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DedepanvHoe 20Ccy0apcmeenHoe DI0OAHCEMHOe VUPeHCOeHUE HAYKU
Cubupckuii uncmumym gu3zuonocuu U OUOXUMUU PaCHeHUl
Cubupcrkozo omoenenust Poccutickoii akaoemuu Hayx

(HUpxymck, Poccus)

OO0oOIeHbl  AaHHBIE O 3allUTHBIX MEXaHM3Max 0000BOro pacTeHus, HHQHUIUPOBAHHOTO
KIIyOCHbKOBBIMU OakTepusiMu (pu3o0usimu). JlokaspiBaeTcs Te3uc 00 y4yacTHH 3allUTHBIX CHCTEM
pacrearns MTI (MAMP-triggered immunity) u ETI (effector-triggered immunity) B
MIPOTUBOACHCTBUN MHBA3WU PHU300MH KaK BO3MOJKHBIX IATOTCHOB B TKaHW KOPHS Ha Ha4aJdbHBIX
JTamax B3aUMOJCHCTBHUS OPraHW3MOB, a TAKXKE B JAJbHEHIIEM, KaK PEryJUpPYIONIET0 MEXaHH3Ma
pu3o6HansHOTO MH(MUIMPOBaHMSA KOpHEH. OTMedaeTcss BO3MOXKHOCTH OJOKHPOBAaHMS pPacTEHHEM
WHBAa3WW PH300MH B Ipyrme OpraHbl pacTeHHs (HAmpUMeEp, SIHUKOTHIM), HE IOJBEPTalOIIUXCs
MHQUIIMPOBAHHIO KITyOCHBPKOBBIMU OakTepusMH. B CBsI3M ¢ 3TUM mpemiaraeTcs BBECTH IIOHSTHE
JIOKAJILHOM M CUCTEMHOW yCTOW4YMBOCTH 0000BOro pacTeHusi K pu3oOHanbHON nHpekuuu. B nepBom
cilyyae puU300HMU MOJABISIOT MMMYHHBIH OTBET KJIETOK KODHSI PACTEHUs, BO BTOPOM — yCHIJIMBAIOT
YCTOHYMBOCTh pacTeHus K pusodusMm. [logpobHo paccmarpuBaercsi poib Nod-dakTtopoB puzodmit
(NFs) 1 B3auMOMAECHCTBYIONIMX C HHUMH DPACTHUTENBHBIX PEIENTOPOB B OJOKMPOBAHHU 3aIUTHBIX
peakLuii KOpHS M 3aIllyCKe CUTHAJBHOTO KacKaja 1o OpraHoreHesy kiyOeHbka. OTMe4aroTcsi HOBbIE
¢aktet o ponmu NFs npu dopmupoBanuu 0000BO-pH300HANBHOIO CHMOMO3a: OTCYTCTBHE Y
HekoTOphix pu3obuii (Bradyrhizobium) kanonudeckux NOdABC-reHoB, KOTOpbIe TpPeOYIOTCS st
cunre3a NFs; Bocnpustie Nod-dakropa He 0000BBIME pacTeHHAMH (apaOHIOIICUCOM, IMIICHUIICH,
TOMaTaMH), 94TO BeleT K cynpeccuu MTI-3ammTHON cucTeMbl y 3THX pacteHuil. O0cy)kaaeTcss poib
OaKTepHaJIbHBIX TTOBEPXHOCTHBIX HK30IOJMCAXapUAOB B CYNPECCHU 3aAIIUTHOW CHCTEMBI KOPHS
poTUB pu3o0uii. JlemaeTcs BBIBOJ, YTO NMPUPOIHBIA (BPOXKICHHBII) HMMYHHUTET KJIETOK 6000BOTO
pactenus (kpome crerudpuaeckux NFS) akTHBHO y4acTByeT B (JOPMHPOBaHUH U (PYHKIMOHUPOBAHHUH

6000BO-pHU300HMATHHOTO CUMOMO3a.

KiroueBble cjioBa:

Rhizobium, 60606vie pacmenus, 6000680-pu306UATLHBIL CUMOUO3,

Nod-

@axmoput, MTI/ETI-3auwumnvie cucmemvr pacmenus, T3[4SS-cexpeyuonnvie
cucmemvt baxmepuii, LYSM/LRR-0omen RLKS-pacmumenvnvie peyenmopul

AcconManuy pacTeHHH ¢ TOYBEHHBIMHU
MHUKpPOOpPraHU3MaMH — SIBIICHUE B MPHPOJE OpAH-
HapHoe. IIInpoKo pacnpOCTpPaHEHHBIMU SIBJISIOTCS
MaTOT€HHBIE U MYTYaIMCTUYECKUE PACTUTEIIBHO-
MHUKpOOHBIE B3auMOAEWCTBHA. B mepBoM ciyuae
naToreHHble OaKTepUH MPHU WHBAa3HU B PACTUTEIb-
HbI€ KJIETKHM IOJIY4alOT OJHOCTOPOHHIOK BBIOJY,
noTpeOJisis MUTaTeNbHBIE BEUIECTBA PACTEHUS VIS
CBOETO DPA3MHOXKCHHMS U «OTPABIAS» PACTUTEIb-
HBII OpPraHu3M MPOJyKTaMU CBOEH XKU3HEIEATENb-
HOCTHM, 4YTO IPHUBOJUT K JCIPECCHUA IPOLECCOB
JKU3HEAEITEIbHOCTH PACTEHUH, CHIKEHHIO HX
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MPOAYKTHBHOCTH M B XYJIIEM CiIydae K THOEIH.
[Tpumepom Hambolsiee arpecCHBHBIX (PUTOIATOTE-
HOB MOJKET CITYXKHUTb ITOYBEHHAsI OAKTEepHs U3 poja
Rhizobium — Agrobacterium tumefaciens, kotopas
o0pa3yeT Ha pacTeHUSIX OMyXOoJn (Tajlibl) Mmocpe-
CTBOM TMIEpEHOCA B PACTHTENBbHBIH TeHOM T i-
wiasmuasl (tumour-inducing), 4ro BeaeT K MOIu-
¢ukanyu Metabosin3Ma pacTeHHs, 3aKII0YaroIei-
Csl B YCHJIGHHOM CHHTE3€ TOPMOHOB pocTa (ayKcu-
HOB W IIMTOKMHWHOB), a TaKXXe ONWHOB — pacTH-
TENbHBIX COeTUHEHNH I uTanus Agrobacterium
tumefaciens.

MyTyaauCcTHYeCKHUE acCOlMalid XapakTe-
PU3YIOTCS B3aMMOBBITOJTHBIMU CBS3SIMU MEXK]Y Op-
TaHU3MaMH, KOTJa MPOAYKTHI MX KXU3HENEATCIh-
HOCTH HCIIONB3YIOTCS oOomMmu mapTHepamu. K
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YHCIy TaKUX AacCOUMAlUid OTHOCUTCA CHUMOMO3
MEK/Ty TaK Ha3bIBAaeMBIMH KJIyOCHBKOBBIMU OaKTe-
pusmu (cemeiicteo Rhizobiaceae) u pacrenmsamu
cemeiictBa 0000BBIX (Fabaceae), cocraBistommx
3HAQUUTENBHYIO TPYINIy KOPMOBBIX W IIHIIEBBIX
KynbpTyp,  KOoTopele  QopMmupyloT  0000BO-
puzobuanbubiii cum6mos (BPC). Ilpu dhynkunonu-
poBannn BPC Mexny mnapTHepamMu HpPOHMCXOAUT
00OMeH KH3HEHHO HEOOXOIUMBIMH COEIHHEHUSIMHU:
KITyO€HBKOBBIE OaKTepHH, JIOKATH3YSCh BO BHOBD
00pa30BaHHBIX KOPHEBBIX KIIyOCHBbKax, MOCTaBIIs-
10T 0000BOMY pacTeHHIO BOCCTAHOBIIEHHBIH a30T
(amMmoHwMIT), a pacTeHne cHaOXkaeT OaKTepHuH yriie-
BoJaMH (AMKapOOHOBBIMH KHCIOTaMu). boOoBble
(Fabaceae) — equHCTBEHHOE CEMEHCTBO paCTCHHIHA,
3a WMCcKIroueHHeM Parasponia andersonii us ce-
meiictBa (Cannabaceae, cnocoOHBIX ycCTaHaABIIH-
BaTh CHMOHMOTHYECKOE B3aWMOBBITOIHOE COTPY/I-
HUYECTBO C MOYBEHHBIMU KITyOCHBKOBBIMH OaKTe-
pusmu (puzobusimu). B cemeiictBo Rhizobiaceae
BXOJAT I'paM-OTpULIATCIIbLHBIC 6aKTCpI/II/I M3 pasHbIX
pomoB: Rhizobium, Azorhizobium, Allorhizobium,
Bradyrhizobium, Mezorhizobium, Sinorhizobium.
DopMUpOBaTh MYTYaJTHCTUYECKUE ACCOLMAINN C
JIPEBECHBIMH PAcCTeHUSAMHU (HAIpUMeEp, C ONbXOH U
00nenuxoif) MOTYT TaKKe TPaM-TIOJOXHUTEIhHBIE
MOYBEHHBIC A30T(UKCUPYIOIIUE OakTepuu poza
Frankia (cemeiictBo Actinomycetes), kotopsie (B
OoTIIM4He OT pu300mil) pukcupyroT armochepHbIi
a30T U B CBOOOTHOM COCTOSIHUHM, a TIPU MPOHUKHO-
BEHHH B KOPHH DPAacTEeHHH 00pa3yloT KOpPHEBEHIE
KITyOeHBbKH, B KOTOPBIX OHH, KaK W pU300HH, C
ydactieM ()epMEHTHOTO KOMILIEKCA HUTPOTCHA3bI
BOCCTaHaBIHMBAIOT aTMocepHbiii N, 10 aMMoHus,
NoTpeOIIIEMOro 3aTeM paCTEHHEM.

PackpbiTne MEXaHH3MOB 60060BO-
pHU300HMAaTbHBIX B3aMMOJCHCTBUH CBSI3aHO C TIpe-
0JI0JICHHEM OaKTEpHsSIMH 3alIUTHBIX CUCTEM pacTe-
HUS-XO035MHA W WICTHTUMHBIMY» CYIIECTBOBAHHUEM
pu300Mii B TKaHsIX KopHel 6060oBoro pactenus. C
MOMOIIBI0 KaKUX MEXAaHH3MOB IPOHUCXOAUT 3TO
B3aMMOJICWCTBUE M Kak «Bparm» (pu300uu) mpe-
BPAIAIOTCS B «APYy3ei» pacTeHHs — BOIIPOCHI Tpe-
Oylomye AeTanbHOTO M3YyYeHHsl B CBSI3H C IIep-
cHekTHBOi coznanusa N,-puxcupyromero ammapa-
Ta B JAPYTUX, UMEIOIMNX OOJBIIOE XO3SHCTBEHHOE
3HAaYCHUE, PACTEHUSX, KOTOpPBIE MOTJIH OBl QuKcH-
poBaTh aTMOC(EpHBIN a30T B Koomepauuu ¢ Oak-
tepusimu  ([IpoBopoB, BopoOwes, 2010; Beatty,
Good, 2011).

B nanHOM 0030pe cnenaHa MOMBITKAa pac-
KPBITh (PM3UOJIOTHIECKHE OCOOEHHOCTH (YHKITHO-
HUPOBAHUS 3AIIUTHBIX CUCTEM WH(PHUIHPOBAHHOTO
pu300usMU 6000BOTO PACTEHHSI B CPABHEHHUH C T1a-
TOTE€HHBIMU M JAPYTMMH BHPYJICHTHBIMH OaKTEpHsi-
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mu. [Ipu 3TOM y4YUTHIBAJIOCH MHEHHE, YTO Ha Ca-
MBIX PaHHUX 3Tanax WHBa3WW PU300UH (KaK U IPY-
rue OaKkTepuH) BCTPEYAOT CO CTOPOHBI OOOOBBIX
pacTeHHll TPOTHBOJCHCTBHE BHEAPEHUIO MyTEM
axtuBanmu 3ammtel (Deakin, Broughton, 2009).
OpmHako B manbHEHIIEM pU300HH 00XOIAT WU T10-
JABJISIFOT 3alllUTHBIC PEaKIUH, HO, MO-BUAMMOMY,
«OCTaBJIIFOT» PACTCHHUIO-XO3SHMHY BO3MOXHOCTh
peryaupoBaTh Mpolecc HHPEKIUN C TPUMEHEHUEM
4acTo TEX K€ CaMbIX MEXaHH3MOB HMMYHHUTETA,
KOTOPBIC MPUMEHSIIOTCS MPOTHB JPYTHUX MUKPOOP-
raamsmoB (Kouchi et al., 2004; Lohar et al., 2006).

Mexanusmol 63aumoodeiicmeus MuKpoop-
2AHU3MO8 C PaACHEeHUAMU

OcHoBHast ~ 0COOEHHOCTH  pPacTUTENHHO-
0aKTepHUaNnbHOIO B3aUMOJCHCTBUSI COCTOUT B TOM,
4TO BHEIPEHHUE JIIOOBIX OakTepuil B TKaHW pacTu-
TEJBHOTO OpPTaHM3Ma COMPOBOXKAACTCS AKTHBAIIU-
el ero 3allUTHBIX PEaKIUi, MOJABICHUE WIH Ipe-
0JI0JICHHE KOTOPBIX BeleT K OaKTepualbHON KOJOo-
HU3AIMd PACTUTENBHBIX KIETOK. B Hacrosmee
BpEMs BBIIEIAIOT IBE BETBU PACTUTEIBHOM HM-
MyHHOU cucTeMbl KieTok (Jones, Dangl, 2006;
[ampaii, 2014; ladukoa, Omenuukuna, 2015).
OpHa UCTONB3YyeT TPaHCMEMOpaHHBIE PACTHTEINb-
Heie perentopel PRRS (pattern recognition recep-
tors), KoTopble BOCIPHUHHMAIOT MHKPOOHBIC HIIH
natoreHHbie MoJiekyinsl (patterns) MAMPS wiu
PAMPs (microbial- or pathogen-associated molec-
ular patterns). DTu MHKpOOHBIE MOJIEKYJISIPHBIC
CTPYKTYPBI — «IIaTTEPHBD (3TUCUTOPHI), UMEIOTCS
NPAaKTUYECKH Y BCEX MHKPOOPIaHHW3MOB, B TOM
gucie u 'y puzoouid. Ilpumepom ux Moxer ciy-
XKHUTh OaKTepUaNbHBIN (IareJuIMH W TPUOHONW XU-
THH. BernencTBue 3TOro Ha HadalbHBIX CTaIHAX
WMHBa3MH JII00bIe OAKTEpPUN PACIO3HAIOTCA KaK dy-
JKUe, YTO BeJeT K MHULIMAIMK Heclenu(puyeckoro
OTBETa HMMMYHHOH CHCTEMBI KIIETOK pacTEHHs
(Jones, Dangl, 2006). Dtor THUm HMMyHHTETa
Hocut HasBanue PTI (pattern-triggered immunity)
win MTI (MAMP-triggered immunity). Crenyer
n06aBUTE, 9TO pactutenbHble PRRS — 310 TOBEpX-
HOCTHO JIOKaJIM30BaHHbIE Ha MeMOpaHax pemer-
topubie kuHa3bl (RKS) (receptor Kinases) mmm pe-
nenrop-nogobusie Genmku  (RLPS) (receptor-like
proteins), conepkampe —pasIM4YHbIC  JIMTAH-
CBSI3aHHBIE BHEKJIETOYHBIE JTOMEHBI (3KTOIOMEHBI),
kotopeie BocupuaumaioT MAMPs umun PAMPs
(Gourion et al., 2015). CeszpiBanne MAMPs ¢
BHEKJIETOYHBIMH JIOMEHAMU PELENTOPHBIX KHHA3
(mampumep, LysM RLK) aktuBm3mpyer BHYTpH-
KJIETOYHBIE KWHa3HbIe AoMeHbl (Hampumep, LRR
RLK), koTopbie B CBOIO Ouepeab BBHI3BIBAIOT aKTH-
BaI[MI0 KOMIUIEKCHOT'O CHUTHAJILHOTO KackKaja, Be-
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JyIIETO K MHUIMAIMN Pa3IUYHbIX 3aIIUTHBIX pe-
AKIIUH.

Bropasi BeTBb MpHPOAHOTO (BPOXKICHHOI'O)
UMMYHUTETa pacTteHus Hocut HasBanue ETI (ef-
fector-triggered immunity) u sBnsercs crenugu-
YEeCKUM YPOBHEM 3aIlIuThl KieTok. OHa JelCTByeT
BHYTPHKJICTOYHO M XapaKTEePU3yeTCs B3anMOJEH-
cTBUEM 3P (HEKTOPOB — MPOAYKTOB aBUPYIEHTHBIX
(Avr) reHOB MAaTOreHOB W PEIENTOPHBIX OEIKOB
pactenus (mpoaykroB R-reHoB). B pesysbrare pe-
QJIM3alNH TOTO B3aUMOJEHCTBUS pa3BUBAETCS pe-
akiusi cBepxuyBctBuTenbHocTH (CYP), Benen-
CTBHE KOTOPOIl HACTyNmaeT CMEPTh PAaCTUTEIbHOU
KIICTKH ¥ TOPMOXKEHHE OaKTepHAIIbHONH WH(EKITIH
(Katagiri, Tsuda, 2010). Ilpu 3TOM B3aUMOJICH-
CTBHH PacTEHUS UCIONB3YIOT nonuMopdHeie NB-
LRR-0enkoBble  TPOMYKTH, KOAUpyemble R-
remamu. Onn HasBansl NB (nucleotide binding) u
LRR (leucine-rich repeat) — ot moBTOpOB GOraThHIX
JICUIIMHOM BO BHYTPUKJIETOYHOM N-KOHIIEBOM J10-
MeHe. Ilarorennele coemuHeHUS (AVI-OCIIKH)
y3Harotcsi NB-LRR—0enkamu U akTHBHPYIOT TEHBI
3amuThl. ClelyeT OTMETHTB, 4TO cTpyKTypHO NB-
LRR—0Oexkn cxomuel ¢ xuBoTHBEIMH NOD-
nogoousiMu perierrropamu NLRS (Nucleotide Like
Receptors), BocnpuHUMAOIIUMU OaKTepUATbHBIC
s dexropsr BHyTpH KiaeTku (Stuart et al., 2013).

HocraBka 3pPeKTOPHBIX OCIKOB U HYKJICH-
HOBBIX KHCIIOT B KJIETKH PACTEHHSI OCYIICCTBIISCT-
Csl TAK HA3bIBAGMBIMU CEKPEIIHOHHBIMH CHCTEMaMHU
T3SS wau T4SS (the type 3/4 secretion systems)
MATOreHHBIX MUKPOOOB. DTH CHCTEMBI HCIOJB3Y-
IOTCSl TPaM-OTPHUIIATEIbHBIMU MMATOTCHHBIMU Oak-
TEPUSAMH JIJIsl TPAHCTIOPTHPOBKHU 3PPEKTOPHBIX CO-
€JIMHEHUI B KJIETKH pacTeHUsI-X03siuHa. [laToreHsl
(Pseudomonas, Xanthomonas, Ralstonia, Erwinia,
Agrobacterium, Pantoes u 1p.) HCIIOJIB3YIOT CEK-
PEIMOHHBIC CHCTEMBI Ha PAaHHUX CTaJusIX HMH(DEK-
MK, 9To0Bl ycTaHOBHTH KOHTakT «Cell-to-cell».
Korma koHTtakT ycraHoBieH, T3/4SS ocymiecTs-
JIIIOT TPSIMYI0 CEKPELUI0 W TPaHCIIOKAIUI0 pa3-
JIMYHBIX TPy OaKTepUANbHBIX OEJIKOB, HYKJICH-
HOBBIX KHCIIOT, TOKCHHOB, U3BECTHBIX KaK CEKpe-
1uoHHbIe  3(Q(EeKTOpbl, B KJICTKH PACTCHHS-
xo3suHa (Jeandroz et al., 2013; Zipfel, 2014).

CrnenmoBarelbHO, CBs3aHHAs C MeMOpaHHBI-
mu perentopamu pacterust PTI(MTI)-ummyHHas
cucrtema o0ecrieyrBaeT MEPBUYHYIO YCTOMYMBOCTD
K OOJBIIMHCTBY HEMATOTCHHBIX M MATOTeHHBIX
MUKPOOOB M BHOCHUT BKJIAJ] B OCHOBHYIO YCTOMHYH-
BOCTh pacTeHus B TeueHue HHPekuunu. OmHako
Oonee cymiecTBeHHasl poJib B UMMYHHUTETE pacre-
Hus npuHamiexut ETI, koropas wucmonb3yer
BHYTPHUKJIETOUHbIE UMMYyHHbIe penentopsl (NBS-
LRR), B3ammopeiicTByst co MHOruMH 3ddexTop-
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HBIMU O€JIKaMH IaTOTEeHHBIX MHUKpPOOOB (Hampu-
Mep, AvrPto, AvrPtoB 6akTepnansHOTO mMaToreHa
Pseudomonas syringae). Ilpu peammsamuu ETI
JeiicTByeT mpuHIMN «reH-Ha-ren» (Flor, 1947),
YTO O3HAYaeT COOTBETCTBUE OaKTEpHAIBHOTO Oell-
KOBOTO 3 eKTopa pacTUTETHHOMY COEAMHEHUIO —
npoaykTy R-reHa (Hampumep, KOMILIEMEHTAPHBIH
NB-LRR). Bo3moxxHoe (pyHKIMOHMpPOBAaHHE ITHUX
MEXaHN3MOB B3aMMHOTO y3HaBaHUS y pH300Mi M
0000BBIX pacTeHuil OyIeT paCCMOTPEHO HUXKE.

Ycnosusa ona popmuposanus 606060-
pU300uanbHO20 CUMOUO3Q

Cum6mo3 Mexay pu3oOusMu u 60OOBBEIMHU
XapakTepusyercss 00pa3oBaHHEM Ha KOPHSAX a30T-
¢$uKCHpyOIMX KITyOeHbKOB. XOTs pu300uH 3ace-
JSIFOT KOPHU TIO TTyTH, KOTOPBIN HAIllOMUHACT MyTh
UCTIOJIb3YEMBI MAaTOTeHHBIMH MHKPOOPTaHU3Ma-
MU, 3allUTHbIE PEAaKIUU PACTCHUSA-XO3IMHA HE
MHUILUMAPYIOTCSI B TEYCHUE YCIICIIHOTO CHMOMO3a.
Opnnako 0000BO€ pacTeHHE, OYEBHUIHO, PETYIHPY-
eT WHBa3uio Oaktepuil: cOom B IPPEKTHBHOM
(hopMUpOBaHUHN KITyOCHBbKA WM WH(EKIHS ¢ My-
TaHTHBIMHA PU300MSIMH YacTO BBI3BIBAIOT 3alHT-
HBIE peaKklUuh  paCTCHHs-XO03iWHa, KOTOpHIC
HaOJIONAIOTCSI U IPH WHBA3UH TaTOTEHOB.

[TyGnukanuu mocineHuX JIeT YKa3blBaeT Ha
TO, YTO TPUPOJHBIN (BPOXKICHHBI) HMMYHHTET
pacTeHHs WrpaeT CYIIECTBEHHYIO POJIb B TEUCHHE
paHHUX 3TanoB 000OBO-PH300MATBHOTO B3aUMO-
neiictus (Mithofer, 2002; Jones et al., 2008; Yang
et al., 2010; Gough, Jacquet, 2013; Liang et al.,
2013; Lopez-Gomes et al., 2012; Okazaki et al.,
2013; Lomovatskaya et al., 2015). V puzobuii u
0000BBIX pacTeHWH OCHOBHBIMH YyYaCTHHKAMHU
mpoliecca y3HaBaHUSl MAPTHEPOB SBISIOTCSA C OJI-
HOW CTOPOHBI PHU300HAIBHBIE IJUIIOXUTOOIUTOCa-
xapuzbl (Nod-dakropsr), u ¢ apyroit — penentop-
nono6ueie kuHa3bl (RLKS) 0000BBIX pacTeHHIA.
Nod-¢paxtopsr (NFS) cuHTEe3UpyrOTCS pU300HaIb-
HBIMH OaKTepHsMH B pe3yJibTaTe dKcrpeccuu Nod-
TeHOB, WHUIMHPYEMOU (EHOIHHBIMU COCTUHECHH-
SAMH, BBIICIIEMBIMH pacTeHHEM B puzocdepy.
Nod-¢pakTopsl BOCIIPUHUMAIOTCS SIHICPMAJIbHBI-
MU KJIETKaMH PacTEeHUs, Ha TUIa3MaJieMMe KOTOPBIX
JIOKAJIM30BaH KOMIUIEKC PELeNnTOp-OA0OHBIX KH-
ma3 (RLK - receptor-like kinases), nampmumep,
NFR mmun NFP. Xummueckoe y3HaBaHue mapTHe-
poB Ha HavyanbHbIX ctanuax BPC Benmer k akTuBa-
UM CUMOMOTHYECKHX MyTeH y pacTCHUSA-XO3SHHA,
CBSI3aHHBIX C WH(EKIUeH U KiIyOeHbKOOOpa3oBa-
nuem (Murray, 2011) u, mo-BuauMoOMy, ¢ Cympec-
cueii 3amuTHBIX cuctem (Gourion et al., 2015). To
CyTH OTO TiepBas BETBb pEAKIMH PACTCHUS-
XO3siIMHA HAa WHBA3UI0 pU300uii: OakTepHaIbHBINA
xommoHeHT B Buze Nod-gpaxropa (MAMP-pattern)
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M pacTHTENbHBIH KOMIOHEHT — peuentop PRR B
BUJIC PELENTOP-NOAOOHBIX KHHA3, JOKAJIN30BaH-
HBIX Ha Turazmanemme kiaetku (LysM RLK) u
ayTpukierouHo (LRR RLK) (Ferguson et al.,
2010).

Heo0xouMo OTMETHUTh HAIMYKME B KOPHSIX
morniepusl  (Medicago  truncatula)  mexTHH-
mog00HEIX perentopHbx kuHa3 (LecRKs) (Navar-
ro-Gochicoa et al., 2003). JIekTuH, KaK 5KTOIOMEH
B 3TOM PELENTOPHOM KUHA3€, MOYKET B3aUMOJECH-
cTBOBaTh ¢ paznuaHEIMH MAMP: pr3obuamsHEIMI
OJIUTOCaxapuaMu, MAaTOTCHHBIM XUTUHOM U TIIO-
kaHoM. LeCRKSs ne B3anmogpeiicteyior ¢ NFs (Na-
varro-Gochicoa et al., 2003). dusnomoruueckas
pons LecRK okxonuaTensHO HE BBISICHEHA, HO J0-
Ka3aHO TOJOXHUTEIbHOS BIHMSHUE 000OOBOTO JIEK-
THHA HA TIPOIECCH HOAYIISAIUA U 3alUTHBIC Peak-
mun  pactenuit  (Hirsch, 1999; Monoauenkosa,
AnamoBckas, 2014; MenbpaukoBa, Komp, 2015).

Baumogpeiicteue pu3oduit m 6000BOTO pac-
TEHHs Ha HAYaNbHBIX dTanax COMpPOBOXKIAETCS Jie-
(dopMareii KOpHEBBIX BOJIOCKOB, OOpa3OBaHUEM
cre(pUIecKNX CTPYKTyp — WH(EKIHMOHHBIX HU-
teii (IT, infection threads), B KOTOpBIX MPOUCXOAUT
pasMHOXKEHUE PU300MI M UX TPAHCHOPT K KOPTHU-
KaJIBHBIM KJICTKaM KOpHS, TJie MHULIUUPYETCS Me-
prcTeMaTuieckasi akTHBHOCTb M OpraHoreHe3 Kiy-
oenpka (I'msHbKO, 20156). HOCTHrHYB KOpTEKca,
pPHU300UH MPOHMKAIOT B KJIETKU PAaCTEHHS-XO3IMHA
U B oOpa3oBaBmIMXcs KiyOeHbKax nuddepeHin-
pYIOTCS B OakTepoubl, B KOTOPHIX MPOHUCXOAUT
npouecc Qukcanuu aTMocepHOro azora ¢ yda-
cTheM OaKTepUalbHOTO HHUTPOTEHAa3HOTO  (dep-
MEHTHOTO KOMIIEKCA.

Takum 00pa3oM, OTHOCHUTENBEHO CBOOOIHOE
3acelieHNe PU300MSIMU KIETOK KOPHSI CBHUJIETEIb-
CTBYET O CHIDKCHHU YCTOMYMBOCTH PACTCHUS MPO-
TUB 3THX OakTepuii, BEPOSITHO, IyTeM OJIOKHPOBa-
HUSI WIH «00X0/a» 3allUTHBIX CHUCTEM PACTCHUS-
xo3simHa. [lonTBEpKaeHNeM 3TOMY SIBISETCS 3Ha-
YUTENBHOE YTHETEHUE SKCIPECCHH I'€HOB, CBA3aH-
HBIX C 3aIIMTOH, B MH()UIUPOBAHHBIX KJIETKAX
KIIyOCHbKa 10 CpPaBHEHHIO ¢ HEMH(UIMPOBAHHBI-
mu (Kouchi et al., 2004; Limpens et al., 2013).
OueBUAHO TaKXKe, YTO PU300MH MOTYT OOXOIUTDH
3amuTy 6000BOTO pacTeHHs, «IpIIach» B WHOEK-
[MUOHHBIX HUTSX, U OKpYyKas cebs mepudOakrepo-
uaHOM MeMmOpaHoi. OJHAKO NaHHBIE JUTEPaTyphI
CBUJICTENILCTBYIOT O TOM, YTO OaKTepHAalIbHBIH My-
TyaJHCT Ha PaHHUX CTaJMAX B3AMMOJIECHCTBHUS C
pacTeHHeM MOKET MPOSIBIISTH CBOMCTBa (QuTOMNa-
TOTEHOB, AKTUBHPYS (PAKTOPHl BHUPYJIEHTHOCTH
(manpumep, TAM® - TUKINYECKUH aJI€HO3WHMO-
HOdochaT), 9TO MO3BOJAIOT UM HE TOJIHKO IMPOHHU-
KaTh B KJIETKU PacTeHHs, HO TaKKe OCJIAdATh ero
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ycroiumBocTh (Lomovatskaya et al., 2015). Ilo
nmaaabM CoxkoioBoit (2001), puzobuanpHOe MHGH-
[IUPOBaHNE AKTUBHPYET B KOPHSAX ropoxa IEeKTO-
JUTHYECKUH (EPMEHT TOJUTaJaKTypOHa3y, 4YTO
BEJIET K CHIDKCHHUIO YPOBHS IIEKTHHOB, pa3Msrde-
HUIO KJIETOYHON OOOJIOYKH M CIIOCOOCTBYeT Ooiree
JIETKOMY TPOHHKHOBEHHIO B KOPEHb PH300HI.
31ech MOKHO TOBOPHTH 00 akTHBaLWHU (pakTopoB
BUPYJIEHTHOCTH y MHKPOCHMOHMOHTA, YTO Xapak-
TEpHO W JUIA BUPYJICHTHBIX maroreHoB. O cHmKe-
HUHM YCTOWYMBOCTH 0OOOBOTO pacTeHHsl MPH pPU-
300nanbHON WH(MEKITNH TaKKe UIET pedb B CTATHE
Gourion et al. (2015), mocBsieHHo# aHanu3y (akx-
TOPOB, BOBJICYEHHBIX B CYIPECCHIO PACTUTEIHLHOTO
nmmyHuteTa B TeueHne bPC. Onnako cnenyert ot-
METUTbh, YTO HE BECh KOPEHb OJMHAKOBO BOCIPH-
UMUMB K puzobuanbHoi uHpekuuu (InsHpKO M
np., 2007). CymecTBYIOT ONPEICICHHBIE 30HBI
KOpHs (MH(EKIIMOHHBIE CaWThl, (OKYChl WH(EK-
IIM1), YyBCTBUTENBHBIE K pr3o0umsiM. [Ipenmonara-
€TCsI, YTO OHHM ONPEACISIIOTCS TOYKaMU MEpHUCTe-
MaTHYECKOH aKTHBHOCTH B KOPTHKAJIBHBIX KIIET-
Kax, I7ie B JaNbHEHIIeM U obpasyercs KIyOeHbKO-
Basg MepucreMa (Nutman, 1959; Cokonosa, 2001).
Ilo manueiM Bacuiberoii ¢ coat. (2005a; 6), mo-
cie pu300naTbHON HHOKYIAIMY (depe3 24 u 48 1)
W3MEHSIETCS] Co/IepKaHue CYNepOKCHIHOTO aHHUOH-
pagukana (O, ), mepokcuma BOJOPOIa, a TaKKe
AKTHBHOCTH CYNEPOKCHIINCMYTA3bl M KaTasla3bl He
TOJBKO B KOPHE 3THOJIMPOBAHHBIX MPOPOCTKOB TO-
poxa, HO W B SIHMKOTHIIE — OpraHe, KOTOpBIA He
ydacTByeT B MH(UIMpOBaHWU. DT (PaKTHl MOTYT
TOBOPUTH O CHUCTEMHOW PETYISALHH, MPEHsTCTBY-
oniell HHQUIMPOBAHUIO PU30OUSMH UKOTHIIS U,
MO-BUIMMOMY, BCETrO pacTeHus. WHaynmpyercs
3Ta CHUCTEMa, BO3MOXKHO, 3a c4eT 00pa30oBaHHs TaK
Ha3bIBAEMBIX «(aKTOPOB TPEBOTH» HAa HAYaJIbHOU
CTaJIuM WHBa3MM pU300Wil 32 CUET BOJHOBOTO pac-
NPOCTPAHEHHs MX 110 PACTEHHIO. JTO SIBICHUE 00-
Cy)XIaercst NMpUMEeHUTeNbHO K maroreHam (Illa-
mpaii, 2014; [lladukosa, Omenuukuna, 2015). Ho
€ClIi TPWHATH BO BHHMaHHWe, 4YTO pU300MH Ha
HayYalbHBIX CTaausX MH(PUIUPOBAHUS BEOYT ceOs
KaK TIaTOTEHHbIE MHKDOOPTaHWU3MBI, TO TaKoe
MpeoNIoKeHre BrojHe npuemiemo. Ho, ¢ apy-
rod CTOpOHBI, 6000BBIE CLIOCOOHBI WHAYLHPOBATH
3alIMTHBIE PEaKIMd M B TEUCHUE PHU300HAIBHOU
WHQEKIHH, O YeM, B YACTHOCTH, CBUJIETEILCTBYIOT
pe3yiIbTaThl OMBITOB C T'HOENBI0 MH(EKIMOHHBIX
HUTEH B KOpHSX JIIOLEPHBI B PE3yJIbTaTe CBEPX-
qyBcTBUTENIbHOIN peakuuu (Vasse et al., 1993) u
ONOKHMPOBaHKE 3AIIUTHBIX PEAKIUH B (PYHKIIUOHU-
PYIOLIMX KIyOCHbKax JIOLEPHBl PU300HaTBHBIM
6enkomM BacA, acconMMpoBaHHBIM TaKXe C KH-
BOTHBIMH TTaToreHamu (Berrabah et al., 2015).
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Utak, ocHOBHOW BOMpOC: pU300MU BHUPY-
JIEHTHBIA TIaToreH wind HeTr? Ha mepBeIii B3risax,
HET yCJIOBUH, YTOOBI pacTeHHe MHULUHPOBAJIO 3a-
IIUTHBIE MEXaHW3MBbI MPH PHU300HaIBHOM HHQU-
nrpoadu. OgHAKO HA caMOi paHHEH cTaauy WH-
Ba3WU U Ha HEKOTOPBIX APYTuX CTagusX pu3o0Ou,
MO-BUIMMOMY, BOCIIPHHUMAIOTCS KaK Bparu u pac-
TEHHE BKIIOYAET 3aIUTHBIE MEXaHU3MBbI JUIS MPO-
TUBOJEHCTBUS UX IIPOHUKHOBCHMIO B KJIETKH KOp-
s (Djordjevic et al., 1987; Baron, Zambryski,
1995). IlosToMy HpuCyTCTBHE ONPEAETEHHBIX PH-
300MaNBbHBIX COCTUHEHHUN, TPOTHBOAEHCTBYIOIIIX
3aLIUTHBIM PEAKLUSIM PacTeHHSI-X035iMHA, IO03BO-
nseT pu3oOusM HMHOUIUPOBATH paCTUTEIBHBIE
KJIeTKH. MOXHO chenaTh BBIBOJ, YTO KITyOEHBKO-
Bble OakTepun OOOOBBIX PAaCTEHHUH, C OJHOU CTO-
POHBI, TIPOSIBJIAIOT CBOHCTBa (PUTOMATOTCHOB Ha
pPaHHUX dTanax B3aMMOJEHCTBUS, a C IPYroi — 00-
JaaloT COOCTBEHHBIMH YHUKAJIbHBIMH METa0Oou-
YECKMMHU MYTSIMH, MO3BOJISIOLIMMHU PETYIHPOBAThH
3¢ deKTUBHOCTh MH(EKINU H (QYHKIHOHAIHHYIO
aKkTUBHOCTH cuMOmo3a (Saeki, 2011). K stum co-
€AMHEHUSAM MOXHO OTHECTH, B 4YaCTHOCTH, PH-
300uanpHble noyMcaxapuisl, MAMP-coennaeHus
(HarmpuMep, pU300HATIBHBIA (IareianH, TPUOHON
xutuH), T3SS u T4SS — cucremsr, Nop L (nodula-
tion protein L). Wrak, ¢ TOYKH 3pEHHUS IBOIOIUH
KOMMEHCAIBHBIA ¥ MyTYQJTUCTUYECKHH CUMOHMO3BI
BO3HHMKJIM W3 PACTUTEIbHO-IATOT€HHBIX B3aUMO-
ornomennii (Nakagawa et al., 2011).

3awjumnovie peaxkyuu, HadaOAEMble NPU
UHeazuu pu3oouii

Havanenast cramust 6060BO-pr300HANTBHOTO
B3aWMOJICHCTBUS BKJIIOYAET B3aUMHOE y3HaBaHHE
CUMOMOTHYECKUX TIAPTHEPOB, MPOHHKHOBEHHE H
pacnpocTpaHeHHe MHKPOCHMOMOHTa BHYTPH pac-
TUTEJBHBIX KIETOK C OJHOBPEMEHHOW WHHIIMAIU-
eit oOpa3zoBanus npumopaus kiybenbka (Ferguson
et al., 2010; Oldroud et al., 2011). O6men curna-
JaMU MEXKAY IBYMS OpraHM3MaMH HWHIYLHPYET
KJIETOYHOE JIeJICHUE BO BHYTPEHHEM KOPHEBOM
KopTeKkce ¢ 00pa3oBaHHEM MPUMOP/HS KIyOeHbKa
(Long, 2001; I'nsupko, 20156). [MapamiensHo Ko-
pEeHb MoJBEpraeTcsi pU300HAIBbHON WHGEKINN Ye-
pe3 undexmonnsie HuTH (1T), hopMmupyromecs B
KOpHEBBIX Bojockax (Jones et al., 2007). Puzobun
3areM nepeaBurarorcs mo |IT Kk KieTkam pacTeHus-
X035IMHA C MOMOIIBI0 HOIMTO3a, 00pasys opra-
HEJUIO-TI0JI00HBIE CTPYKTYPhl — CUMOHOCOMBI, KO-
Topble TU(QEpeHIUPYIOTCS 3aTeM B a30T(UKCH-
pytoruie Oaktepouabl. CrlemyeT OTMETHUTBh, YTO
0000BBIC pacTeHHs CIIOCOOHBI K TOHKOHM peryls-
M MHQEKLIMOHHOTO MpoLecca U KIyOeHbKooOpa-
30BaHMsI, OIpEJENsis JIOKATU3AIMI0 MPOHUKHOBE-
HUSI pU300HiA, X KOJIMYECTBO M YHCIIO KITyOCHBKOB
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(ITpoBopos, 1996; Hadri et al., 1998). Uudexim-
OHHBIN TPOIECC BO3HUKAECT B OYEHb HEOOIBIIIOM
KOJINYECTBE KOPHEBBIX BOJIOCKOB. [IporieHT nHbU-
IUPOBAHHBIX KOPHEBBIX BOJIOCKOB 110 OTHOIICHHIO
K nedopmupoBaHHBIM BapbupyeT oT 0,6 mo 32 u
00braH0 Oompmie 8% (Pasymosckas, 1967). Komu-
YeCTBO HE OKOHYMBIIMX cBoe pasButue IT Moxer
cocraBisATh 0T 10 1o 80%. Takum oOpaszom, ynad-
Hasg WHOEKIUs, 3aKaHINBAOIIAsICs 00pa30BaHHEM
KITyOCHBKA, MPOUCXOJIUT HE TaK YacTo, KAK MOYKHO
ObuT0 Ob1 Okuaarh. ['ubens IT npu coBMecTUMOM
cuMOro3e TOATBEpXkAeHa B ombiTax Vasse et al.
(1993), mokazapmmx HakomieHne B |T dheHOIBHBIX
coenunenmit, PR-0enkoB, ¢uroanekcnHoB U nIpy-
X COCOUHEHUH, XapaKTepHBIX I CBEPXUyB-
creutensHOM peaknmuu (CUP) npu Quronaroren-
Ho# arake. Tak, onuH u3 Takux PR-0enkoB — Kuc-
Jasi XHTHHA3a HEKPOTHUYECKHUX KIIETOK, THAPOIHU3Y-
et Nod-dakrop B IT (Vasse et al., 1993).

[Ipenmonaraercsi, uto Bo3HuKHOBeHHEe CUP
MpH prU300MaNbHON MH(EKIUA — TO YacTh MeXa-
HU3Ma PETYISALUN YHCa YCTICUTHBIX MHPEKIUA 1
00pa3oBaBIIMXCSl KIIYOCHBKOB IO THUIYy OOpaTHOM
cBs3u. [pyruM QaxTopoM peryisiuu pu300Halb-
HOW mH(]EKIIH MOTyT OBITh pacTuTenbHble ADK 1
Jpyrue curHaabHbie Mosiekyisl (Honsl) (O, , NO,
Ca’"), urpasolie BaXKHYI PONb TPH MATOTEHE3e
(Doke,1983; AsepbsHoB u jap., 1991; I'nsiHbKO U
np., 2007; I'nsaabko, 2015a). Oqnako HEOOXOIUMO
OTMETHTh, YTO MPH HOPMAJBHBIX YCIOBHSX pacTte-
HUE CTPEMHUTCS OTPaHUYUTh WHQEKIHI0, HO He
CTPEMHUTCS TIOJTHOCTHIO 3a0JIOKUPOBATH BTOPIKEHHUE
pu3o6wmii B kopens (Vasse et al., 1993). 3ro moxHO
OOBSICHUTH TE€M, YTO NPH YBEJIWYCHUH HH(EKLIHU-
OHHOM HAarpy3Kd Ha pacTeHHE PHU300MH MOTYT B
CWJILHOW CTENEeHH MOAABISTh Pa3BUTHE 3aIIUTHO-
PETYISATOPHBIX (QYHKIMHA pacTEHHUS-XO35SUHA, YTO
MPUBOJUT K U30BITOYHOMY OOpa30BaHUIO Masod(h-
¢dexTuBHbBIX KTydoeHbKOB ([IpoBOpOB, 1996).

Kak y»xe orMeuanoch, Ha Ha4alIbHBIX CTa U~
X PHU300MANBHOTO WHOUIMPOBAHUS 3aIIUTHEIC
peaKkiMyi pPacTCHUS aKTHBUPYIOTCS, HO 3aTeM
OBICTPO CYIIpPEeCCHpYIOTCSl. Y CTaHOBJIEHO, YTO Y
cou mHOKyJsinmst Bradyrhizobium japonicum mpu
9KCMO3UIMH 12 9 BBI3BIBANIA y PACTEHHUS CHIIBHYIO
WHAYKIHAIO TEHOB, CBS3aHHBIX C 3alllUTHBIMU
¢ysakusivu. OHAKO cIycTs 24 4 akTWBanus 3a-
NIMUTHBIX TEHOB CMEHSIACHh CYNpPECCHEel 3TUX Te-
HoB (Libault et al., 2010). TlogoOHas 3akoHOMEp-
HOCTH BBISBIICHa M B Jpyrux padorax. Tak, mpu
cumbuosze somepHel ¢ Sinorhizobium  meliloti
HaOmoganack 3kcupeccus (UP-peryIisiius) 3aiuT-
HBIX TEHOB 4Yepe3 | 4 mocie WMHOKYJSALWUU U Jie-
npeccust uX cuHTe3a (dOWN-perymsius) depes 6 u
mocie naokysstnuu (Lohar et al., 2006). Otn maH-
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HBIC MOATBCPIKAAIOTCA PC3yJIbTaTaMU APYrux pa-
6ot (Kouchi et al., 2004; Lopes-Gomez et al.,
2012).

OpHUM U3 OCHOBHBIX MEXaHU3MOB 3alUTHI
pacteHuid 0T MH(EKUUH SIBISIETCS YCUIICHHE TeHe-
paru ADK. OToT MeXaHNU3M XOpOIIO U3y4YeH NpU
narorenese (Mepamsak, 1989; Apel, Hirt, 2004;
Carol, Dolan 2006). ITpu uabuHuMpoBaHuKr 6000-
BBIX CHMOMOTHYECKHUMH OaKTepPUsIMH TOJ00HBIN
MexaHm3M Takke (QyHkumonupyer (BacuibeBa u
ap., 2001; Santos et al., 2001; D’Haeze et al.,
2003; I'msapko u ap., 2007) 1 MOXKET BKIIOYATHCS
Ha HayaJbHBIX 3Tanax WHOUIUPOBAHUS U B Teue-
une nndekmun (Vasse et al.,1993; Mehdy, 1994).
B omeirax BacunbeBoii ¢ coaBt. (2005a) ciyctst 24
1 48 4 1mocye HHOKYJISAIUH IIPOPOCTKOB ropoxa pu-
300msamu conepxanne H,O, B KOpHSX yMeEHbIIa-
nock Ha 43 u 48%, a B 3MUKOTUIIE YBEINYUBAIOCH
Ha 170 u 221% cootBercTBeHHO. Te ke camble 3a-
KOHOMEPHOCTH ObUIM OOHAapY)KEHBI U TMPH H3yue-
HUM COIEPXKAHUS B KOPHIX M SIMHKOTHIISX rOpoxa
cynepokcuaHoro pamukana (O, ) (BacuibeBa u
Ip., 2001). DTy naHHBIE TOBOPST O TOM, YTO PU30-
Ooun mo-pazHomy BimstOT Ha cuHTe3 ADK B opra-
HaX, BOCIPUHUMAIOIINX KITyOEHBKOBBIE OaKTEpUU
(KopeHb) 1 He BOCTIPHHUMAFOIIUX MX (STHKOTHIIE).

EcTh pesynbTathl, AoKa3biBaronne HEoOXO-
JUMOCTh TIEPOKCHIa BOAOPOJA U IS pU300Halb-
HOW MH(peKuu. Tak, MyTaHT JIOIEPHBI B CUMOMO-
3e ¢ S. meliloti xapakTepusyercsi CHIBHOW Jerpa-
nmanment H,O, BciencTBre CBEPXOIKCIPECCUU TeHA
Karajasbl, B pe3yJbTaTe 4ero M3MEeHSFOTCS HHPEK-
IIMOHHBIE CBOMCTBA M HAOIIOJAeTCS CHIDKEHUE KO-
nryecTBa KiayoenskoB (Jamet et al., 2007). Ho B To
ke BpeMs puzoOuanbHast HH(EKIus criocoOCTByeT
cHmxeHuto cogepxkanus H,O, u canuuuinoBoit
KHCIIOTHI B KOPHSIX 3THOJIIMPOBAaHHBIX ITPOPOCTKOB
ropoxa (I'msueko u ap., 2005a). ITo nanueM Lohar
et al. (2007), mpexomsiiee ymenbinenne ADPK B
KOPHSIX JIFOIIEPHBI  CITIOCOOCTBYET nedopmaiuu
KOPHEBOTO BOJIOCKA ITPU MHOKYJIsiiuu Sinorhizobi-
um meliloti. B psime pabot mokasaHa IOJI0KUTETh-
Has pons HAJI®H-okcunassl, yuacTByroLeH B re-
Hepauun  H,O,, B craHoBieHun 000OOBO-
pusobuansHOro cumbOmosa (Marino et al., 2011,
Montiel et al.,2012; Arthikala et al., 2014). He uc-
kitoueHo, uto ADK u apyrue npoTuBOMHUKpPOOHbIE
COCJIMHEHMS PaCTeHUSI-X03MHA y4YacTBYIOT B aB-
TOPETYIUPOBAHUN HOLYJSIIMU IIyTeM OJIOKHpOBa-
HUsI B ONpeZeiCHHbIE BPEMEHHBIE 3Tarbl Mporec-
coB puzoOuanbHOi mHpekuun (Saeki, 2011). Ta-
KM 00pa3oM, 3TH PE3yJbTaThl YKa3bIBAIOT, YTO
TeHETHYECKH 3aJI0KEHHbIE (DYHKIMU yCTOWYHMBO-
cTi y 6000BOTO pacTeHUs] aKTUBH3HPYIOTCS B Te-
YeHHE CaMBbIX PaHHUX CTaauil pu300MaILHON WH-
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¢dexknuM W B JanbHeWIeM npu (HOPMUPOBAHUU
cuM6bmno3a. MHade roBops, OakTepHaabHBIC CHM-
OnoTHyeckne a30THUKCATOPHl Ha paHHUX 3Tarax
B3aMMOJICHCTBUS MPOSIBIISIOT CBOWCTBA MATOICHOB,
YTO TMO3BOJSIET UM MPOHUKATH B PACTCHUE MyTEM
noxasienuss ero mmmynutera (Kambara et al.,
2009; Kereszt et al., 2011; Okazaki et al., 2013).

CremoBaTenbHO, 0000BOE pacTeHHE B OJTHUX
CIIydasix CMArYaeT 3allUTHYIO PEakluIo, a B JIPYy-
THX yCUIHMBaeT. MOXXHO caenaTh 3aKII0UeHHE, YTO
pu  pu300MaTBLHON HMHQEKIINA cHcTeMa OaKTepH-
ANBbHOW 3alUTHI OCIA0SETCs TOJIBKO B KOPHEBOM
30He (Hambojee YyBCTBUTEILHOW K PH300HMAM) H
He TepsieT cBoed A (HEeKTUBHOCTH B APYTUX Opra-
Hax. B 3ToM ciiyyae MOKHO TOBOPUTH O JIOKATbHOM
U CUCTEMHOH peryssiuy yCTOMYUBOCTH PacTEHUs-
XO035iMHa K pU300ManbHON mH(peknun. B cmydae
JOKAIbHOW WH(pEKINN (HAampuMep, B 30HE KOPHA,
HanboJiee YYBCTBHUTENBHOW K HMHQEKINH) OakTe-
pUH-pU300MH TIOAABISIOT 3aIIUTHBIC PEaKIUU pac-
TEHUS-X035HUHA C MOMOIIBIO PA3TUYHBIX MEXaHU3-
MOB, B TOM YHMCIIE XapaKTepHBIX Ui (uTonarore-
HOB, HaIllpUMEp, C MOMOIIBIO TTOBEPXHOCTHBIX K-
somonrcaxapuaoB win Nod-dakropos (Mithofer,
2002; Lin et al., 2013; Lehman, Long, 2013). Bo
BTOPOM clly4dae, HEeKOTOpble pu300uu (Hampumep,
Sinorhizobium fredii, Mesorhizobium loti, Brady-
rhizobium japonicum) ucrons3yoT, Kak U ¢GuTo-
MaTOTeHHbIE OaKTEepPHH, CEKPEIUOHHBIE CHUCTEMBI
T3SS wiu T4SS nns nocraBku 3 HEKTOPHBIX Oe-
KOB B PACTHUTENIbHBIC KJIETKH, KOTOPBIE MOTYT
Y3HAaBAaThCS BHYTPHUKIETOYHBIMU JIOMEHAMU MEM-
Opannbix RLK, BbI3bIBas MHUIMAIIMIO 3alUTHOMN
cuctemsl ETI, uro mepegaercs oT KIETKH K KIIETKE
W YBEIUYMBACT YCTOWYUBOCTD KJIETOK K MHBA3UH.

OmanM w3 Takux OenmkoB sBiseTcs NopL
(nodulation outer protein L), koTopslii q0CcTaBIIs-
eTCsl B PACTUTENBHYI0 KIETKY CEKpEIHOHHOH cu-
cremoit T3SS u OJOKHpyeT 3alIUTHBIE PEAKIINH, B
YaCTHOCTH, TpaHCKpumuuio PR-renoB u momudu-
UPYEeT aKTUBHOCTh PacTUTEIbHBIX KrHa3 (Bartsev
et al., 2004; Okazaki et al., 2013). Drot Oesok BbI-
ssieH y Mesorhizobium loti, Bradyrhizobium ja-
ponicum W y MIHUPOKOCTICIM(DUIECKOro IITaMMa
NGR234 (Sinorhizobium fredii).

Ny-pukcupyromiue OakTepuu Ha PaHHUX
JTarnax B3auMO/ICHCTBUS TPOSBISIOT CBOMcTBa (hu-
TOMATOT€HOB, UCTIONB3YS (PAKTOPHI BUPYJIEHTHOCTH
— addexropubie coenunenus (Tampakaki, 2014).
Hanpumep, HyKI€OTHALMKIA3B HTPArOT CyIIle-
CTBEHHYIO POJIb HE TOJIBKO B PETYISIIMA MEXAHU3-
MOB MX BHUPYJIEHTHOCTH, HO U B IpoIEccax, CBA-
3aHHBIX C PAHHUMH CTaJHIMU WHOHUIHUPOBAHUS U
obpaszosanueM kiyoenbkoB (Ample et al., 2003).
Heo0x0o1uMo OTMETHTB, YTO B PETYJISIUMA CHHTE3a
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OIIC, BeposTHO, HpUHUMAaeT ydacThe LHAMO®
(mmmknmgeckuii amenosnaMoHOodocdar) (Lomovat-
skaya et al., 2015). JTeduiurHble 10 aKTHUBHOCTH
depmenta agenmnarimiiasel (All) mrammer Rhi-
zobium meliloti oTiMYanuch MOBBIIEHHBIM YPOB-
HeM cuHTe3a JIIC, 9TO OTpHIATETHFHO BIMSIO HA
3¢ peKTUBHOCTh a30THUKCAIMKM W CIOCOOHOCTH
JFOLEPHBI (POPMHUPOBATH MMOJTHOIICHHBIC KITYOCHBKH
(Bianchini et al., 1993). IIpeamomnaraercs, uro AlT
YYacTBYeT B TPAHCIAYKIIMH CHTHAJIOB, WHAYIHPY-
IOIIUX HOMYJISILIUIO.

VYuactue MTI (PTI) B monaBnennu cumom0-
3a OBLJIO IOKa3aHO B OMBITAX C MPUMEHEHHEM Oak-
tepuansaoro MAMP-dnaremuna (flg22) (Felix et
al., 1999; Lopes-Gomez et al., 2012). Bruio moka-
3aHO, 4yTO 00padoTka flg22 — akTMBHBIM 3MTUTOIOM
MAMP, cumwkaer peakito LOtus japonicus wa
Nod-(hakTopbl ¥ 3HAYUTEIBHO YMEHBIIAET HOMIY-
JSIIUI0 OTHOCUTENTBHO KOHTPOIISl. DT PE3yNbTaThl
MOT'YT CBHUACTCILCTBOBATH 00 YMCHBIICHHU CIIO-
coOHOCTH pU300Uii IPOTUBOCTOSTh YCTOWYMBOCTH,
csa3annoii ¢ flg22. JlomonHuTENBHO, SKCIIPECCHS B
pacTeHUU (QIareJUIMH-1yBCTBUTEILHOTO PEIICTITO-
pa FLS2 pe3ko yMeHbIIaeT KOIUYECTBO KIyOCHbB-
koB y Lotus japonicus (Lopez-Gomez et al., 2012),
YTO TOBOPHUT 00 YMEHBIICHUH 3aIIUTHBIX PEaKIui
B TeueHue Hoayssinuu. [lomo6uo sddexry flg22
Ha 0000BO-pH300MANBHEIN CHUMOHMO3 JEHCTBYIOT
TOPMOHBI 3aIIUTHOW CUCTEMBI PACTEHUI: CaJIUIIU-
noBas kmcimora (Stacey et al., 2006; Peleg-
Grosman et al., 2009), xacMoHOBass KHCJIOTA H
stunieH (Penmetsa, Cook, 1997; Sun et al., 2006).

Takum 00pa3oM, MOXKHO 3aKIIOUUTh, 4YTO
UMMYHHAasI CHCTeMa KJIETOK OO0OOBOTO pacTeHHs
MOJKET MpPENsITCTBOBATh MHBA3WU PU300MiA Ha ca-
MBIX PaHHUX CTaAMAX CUMOMOTHYECKOrO B3aUMO-
JIEeHCTBUS, a TAKXKE IIPH ONIPEEIICHHBIX YCIOBHSX B
TeyeHHe (GopMUpOBaHUS W (QYHKIHOHHUPOBAHUS
BPC, uro noarBep:xkaaeT runoresy o CyliecTBOBa-
HUHM MHOTOKPATHBIX 3TAroB MOJABJICHUS UMMYHH-
TeTa pacTeHHsl B TeUCHHE CUMOMOTHUYECKOTO TMpPO-
necca (Saeki, 2011; Berraban et al., 2015). Ilo
mueHuto Gourion et al. (2015), puzoOuanbHas uH-
dexnusi, compoBOXKAaeMas IOIaBICHAEM 3alllUT-
HBIX PEaKIMi U «BTOPIKEHHEM» COBMECTHMOTO pH-
300MaJbHOTO LITAMMa B PACTHTEIbHBIE KIIETKH,
Obuta JABWXKYIIEH CHJIOH, KOTOpas NpuBela K pu-
300HaTBHOM XO3HUCKON CIIETU(PHIHOCTH.

Ponv pusobuanvuvix noaucaxapuoos 6
0710KUpOBaAHUU 3AUUMHBIX PEAKYUIL PACHEeHUA

Kpome marrepHoB u 3¢ (eKkTOpHBIX OETKOB,
UMEIOTCS JIpyrHe OakTepHaNbHbIe (aKTOPbI, KOTO-
pble MPEAOTBPAILAIOT 3AIIMTHBIE PEAKLIUH pacTe-
HUSl B TEYCHHE CUMOMOTHYECKOTrO Ipoliecca. ITH
(dakTopbl YacTo He TPeOYIOTCS HENoCpeCTBEHHO
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s BPC. Hampumep, kiayOeHBKH, TOTyYeHHBIE
npu uHeknuu Mmyrtantamu Bradyrhizobium japon-
iCUM, HHAYLUPYIOT CTPECCOBBIE PEAKIMU U UMEIOT
HekpoTuueckue noBpexxaeHus (Gourion et al.,
2009). BrrsicHeHO, YTO MOBPESKICHUS HA KJICTOY-
HOW TOBEPXHOCTU KJETOK JIIOLEPHBI CBS3aHBI C
JIe(pEeKTOM B CHHTE3€ pU300MalbHBIX K30MOJHCa-
xapumos (Mithofer, 2002; Lehman, Long, 2013).
JlokazaHa posb pHU300MANBHBIX IOJIMCAXAPUIIOB
KaK aHTaroHHUCTOB B OTPULATEIBHOM PETYIMPOBa-
HUM WHAYKIHM 3alMTHBIX peakmnuii  (Mithofer,
2002; Lin et al., 2013). Oauromoaucaxapumsl —
KOMITOHEHTHI KJICTOYHOMW IMOBEPXHOCTH OaKTepHi,
ABJISIFOTCS CUTHAJBHBIMH MOJIEKYJIaMH TIPH B3au-
MOOTHOILIEHUSX MUKPOOOB C XO3SWHOM, BKJIIOYAs
u kuBOTHHIX (Long, Staskawicz, 1993; Benhamou,
1996; Pellok et al., 2000). TToka3ato, 4TO 3K30110-
mucaxapunsl (EPS), numononucaxapuasl (LPS) u
IUKINYeckne [(-rrokanel QYHKIMOHHPYIOT TIPH
¢dopmupoBanuu bPC. OmbITE ¢ pa3IMYHBIMHA ac-
COLIMALIUAMU PU300MH U OOOOBBIX ITOKA3alH, YTO
MYTaHTHI, Te()eKTHbIE B CHHTE3€ JI000TO M3 ITHUX
YTIIEBOMIOB, HE CIIOCOOHBI K JOCTATOYHOMY HH(U-
IIUPOBAaHUIO XO35MHA WM 00pa3oBaHUiO 3¢ ek-
TUBHBIX a30TQUKCUPYIONMX Ki1yOeHbKoB. Hapy-
LIEHUS B CHUMOHMOTHYECKOM B3aWMOJCHCTBUH B
3TOM cily4ae COIMPOBOMKAAIOTCS 3aIUTHBIMU peak-
uusmu pactenus (Finan et al., 1985; Niehaus et al.,
1993; Dunlap et al.,1996; Campbell et al., 2002).
IMo mammeim Lehman, Long (2013), EPS (suc-
cinoglycan, galactoglucan) u3 Sinorhizobium meli-
loti mposiBisiroT 3amuTHOE AeiictBue npotus H,0,
B T€UYEHHE paHHETO CHMOMO03a ¢ JroriepHoid. EPS u3
pasnuuHbIX Oaktepwii, Bkimtouyas S. meliloti, cy-
MPECCUPYIOT YCTOWMYHUBOCTH, CBsI3aHHYyI0 ¢ MAMP
(MTI) (Aslam et al., 2008). I[Tpu4nHa 3TOrO B TOM,
gyro MTI cynpeccupyercs u3-3a XenaTHpOBaHHS
EPS xanbiimem, KOTOpPBI SIBISETCS BaYKHBIM Kile-
TOYHBIM CHTHaNOM, BoBleueHHEIM B MTI (Aslam
et al., 2008). DT pe3ynbTaThl MO3BOJSIFOT TOBO-
PHUTB O CYIIECTBEHHON POJIM pU300HATBHBIX TTOJIH-
caxapuioB B HOIYJSIMOHHOM mporecce. [lo-
BUAMMOMY, OHM MOTYT WUIPaTh POJb CUTHAJIBHBIX
MOJIEKYJI U CYNPECCOPOB 3aIUTHBIX PEaKIfid pac-
TEHUSI-X035UHA.

Ponv  Nod-gpaxmopa nooasieHuu

3aUUMHbBLX cCUCmem pacmenusn

[

Camoii riepBoii peakield pu3o0uii Ha 6000-
BOE€ paCTEHUE SBISIETCS MPOJYKIHMS M CEKpelus
umu NFS, xoTopsle MHUIMUPYIOT WHPEKIHOHHBIH
Mporiecc U WHAYIHUPYIOT MopdoreHe3 KiyOeHbKa.
Puszobuanpueie reHbl, orBeTcTBeHHBIE 3a NF-
MPOAYKIIMIO, HE TOJIHKO aKTUBHO TPAHCKPUOHPY-
IOTCSL TIOC)Ie MH(EKIMU, HO TaKXKe OCTAIOTCS akK-
TUBHBIMH B 30HE a30T(QUKCAIlMM B KIyOCHbKax
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Medicago truncatula (Roux et al., 2014). D10 ro-
Boput 0 ToM, uTo NFS MoryT ¢yHKIIMOHMpPOBATH U
MocJie OpraHoreHe3a KiryOeHbKa.

Nod-daxrop, mpencraBistomuii coboii -
noxuroonurocaxapua ¢ 3-6 ocrarkamu N-aneTui-
D-rnroko3amMuHa, OYEBHIHO, SIBIAETCS OaKTepH-
anbHelM MAMP-coennnennem. Y cBOOOAHO Xu-
BYIIWUX TMOYBeHHBIX pu3oduit NFS He mpucyTcTBy-
I0T U UX CHHTE3 MHULIUHPYETCS (EHOTBHBIMH CO-
eanHeHusAMH 0000BOTO pacTeHUsI, BBIACISEMBIMH B
puzocdepy (Maxkaposa, 2012). OnurocaxapumHas
ocuoBa (ckenet) Nod-hakTopoB mogodHa rpubHO-
My XWUTHHY, KOTOPBIH SIBIISICTCS DIMCHTOPOM
(MAMP), BBI3BIBAIONIMM WHHIIHALNAIO 3aIlIUTHBIX
MEXaHN3MOB pacTeHHA. YCTaHOBJIEHO, 4TO 0000-
BbIE PACTCHHUSl PACTIO3HAIOT JIMIIOXUTOOJIHUrocaxa-
punasl (LCO) u xuroonurocaxapuabl 3a CYET TOTO,
yto ocHOBHOU ckener NFS mMeer momumdukarmm,
pasnuyvalonyecs: y pasHbIX BUAOB PHU300UH IH-
HOU W CTENeHbIO HACKHIIEHHOCTH OOKOBBIX OCTAT-
KOB JXMPHBIX KHCIIOT M HaJHYHEM paIuKajioB —
aretmna, cynb(dara, kapbomomaa u ap. (Gough,
Cullimore, 2011). bokosbie nieniu NFS criennguye-
CKH B3aUMOJICHCTBYET C PACTHTEIBHBIM PELENTO-
POM U 3TOT MOJICKYJISIPHBI KOMIUIEKC BYX Opra-
HU3MOB OCYIIECTBIISCT TPAHCAYKIHIO CHUTHAJIA IO
OyTH  MYTYaJHCTHYECKOTO  B3aHUMOJCHCTBHSA
(Gough, Cullimore, 2011). Cnoxnasi CTpyKTypa
NFs onpenensier cnennpuuHOCTh pU300HIA K 0O-
00BBIM pacTeHusIM-x03sieBam (Spaink, 1995). Tlpu
3TOM MOJIMCHEIUPHIHOCTh PU300HH K PACTEHUIO-
X03MHY OOyCIIOBIIeHa pa3HOOOpa3ueM CHHTE3a
umu NFs. [Ipumepom mmpokoit crenupuaHOCTH
Nod-(hakTopoB sBIISETCA PH3OOHUATBHBIA IITAMM
NGR234, criocoOHbI MHPHUIUPOBATH M HOIYIH-
poBaTh Oomnee 112 BumoB 0OOOBBIX pacTeHUil, a
Takxe He 6000Boe pacTenne Parasponia anderso-
nii (Skorpil, Broughton, 2005). PactutesbHbie pe-
nentopsl (LysM RLKS) «mpusnaiot» puzobuais-
Heie Nod-¢paxtopsl, uHruOupys MTI-3ammurHy0
CHCTEMY ITyT€M HEU3BECTHOTO MEXaHM3Ma M MHU-
HUHUpYeT Kackaj peakunii no gpopmuposanuto bPC
(Liang et al., 2014). DTto ocHOBHOE YCIIOBHE B
OTpeJieNIeHHBIX OOCTOSITENILCTBAX MOXKET Hapy-
MIATHCSl, YTO MPUBOJIHUT K BKIIOYCHUIO MEXaHU3MOB
3amuThl. HeoxuaanueimM siBisiercst To, uto Nod-
(hakTophl MOTYT «y3HABaThCS» U HE OOOOBBIMH
pacTeHHsAMHU (apaOHIOIICUCOM, MIIEHUNEH, ToMa-
TamM#) C MOMOIIBI0 MEXaHU3Ma, BEAYIIETr0 K CHIIb-
HOMY UHTHOMPOBAHUIO 3AIIUTHON CHCTEMBI pacTe-
HuH, cBszanHOH ¢ MAMP n nanmmupyemoii flg22
(Liang et al., 2013). Oto emie pa3 moATBEpXkKIACT
IBOJIIOIIMOHHOE PAa3BUTHE MYTYATUCTUYECKUX OT-
HOLICHUH — OT maToreHe3a K cuMOnosy.
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NFs, kak moyiarajiu B TEYEHHUE JTOJITOTO BpPE-
MeHH, 00s3aTenbHO TpeboBamuchk s bPC. Omna-
KO, KaK IMOKa3aJM MCCIIeOBAHMS ITTOCIECTHHUX JIET,
HE BCe pH300MM CIOCOOHBI mpoayrupoBaTh NFS.
Tak, cekBecTHpOBaHHE I'€HOMa IBYX PH300Malb-
HBIX CHMOMOHTOB 606oBOrO pacrenus Aeschy-
nomene afraspera mokasaio, 4To 3TH PU300HAIIb-
Hble mTammbl (M3 poaa Bradyrhizobium) mumenst
kanonnueckux nod-remo NFs (Giraud et al.,
2007). DTO cormacyercs ¢ TeM, YTO COSI U MYTaHT
L. japonicus crocoOHbI HOMYIMPOBATHCS U UH(DHU-
nupoBathes B oTcyTcTBre 60 NFS, mubo ux pe-
menropos coorBeTcTBeHHo (Madsen et al., 2010;
Okazaki et al., 2013). Kpome Toro, HeKOTOpBIE pH-
300un He Tpebyror NFs mns BPC; mpyrue — wuc-
mone3ytoT 13SS mmu T4SS. Yacte puzoduii, 1mo-
Bunumomy, ucnonbdyetr u NFs u T3/4SS. Dtu
JaHHBIE TIOATBEPXKAAIOT KOIBOJIONUIO CHMOMOHTA
U pacTeHHs-X039nHa. BO3MOXXHO, YTO MaTOreHHbIe
B3aMMOJICHCTBHS C PAaCTEHHEM B TEUYEHHE SBOJIIO-
UM XapaKTEePU30BATUCH OTEPEH HEKOTOPHIX OCO-
OEHHOCTEH maToreHe3a M OTBET PaCTCHUA-XO35SMHA
Ha BTOpXKEHHE PU300MIi cTall MEHee arpecCUBHBIM
(Gourion et al., 2015).

beuto mokazano, uro T3SS-addexrop u3
Bradyrhizobium elkanii mor 3amensts NF-
pelenTop y COOTBETCTBYIOIIMX MYTaHTOB COH
(Okazaki et al., 2013). TIlockombky T3SS-
apdexrop 1 NFS Moryr momaBisiTh MPHUPOAHYIO
YCTOMYMBOCTD, TO B 3TOM CHEIM(PUIECKOM ClTydae
sddexropusie  Oenku  Rhizobium  (mampumep,
NOpL) MOryT BBINOJHHUTH TaKyl0 (YHKIHUIO B OT-
cyrcrBue NF-curnanuura (Bartsev et al., 2004).

IToka3ano noxasneHue axtuBHocTw MTI C
MOMOIIBI0 BEICOKMX KoHIeHTparmii NFs (Liang et
al., 2013). Dta cynpeccusi Oblila HE3aBUCUMO OT
HOIYJISIIMOHHOTO CHUTHAJBHOTO IIyTH, TaK Kak
Ha0JII01a1ach y MyTaHTOB COM, HECIIOCOOHBIX JKC-
npeccupoBath NF-pereniroper (NFR1 u NFRD).
Cymnpeccust MTI ¢ nmomompsio NFS Gbuta oOHapy-
eHa y 0000BBIX H 'y He 0000BBIX pacTeHu (ToMa-
ThI, meHuna, apabunoncuc). NFs cympeccus MTI
MO3BOJIIET Mpenmnojiararb, YTO HCIIOJIb30BAHUE
LCO nepBoHaYaJILHO WTPAIO POJIb Y IMATOTCHOB, &
B IIPOIIECCE SBOJIONMH aJalTHPOBANACh K MOJ-
JepKaHuio cuMOnoTnueckoit nadekuun (Liang et
al., 2013).

Cnenyer ormeTtuth, uto NOd-(axTops!
WHAKTHBUPYIOTCS XUTUHA3aMH W CIIOCOOHBI MHIY-
[IUPOBATh AKTHBHOCTH THJPOJA3bI, YTO IOJTBEP-
JKJIaeT THIOTe3y O TOM, 4To uHakTuBaims NOd-
(akTOpa SABIAETCS CYLIECTBEHHBIM 3B€HOM B CHUM-
ouornueckom curnanuure (Staehelin et al., 1995).
Cremyer 3aMeTUTh, YTO WHUIHAIMS MEXaHH3MOB
3aIIUTBl pacTeHMsi BbICOKUMH jo3amu  Nod-
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daxtopor  (10°-10° M) B  Rhizobium-
WHOHUIMIPOBAHHBIX KOPHIX MOXKET OBITh YaCThIO
MeXaHH3Ma C TIOMOIIBI0 KOTOPOTO HOIYJISAIUS pe-
TYJIHpYyeTcs MO MNPUHOMIY OOpaTHOW CBs3W, a
UMEHHO, IyTeM BKJIFOUCHHS MM OTKIIFOUCHUS 3a-

IIUTHBIX PEAKILUi PACTEHHs Pa3HBIMH KOHIIEHTpa-
st NFs (Buffard et al., 1996).

Puzo6un moryt Bmuare Ha MTI gepes NF-
cBsizaHHylo cynpeccuto MTI myrem mHrnbuposa-
HUSI 3AIIMTHBIX peakiuii BHEKJIETOYHBIM XeJaTu-
pOBaHMEM KaJbIeM OaKTepHaIbHBIX YK30IOJIHCA-
XapuI0B WIM MHrHOMpoBaHueM Tponykuun ADK
C HCIOJIb30BaHUEM OaKTEepUAIbHBIX JIMTIOMOJIHCA-
xapunos (Aslam et al., 2008).

N3BectHo, uto B mponecce BPC ¢yHkmo-
HUpyeT  Oonpmioe  KOMWYEeCTBO  CHMOMO3-
cnenu(UIecKuX PAaCTUTENBHBIX TENTHIO0B, CXO.I-
HBIX C aHTUMHUKPOOHBIMU TeNTHIAMU — 3P HEKTO-
pamu pupoAHO# ycTolunBocTh. Hampumep, 6ak-
TepuanbHbI BaCA-0Oenok, BBI3BIBAIONIMI BHYTPH-
KJIETOYHBIE 3apa3Hble O0JIE3HH Y KUBOTHBIX, TAKKE
¢GbyHKIIMOHUpYeT B OakTepongax, oOecreunBas
HOpMabHYIO  No-(DUKCHPYIONIYI0  CIIOCOOHOCTH
pu300Uii MyTeM IOJABJICHUSI 3aIlIMTHOW CHCTEMBI
ki1yoeHbkoB (Berrabah et al., 2014). Dto roBopur o
TOM, YTO BHPYJICHTHBIA (PaKTOp maroreHe3a u 3¢-
(heKTOpBI MPUPOTHON YCTONUYUBOCTH HUCIIOIB3YIOT-
csl B cMMOMO3€e B MOJIb3Y MAKPOCHMOUOHTA.

Takum 00pa3oM, pe3yNbTaThl UCCIIeIOBaHUI
MOCJIETHUX JIET CBHJCTEIBCTBYIOT O Pa3HBIX
byukmuax pusodbuanpubix Nod-dakropos. Kpome
OCHOBHOM (yHkimu, kak MAMP-natTepHa, B3au-
MOJICHCTBOBATh C PACTUTENBHBIM PELENTOPOM H
3aImycKaTh KackaJl cuMOuoTu4eckux peakiuii, NFs
MOTYT y4acTBOBAaTh B OJOKMPOBAHWW WJIM aKTHBa-
[IUH 3alIUTHOW CHCTEMBI PACTUTENLHBIX KIIETOK, B
peryJsiui CUMOMOTHYECKOTO CHUTHAJIMHTA U, BO3-
MOJKHO, B JPYTUX ellle He W3BECTHBIX PEaAKIIHSIX,
CBSI3aHHBIX C OPraHOT€HE30M KIyOeHbKa W €ro
(GYHKIIMOHUPOBAHUEM.

3aknouenue

B »BOMIOLMOHHOM IJIaHE HAa4yajloM BO3HHUK-
HOBEHHS MYTYaJHCTHYECKOTO CHMON03a OYEBUIHO
ABJSIFOTCA  M3MEHEHHUsT BO  B3aWMOOTHOLLICHHAX
MHUKpoOOB-taToreHoB u  pacteHuit  (Kpyrosa,
2009). DTOT TE3UC MOATBEPIKIAET TEPBOHAYAID-
HBIA OTBET pacTCHUA-XO3sIMHAa Ha WHBA3UIO PHU30-
Ouii BKJIFOUEHHEM 3allUTHBIX MEXaHU3MOB, aHaJO-
THYHBIX TEM, KOTOpble (QYHKIMOHHPYIOT MpH
BTOPXXCHUM IIATOI'C€HOB, a TAKXKXE€ B TCUCHHUE CUM-
OMOTMYECKOr0  B3aMMOJCHCTBUSI  OPraHHW3MOB
(Kouchi et al., 2004; Saeki, 2011).

B cBs3u ¢ oTuM, aHaNMM3Mpys JaHHBIE O 3a-
HIMTHOM cucTeMe 000OBOIO pacTeHHsI, HHPHUIMPO-
BAaHHOTO PU300USAMH, CIEIyeT MpEeXkJe BCEro OT-
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METHTh 0coOeHHOCTh QopmupoBanus BPC — 3to
onoxummueckoe coorserctere Nod-dakropos pe-
menropaMm  pacteHusg-xozsuHa  (LysSM-pemenrrop
i LRR-peuenTop kuuaza). BsanmopeiicTBue
3TUX COEIMHEHUI BBI3BIBACT KACKAJ pEaklMii, Be-
nymx kK (opmupoBannto bPC u GroknpoBaHuio
3alMTHBIX peakuuit. OgHako, mo gaHHbM Nak-
agawa et al. (2011), NFs He TOIbKO aKTHBUPYIOT
cuMOuoTHYeckre rersl y LOtUS japonicus, Ho Tak-
e MOTYT TPaH3UTOPHO aKTHBUPOBATH I'CHBI 3allld-
ToI uepes perenropel Nod-daktopor. Creayer ot-
METHTb, YTO XWUTHH-OJIHMIOCaXapHibl — CTPYKTYp-
ubie anasorun NOd-(hakTopoB, TakKe MOTYT HHIY-
UPOBATH IKCIPECCUI0 CUMOMOTHYECKHX TE€HOB Y
Lotus japonicus wepe3 HEOMO3HAHHBINA PEIETITOP
xutuHa (Nakagawa et al., 2011).

Bropas 0coG0eHHOCTB — 3TO BKJIIOUEHHE pac-
TEHHEM-XO35IMHOM MEXaHHU3MOB 3alUThI AJISl Pery-
JSIMK PU300HaIbHON MH(EKIIMHU C UCTIONIL30BaHU-
€M JIBYX BETBEU PacTUTEIbHONM MMMYHHOW CUCTe-
Mmbl. [lepBas — MTI, ucnonme3yer TpancmemOpan-
HBIe pacTuTenbHble PRRS 1 MUKpOOHBIE MM MTATO-
readsie coenunenuss MAMPS wim PAMPS. Bro-
pas BetBb ET| — BHyTpHKIEeTOUYHAs, AEHCTBYET C
ucnonszoBanueM nonumMoppHbex NB-LRR — 6en-
KOBBIX TMPOJYKTOB pacTEHHs W MATOTEHHBIX d(¢-
(bexTopoB. DTH NPUPOAHBIC 3AIUUTHBIE CHUCTEMBI
pacternii — MTI u ETI, moryT geiicTtBoBaTh Tipo-
TUB PHU300MiA, HO OJIOKHPYIOTCS PU30OHSIMHU TPH
ycrenrHoM MH(UImpoBanuu. Pu3obun MoryT mpo-
ABJISITH Ce0s1 KaK MaTOTeHbl Ha CaMbIX PAaHHUX 3Ta-
nax WHBAa3WH W, BEPOSTHO, JUIS HEJAOMYIICHUS WH-
(UIMPOBaHKS IPYTUX OPraHOB pacTeHHs (HaNpH-
Mep, SMUKOTWIIEH Topoxa), KOrJa BKIHOYAIOTCS
3alUTHBIE CHCTEMBbl pacTeHus. B 3Tux ciydasx
CIIeNlyeT, TO-BHIUMOMY, pa3inyarh JIOKAIBHYIO H
CHUCTEMHYIO YCTOHYMBOCTH 000OBOTrO pacTeHUs
npoTuB pu3oOuanbHON uHpexkuuu. Kpome Toro,
3alllUTHBIE pPeakInu O0O0OOBOTO pacTeHHs aKTHBU-
PYIOTCSL TIPU OTKJIOHEHHWU IyTeH pu300uambHOM
WHQEKIUY W HOAYJSALMHU IO BIUSHHEM pPa3iiny-
HBIX (aKTOPOB.

OOmmenpusHano, 4ro pusoduanbHble Nod-
(bakTopbl — 00sI3aTeNIbHBIC COCMHEHNUS IS 3aITyC-
Ka CUTHAJIBHOTO Kackaja npu GopmupoBanuu bPC
(Giraud et al, 2007). Tem He MeHee, HEITaBHO yCTa-
HOBJICHO, YTO HeKoTopbie puzobduu (Bradyrhizobi-
um, mrammel ORS278, BTAI1) He uMeOT KaHO-
Huueckux NOJABC-reHOB, KOTOpBIE TpeOYHOTCS
st cuate3a NFS. OnHako MHOKyIsiius uMu 6000-
BBIX pacTeHuit u3 poga Aeschynomene He BbIsIBHIIA
pasnuumMii B Tporeccax HoayiasmuMd y  nod-
HE3aBUCHMBIX M NOO-3aBUCHMBIX PACTEHHUH 3TOTO
pona (Bonaldi et al., 2011). HeoskunaHHBIM SIBITS-
etcst T0, uTo NOd-hakTopbl BOCIIPUHUMAIOTCS U HE
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0000BBIMU pacTeHHUSIMH (apaOUIOTICHCOM, IIICHH-
e, romaramu) (Liang et al., 2013). ITokasamo,
YTO B OTOM Cllydae HaOJNIOJaeTcs cymnpeccus C
MAMP-cBsi3aHHOTO ~ MMMYHUTETa  PacTCHUS.
Haiineno, uro mytantsl cou o Nod-akropaomy
penenropy NFR1 mmu NFR5 Obutn He criocoOHBI
WHIIyLIUPOBATh CUMOMOTHYECKHE ¢dbyHKIMN
(HammpuMep KCIIPECCUIO TeHOB) B OTBET Ha 100aB-
neuue Nod-hakTopa, HO OHU (MYTaHTBI) OCTAIOTCS
criocobHbIME cynpeccupoBaTh MAMP-3ammuTHYTO
cucremy (Zeng et al., 2012; Liang et al., 2013).

CrnenoBarenbHO, OaKkTepUabHBIE CHUMOHO-
THUYECKHE a30TPHUKCATOPHl HA paHHHUX JTamax B3a-
UMOJICHCTBUS TPOSIBISIOT CBOWCTBA IATOICHOB,
YTO TMO3BOJSIET UM MPOHHUKATH B PACTECHHE ITyTEM
nojaBneHus ero ummynumreta (Kambara et al.,
2009; Kereszt et al., 2011; Okazaki et al., 2013).
OnmHako HOBBIE [aHHBIC IIO3BOJIIIOT HW3MEHSTH
CIIOXKHBIIKECS  TPEICTaBICHUs O  0000BO-
puzoduanbHoM cumbuoze. Tak, Nod-dakropsr,
obs3arenbHble TSI 0000BO-PU300MATHHOTO CHM-
0mo3a, ObLTH HEOOsA3aTeIFHBI B HEKOTOPBIX IPYTUX
cinydasix. Hampumep, XWUTHH-OJIHrOcaxapuibl
crpyktypHubie aHamoru NOd-hakTopoB, MOryT ak-
THBHPOBATh CUMOMOTHYECCKHE TeHbI y LOtus japon-
icus 6e3 yuactus perenrropoB NFS, HO, BepOsITHO,
¢ yuyactueM apyrux perentopos (Nakagawa et al.,
2011). INogo6HO 3TOMy, NF-penenTop, BoBIEUYEH-
HBIi B CUMOMO3 Ha paHHEW CTaauu, ObUT OOHAPY-
eH (DYHKIMOHUPYIOIIMM B TeUeHHE MaTOTEeHHOM
undexipn (Kereszt et al., 2011). ITostomy, nmeert-
Csl IOCTaTOYHO OCHOBAaHHWH CYHMTATh, YTO MPHPO/I-
HBI UMMYHHUTET PacTE€HHs MPOTHB ITATOTEHOB SB-
JSIeTCS PEIIAOIUM KOMIIOHEHTOM B YCTaHOBIIE-
HUU W TO;JepX)aHUuu 0000BO-pPU300HaATHHOTO
cuMOmo3a.

TakuMm 00pa3oM, HMMEIOIIMECS PEe3yJIbTAThI
YKa3bIBaIOT, YTO TEHETHYECKH 3aJ0KEHHbIE (QYHK-
UM yCTOWYMBOCTH y OOOOBOIO pacTeHHUs! aKTHUBU-
3UPYIOTCSl B TEUEHHE CaMBbIX PAaHHHUX CTaJAuN pu-
300MaNbHON MHQEKINH, a TaKKe MPH BHYTPHKIIE-
TOYHBIX CTagusx (opMupoBaHus cumbmosa. Cre-
JOBaTeNbHO, MPHUPOAHAs (BPOXKICHHAs) YCTOHYH-
BOCTh 000OBOTO PACTCHUsS W, MO-BUJAUMOMY, JIPYy-
rux Np-pHUKCHPYIOMINX pacTeHUH, aKTUBHO y4acT-
ByeT B (OpMHUPOBaHUU M (PYHKIIMOHMPOBAHHH 0O-
00Bo-pr3oduanbHOoro cumMOno3a. OCHOBHBIM IIPO-
TUBOJICHCTBYIONMM (DaKTOPOM TPU ITOM SIBIISTIOT-
cs1 pusoOuanbabie NFs, KoTopble 3amycKaroT Kac-
KaJ CHMOMOTHYECKUX peaklMid U MHTUOUPYIOT aK-
TUBHOCTh 3alllUTHBIX CHCTEM DPaCTEHHS-XO3SMHA,
KOTOpbIe MOTJIH OBl OBITh IIOMEXOW B YCIICHIHOW
uHpekuu puzobuil. Cienyer Takxke A00aBUTH,
YTO pasrajka (PU3HOIIOTHYECKUX, TCHETUYECKUX,
OMOXMMHYECKUX, MOJIEKYJIAPHBIX M JIPYTHX MeXa-
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HU3MOB MYTYaJIUCTHYCCKUX B3aMMOOTHOIICHUIH
pu300uii 1 600OBBIX paCTEHUN — MYTh K CO3/IaHUIO
HOBBIX KYJIbTYPHBIX PacTECHHH, 00JaaroIuX yHU-
KaJIbHOW CIOCOOHOCTBI0 (PUKCUPOBATH aTMocdep-
HBII1 a30T.
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DEFENSIVE MECHANISMS
OF RHIZOBIA-INFECTED LEGUME PLANTS

A. K. Glyan’ko

Siberian Institute of Plant Physiology and Biochemistry
Siberian Division of the Russian Academy of Sciences
(Irkutsk, Russia)

E-mail: akglyanko@sifibr.irk.ru

The paper reviews the data on defensive mechanisms of a legume subjected to nodular bacteria (rhi-
zobia) infection. The hypothesis of participation of plant defensive systems MTI (MAMP-triggered
immunity) and ETI (effector-triggered immunity) in counteracting rhizobia invasion as probable
pathogenic agents in root tissues at the initial stages of organisms interaction, and later on as a regu-
lating mechanism of root rhizobial infection is substantiated. The plant ability to block rhizobia in-
vasion into plant’s other organs (for instance, epicotyls), which are not subjected to infecting by rhi-
zobium is stated. With this in view, a notion of legume local and systemic resistance to rhizobial in-
fection is proposed. In the former case rhizobia suppress immune response of plant root cells, in the
latter they enhance plant resistance to rhizobia. Detailed consideration is given to the role of Nod-
factors of rhizobia (NFs) and interacting plant receptors in blocking root defensive reactions and
triggering signal cascade within nodules organogenesis. New facts related to NFs role in formation
of rhizobial-legume symbiosis are described: lack of canonic nodABC-genes required for NFs syn-
thesis in some rhizobia (Bradyrhizobium); perception of Nod-factor by non-legumes (arabidopsis,
wheat, tomato), which leads to suppression of plant MTI-defensive systems. The role of bacterial
surface exopolysaccharides in root defensive systems suppression against rhizobia is discussed. It is
concluded that natural (inherent) legume cell immunity (except specific NFs) actively participates in

formation of rhizobial-legume symbiosis.

Key words: Rhizobium, legumes, rhizobial-legume symbiosis, Nod-factors, plant MTI/ETI-defensive
mechanisms, bacterial T3/4SS-secretion mechanisms, LysM/LRR-domain kinase-plant

receptors
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3AXUCHI CUCTEMH BOBOBHUX POCJIMH
IIPU IHOIKYBAHHI PU30OBIAMU

A. K. I'maabko

DeoepanbHa OepiicasHa OI0KHCemHA YCMAH08A HAYKU
Cubipcoruti incmumym @hizionozii i 6ioximii pociun
Cubipcvroeo 8iddinenns Pociiicokoi akademii nayk

(Ipxymcok, Pocis)
E-mail: akglyanko@sifibr.irk.ru

VY3araipHEeHO J1aHi PO 3aXMCHI MeXaHi3MU 0000BOI pociuHH, iH(pIKOBaHOI OyIbO0YKOBMMHU OaKTe-
pisimu (pu306ismu). HaBonsiThesl HOKa3u Ha KOPHUCTh TE3H MPO y4acTh 3aXHCHUX CHCTEM DPOCIWHH
MTI (MAMP-triggered immunity) i ETI (effector-triggered immunity) y npotuaii inBasii puzo6iii
SIK MOXITBHX ITATOTCHIB B TKAHUHU KOPEHS Ha MI0YaTKOBUX €Talax B3aeMOJIii OpraHi3MiB, a TAKOXK y
MOJAJIBLIOMY, SIK PEryJIIOI0uoro MexaHi3My pu3o0biajnbHOro iH(}ikyBaHHS KOpeHiB. Bin3zHayaerbcs
MOJKJIMBICTh OJIOKYBaHHS POCIMHOIO iHBa3ii pi300iil B iHIII OpraHu POCIHHU (HATIPHUKIIAM, CMiKOTH-
7)), Mo He MiIAATECS iHQIKYBaHHIO OYIEO0YKOBUMHU OakTepisMu. Y 3B'SI3KY 3 M IPOTIOHYETHCS
BBECTH MOHATTS JIOKAIILHOI Ta CHCTEMHOI CTifiKocTi 0000B01 pociuHN 10 pu3odiansHOI iHeKmii. Y
MepuIoMy BUIAAKY pu300il MPUTHIYYIOTH IMYHHY BIiAIIOBIiAb KIITHH KOPEHS POCIHHHU, Y OJPYTOMY —
MiACHIIOIOTH CTIHKICTh POCIHHH 10 pr300ii. JJokmagHo posrisnaerbes poinb Nod-¢pakTopiB pu3oobiii
(NFs) i pocmMHHAX penenTopiB, M0 B3aEMOMIIOTH 3 HUMH, y OJIOKYBaHHI 3aXHCHHUX PEAKIIii KOpeHs i
3aIlyCKy CUTHAJIBHOTO KacKajy 3 opraHoreHe3y OynbOoukd. Bin3HauaroTbes HOBI (pakTH 110110 posti
NFs y dopmyBanHi 06000BO-pu300iaIbHOTO CHMOI03y: BIACYTHICTh Y JACSAKHX pPH300ii
(Bradyrhizobium) kanoniunux NodABC-renis, siki motpi6ui mis cuntesy NFs; crpuitnsarrs Nod-
(dakTopa He 6000BUMHU poCIHHAMHE (apadiJONCHCOM, MIICHHUIICI, TOMATaMu), 10 BeAe 0 Cympecii
MTI-3axucHOI cucTeMu y X pocirH. OOroBOPIOETHCS POJIb OaKTEepialbHUX HOBEPXHEBUX €K30I0-
JicaxapuIiB B CyIpecii 3aXUCHOT CHCTEMHU KOpeHs MpoTH pu300iil. 3po0iIcHO BUCHOBOK, IO TIPUPO-
nHAK (YpOIDKeHHH) IMyHITET KITHH 0000Boi pocimau (KpiMm crenudigaux NFs) Oepe axTuBHY
y4acTh y popMyBaHHI Ta QyHKIIOHYBaHHI 06000BO-pH3001aTBHOTO CHM0103Y.

KarouoBi ciaoBa: Rhizobium, 60606i pociunu, 606060-puzodianvuux cumbios, Nod-ghaxmopu,

MTVETI-3axucni cucmemu pociaunu, T3/4SS-cexpeyiini cucmemu 6Gaxmepiil,
LysM/LRR-0omen RLKs-pocrunni peyenmopu
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