPYIOLIUE Pa3BUTUE UMMYH-
HOM peaklMu y pacTeHMii; MOJIEKYJISIpPHbIE TTaTTEPHbI
MaTOreHOB TAKXKE OTHOCSITCS K SJIMCUTOPaM), XapaKTep-
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HOTO UII OOMUIIETOB [45], a Takke npyrux PAMPs, B
qactHocTH, U3 Cladosporium fulvum. Be13BaHHOE pacIio-
3HaBaHueM PAM Ps 1ioBbIlIeHrE BHEKJIETOYHOIO YPOB-
H$1 KaJIbLIMSI IPUBOJIUT K BPEMEHHOMY TTOBBILLIEHUIO €TO
LMTOIUIa3MaTUYeCcKoro ypoBHs [46]. B cucreme Bpox-
JIEHHOTO MMMYHUTETa KWBOTHBIX TMOBBIIIIEHUE LIUTO-
TJ1Ia3MaTUYECKOTO YPOBHS KJIbIIMS TAKXKE SBJISIETCS OJ1-
HUM M3 KJIIOYEBBIX CUTHAJIBHBIX COOBITUH, PETYIUPYIO-
IIMX pa3BUTHE y HUX 3alIUTHOM peakiiuu. OCHOBHOE
pasure MexXIy KaJlbLIMU-3aBUCUMOW TIEpeaayeil CUr-
HaJla y pacCTeHUIi U KMBOTHBIX 3aKJTIOYAETCS] B TOM, UTO
B XXKMBOTHBIX KJIeTKaX TOBBILIEHUE 1IMTOIIa3MaThye-
CKOTO YPOBHSI KaJIbLIMsI TPOMCXOIUT, B [IEPBYIO OUEpeEib,
3a CUET BHYTPUKIIETOUHBIX UCTOYHUKOB (3HIOIUIa3Ma-
TUYECKOTO peTHKyayMa) [47], a y pacTeHui1 — orocpe-
JIyeTCsl IPUTOKOM MOHOB KajbliMsl U3 BHEKJIETOYHOTO
MPOCTPAHCTBA.

IMponmynupoBanue aKTUBHBIX (DOPM KHCJIOpOAa Ha
MEPBBIX CTAIMSIX Pa3BUTUSI BPOXIEHHOIO MMMYHHOTO
OTBeTa KaK y paCTeHUI, TaK 1 Y XKNUBOTHBIX — HEOOXOIM -
MOE YCIOBHE IIOJTHOLICHHOIO ITPOTEKAHMS 3aIlMTHOI
peakumu [48]. B pacTuTenbHONM KJIeTKEe 3TOT IPOLECcC
HaIpsIMyIO CBSI3aH C IIOBBIIICHUEM KOHIIEHTpAaN
KaJIbLIMSI B LIMTOIUIA3ME M aHAJIOTMYCH OKMCIUTEILHO-
MY B3pBIBY Y (DarolMTOB, KOTOPBIN KaTaIM3UPYyeT KOM-
wiekc NADPH-okcunassl [49]. ¥V pacteHuil numeercs
CEMEICTBO T€HOB, aMMHOKMCJIOTHAsI ITOC/IEIOBATEIIb-
HOCTb MPOAYKTOB SKCITPECCUN KOTOPBIX 00JIaTaeT 3Ha-
YUTEJIbHOI TOMOJIOTHEN ¢ KaTaIUuTUIECKO cyObeau-
Huueit komiuiekca NADPH-okcumaser, gp91 [50].
MuaktuBauus reHa, komupytomero NADPH-okcu-
na3y tabaka, NtRbohD, nokanu3oBaHHYIO B I1a3Ma-
TUYECKON MeMOpaHe, HapyllaeT peakIii0 OKWCIU-
TEJILHOTO B3pbhIBA B OTBET HAa KPUTITOT€UH — JIMCUTOP
u3 Phytophthora cryptogea [51]. WHTepecHo, 4TO
BHEIIHWE YCIIOBUSI, TAKHE KaK U3MEHEHUS TeMITepaTy-
PbI, MOTYT BJIMSITh Ha IMPOTEKaHWE 3aIlIUTHON peakIiuu
y pacTteHuit [52].

Kpome Toro, dakrop, HEOOXOOUMBINA 1J11 aKTHBA-
I BPOXICHHOTO UMMYHHOIO OTBETa, KaK y >KUBOT-
HBIX, TaK M Y pacTeHUil, — MPOAYLIMPOBAaHUE OKCHUIA
azota (II) [53]. ¥V pacteHuii oTCyTCTBYET TOMOJIOT YeI0-
Bedeckoil NO-cuHTa3bl, HO MTHTUOUTOPbI NO-CHUHTa3bI
yeJIoBeKa OJIOKUPYIOT BbI3BAHHYIO MH(MEKIINEH TTPOIyK-
o NO, KJIeTOYHYIO CMEPTh U aKTUBALIMIO 3alIMTHBIX
TeHOB y pacTeHuil [54]. BrineneHHast u3 Tabaka pacTh-
TesbHast NO-crHTa3a aKTUBUPYETCS B OTBET HAa MH(EK-
o [55] 1, HeCMOTPST HA OTCYTCTBHE TOMOJIOTHM C OeJI-
KaMU, BBITIOJTHSIOIIMMU TaKue Ke (PYHKIIUU Y XXKUBOT-
HBIX, ee¢ TpeboBaHMS K Kodakropam, cyocTpaTHast
CceurPUIHOCTb U YyBCTBUTEIBHOCTh K MHTMOUTOPaM
cxoxxu ¢ NO-cruHTa3amMu XUBOTHBIX.

Ellie 01HO CXOICTBO MEXKIY MEXaHU3MaMU CUCTEMBI
BPOXXIEHHOIO UMMYHUTETA Y KMBOTHBIX M PACTEHUI —
10 akTuBauusd MAPKS Kak Kj1roueBoro KOMITOHEHTA
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pY MHIYKIIAW 3aIMTHOM peaKIIM B OTBET Ha I1aTore-
HbI [56]. Kak y pacTeHMit, TaK U Y JKUBOTHBIX PACITO3HA-
BaHue PAMPs Benet kK aktuBauuu kackana MAPKs. B
oboux cinyyasx pyHkauoHnupoBanue MAPKs HeobOxo-
MO TSI pa3BUTHS MOTHOLICHHOTO BPOXKIEHHOTO MM-
MyHHOro oTBeTa. Pacro3HaBanme 3¢ (heKTOpHBIX OeI-
KOB MaToreHa BbI3bIBACT aKTUBALIMIO MHOXECTBA CUT-
HaJIbHBIX MyTEH, YTO IIPUBOAUT K ITOBBILIIEHUIO YPOBHS
BHYTPUKJIETOYHOTO Kajblms, akruBanuy MAPK-kac-
KaJ0B, OKMC/IMTEILHOMY B3pBIBY U B UTOI€ — K pa3BU-
THIO TWIIEpYYBCTBUTEILHOIO OTBeTa. B reHome Arabi-
dopsis thaliana 3axomupoBato 20 MAPKS, Haxogsmmx-
Csl TION, PETYJISITOPHBIM KOHTPOJIEM ITPUOIM3UTEIHEHO
10 MAPKKSs (knHa3 MUTOreH-aKTUBHPYEMBIX IIPOTE-
MHKWHA3), KOTOPEIE B CBOIO OYepelb aKTUBUPYIOTCS
60 MAPKKKSs [57]. B otBeT Ha pasnuunbie PAMPs
rpuOOB M OAKTEpHii, a TaKXKe Ha Heble (PUTOIaToreH-
HBIC OpPraHU3MBbI IIPOMCXOOUT BpeMEHHAs aKTUBALIVS
sH3UMaTudeckoi aktrBHOCTY MAPKS Ha mocTtrpaHc-
JISILIMOHHOM YpoBHe. B yacTtHOcTH, pasBuTne MHMEK-
mn y Arabidopsis npuBoauT K aktuBauun MAPK3 u
MAPKG6. B xierkax MeTpyliku Mocjie CTUMYIISIIAN
PAMPs npoucxoout aktuBanuss MAPKSs 1 mocneny-
I0lasl TpaHCJIOKalus, 10 KpaHeil Mepe, OQHOU U3
kuHa3 MAPKSs B sapo, rie oHa ydyacTByeT B HE3aBU-
CUMOI OT OKMCJIUTEJLHOTO B3pbhIBa MHIYKILIUU 3KC-
Ipeccruy TeHOB 3aluTHOTO oTBeTa [58]. Hambosee
yOeIuUTeIbHO 3HAYMMOCTh akTuBauuu MAPKSs mis
WUMMYHHOI peakllMy y pacTeHUIi MoKa3aHa IpU BU-
pPYC-MHIYLIMPOBAaHHOM MOAAaBJICeHUN aKTUBHOCTH Te-
HOB — oproyioroB MAPK3 u MAPK6 Arabidopsis — y
pacrenust Nicothiana benthamiana, B pe3ynbraTe 4ero OHO
CTaHOBUTCS OOJiee BOCIIPMUMYMBBIM K TTaTOTEHHOI OaK-
Tepun Pseudomonas cichorii [59].

BzanmoneiicTBre MONEKYJISIPHBIX TTAaTTEPHOB MaTO-
reHoB ¢ RLKs npuBoaut K aktuBaiuu MAPKS, uto, B
CBOIO OY€PE/Ib, BEI3bIBAET AKTUBALIMIO TPAHCKPUMILIMOH-
HbIX (akTopoB cemeiictBa WRKY, umHAyLmpyrommx
9KCITPECCUTO 3aIIUTHBIX TeHOB. B pesynsraTte mpoucxo-
JIUT OKWCJIMTEJIbHBIIA B3pbIB, IOBBIIIAETCS YPOBEHb
BHYTPUKJIETOYHOTO KaJIbLIUSI ¥ pa3BUBAETCS TUTIEPYYB-
CTBUTEJIbHBIN OTBeT. UTHTEpecHO, yTo HeKoTopble NB-
LRRs u camu comepxar nomeH WRKY B KauecTBe
CTPYKTYPHOI1 COCTaBJISIIONICH (CM. PUCYHOK) U, TIPEIIIO-
JlaraeTcsi, MOTYT IEMCTBOBaTh KaK TPAHCKPUITLIMOHHbIE
(daKTOpHI.

B Arabidopsis NBS-LLRRs akTUBUPYIOT, TT0 KpaiiHei
Mepe, TPY He3aBUCUMBIX CUTHATBHBIX ITyTH. Y TIR-NB-
LRRs u CC-NB-LRRs MexaHU3MbI IPOBEACHUST CUT-
Haa pa3nuHbl. Tak, TIR-NB-LRRs nmpoBoasiT curHan
yepe3 6enok EDSI1 (enhanced disease susceptibility), a
CC-NB-LRRs — yepe3 NDRI (non-race specific dis-
ease resistance), XOTsI TaKoe pa3JeJiecHUe He a0COJTIOTHO.
OTIebHBIN ITyTh MTPOBEICHUST CUTHAIA, HE 3aBUCSIIINII
Hu ot EDS1, Hu or NDRI1, y Arabidopsis aktuBupyetcs
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nBymst CC-NB-LRRs: RPP8 1 RPP13. INociennue sta-
bl CUTHAIBHBIX KACKAIOB, aKTUBUPYEMBIX Pa3TMYHbI-
mu NBS-LRRs, obecnieunBaroTcs neiicTBeM HeOOIb-
IINX CUTHATBHBIX MOJIEKYJI, TAKMX KAaK CAJTULIVIIOBAs U
2KacCMOHOBas1 KUCJIOThI, 3TriieH U NO [60].

Crout m06aBUTh, YTO Yy PACTEHUI MTPUCYTCTBYIOT
W IpyTHE OOIIINe C KMBOTHBIMU MEXaHU3MBI 3aIITUTHI,
Hanpumep, PHK caitneHcuHT ipu BUpycHO nHGpeK-
ouu [61].

3AKIIIOYEHUE

MexaHu3Mbl, obecrieunBalolie BPOXISHHbIA OT-
BET Ha IMaTOreHbl, Y PACTEHUI M KUBOTHBIX CXOXHU IO
psily BaXHbIX MapaMmeTpoB. Tak, 3alIMTHYIO peaklnio
WHAYLUMPYIOT TaKUe 3JIEMEHTbl CUTHAIBHBIX KacKa/oB,
Kak M3MEHEeHUEe YPOBHSI KaJblMsl, aKTUBHbIE (POPMBbI
kucinopona, NO u MAPKs. [la 1 B ocHOBe pacrio3HaBa-
HUS TIAaTOTEHOB >KMBOTHBIMM W PacCTeHUSIMU JiexkaT
CXOMIHbIE CTPYKTYPHbIE MPUHIIMIIbI, UCTIOb3YIOTCS Te
>Ke, TIPOBEPEeHHbIE B 3BOIIOLIUU, OeIKOBblE JOMeHbI. C
JIDYTOil CTOPOHBI, B XXUBOTHOU KJIETKE WHCTPYMEHTA-
puii, NpeaHa3HAYeHHbIN IS 3allIMThl OpraHu3Ma, ro-
pazno pazHooOpa3Hee (B IJ1aHe paclio3HaBaHUSI MaTore-
HOB) 1, B COBOKYITHOCTU C CUCTEMOM TTOABMKHBIX UM-
MYHOIIMTOB U CIELUATA3UPOBAHHBIMUA OpTraHaMu LTSI
pa3BUTHS aIaNTUBHOTO MMMYHHOIO OTBETa, ropaslio
HaJIeXKHEE, YeM B PACTUTETbHBIX KJIIETKAX.

PabGora BbITIONIHEHA MPU TIOAAEPXKKE MPOrpaMMBbI
IMpe3unenta Poccuiickoii akanemMun Hayk “Moneky-
JISIpHasl U KJieTouHast ouosiorust”, rpanrta [lpesuneHra
Poccuiickoit @eaepaiiuu A1 BeAYLIUX HAYYHBIX 1TKOJI
(commamenne Ne 02.120.11.8796-HIII ot 28.06.2010),
nporpamMmbl  “HaydHble W HaydHO-TIeIarormyeckue
KaJIpbl WHHOBALIMOHHOM Poccun” (moroBop
Ne 16.740.11.0005 ot 01.09.2010).
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