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OCOBEHHOCTU OPrAHU3ALUMN N DYHKUNOHUPOBAHUSA
Y PACTEHUN YHUKAJNIbHOIO KJTACCA PELIENTOPHbIX
KWUHAS3, COAEPXALUNX LYSM-MOTUBbI

BO BHEKJIETOYHbIX AJOMEHAX

BBEJIEHVIE

Pacrennst HaxoasiTcsl B MOCTOSIHHOM B3aUMOJEHCTBHM C MOYBEHHOH MHKPO-
(bJ10poii, W XapakTep OTHOILLIEHHH MeXKIy HUMH B 3HAUMTEJLHOW CTEreHU omnpe-
JeJISIeTCsl CNOCOOHOCTBIO PACTEHHUI PACO3HABATL HA MOJIEKYJISIPHOM YPOBHE OT-
JIMUUTEJIbHBIE 0COOEHHOCTH MHKPOOpraHuamoB. [Ipoiiecc B3aMMHOTO y3HaBaHHUS
MeXK1y MHKPOOPraHH3MaMHU U PACTEHUSIMU MTPOUCXOANT MOCPEACTBOM BOCTIPUSITHSI
napTHepPaMH KaK MOBEPXHOCTHBIX KOMIOHEHTOB, TaK H CEKPETHPYEMBIX B Cpejy
BElECTB, JeHCTBYIOUINX B MaJIbIX KOHIEHTPALMSIX U CTOCOOHBIX BBI3BIBATH Kac-
KajJl OTBETHBIX peakluil y opranuama-napraepa. He ciyuafino ananus reHomoB
MozlesbHBIX pactennit Arabidopsis thaliana w Medicago truncatula mo3sonuna
BbIIBUTL Gosiee 500 crieldUUHBIX PELENTOPOB, UTO, HATIPUMEp, B IECATKH Pa3
NpeBbIIIAET KOJMUECTBO PEIENTOPOB Y »KUBOTHBIX (Yahyaoui et al., 2004). [Tpu-
pofia THX CHUTHAJIOB H TO, KaK OHH BOCTIPHHUMAIOTCS UyBCTBUTE/IbHBIMU CHCTEMA-
MH pelLeNiUH pacTeHHHl, sIBJISIEeTCS] Ba’KHBIM aCMeKTOM PaCTHTEBbHO-MHKPOOHBIX
B3aumosericteuil (Boller, 1995).

Y MHKPOOPTaHH3MOB BBISIBJIEH LEJIBIH PSL COEAMHEHHH, KOTOPBle 3((eKTHB-
HO PACMO3HAIOTCS PELENTOPHBIMH CHCTEMAMH PACTEHHUH U BBI3BIBAIOT HMMYHHBIH
OTBeT — (pIare/IMHbI, GaKTEPH JUMOMONICAXAPHB!, PA3HOOOPA3HbIe TIHKAHbI
1 MHorue jpyrue. Cpeay Taknx COeAMHEHHH 0COOBIH Kacc COCTaBASIOT MoJe-
KyJIbl, COlepaKalllie B CBOeM cocTaBe N-aleTH/MIIOKO3aMUH — TEeNTHI0TINKAH
MyPEHH 1 ero MPOU3BOJIHbIE (TIPeACTaBAEHbl YepeyIolMHICs ocTaTkamMu N-atle-
THTIIOKO3aMHHA U N-aleTHIMypPaMoOBOH KMCJIOTHI), a TAKXKe XHTHH U €ro Hu3-
KOMOJIEKYJISIpHBIE TIPOHU3BOAHBIE (XHTOOJMrocaxapuabl, Nod-daxkropsl 1 Myc-
(hakTOphI ), MOHOMEPHBIMH OCTATKAMH KOTOPBIX s1BJsIeTCsT N -alle THTTIOKO3aMHH.
N-aleTHarIoKo3aMiH-CofepKalni OCTOB MypeHHa, OCHOBHOTO KOMITOHEHTa
KJIETOUHON CTEHKH OAKTEPHU, sIBJISETCS Ba2KHBIM JI/I1 HMMYHOTEHHOH aKTHBHOCTH
9TOr0 COeIMHEHUs NpH JieicTBUM Ha pactenus (Gust et al., 2007). dIpyrum co-
eIMHEeHNEeM, YUaCTBYIOLINM B aKTHBALMH HMMYHHOH CHCTEMBI PACTEHHI, SIBJSET-
Csl MOJTUMEP XUTHH (COCTOSIINI U3 0CcTaTKOB N-aleTHITIIOKO3aMHHA, CBS3aHHBIX
B-1,4-rMKO3UAHON CBSI3BIO), KOTOPBIH SIBJISIETCS OCHOBHBIM CTPYKTYPHBIM KOM-
[IOHEHTOM KJIETOUHOH CTeHKH rpuboB. B pesysbraTe B3aUMOLEHCTBUSI PACTEHUI
¢ (DUTOMATOTEHHBIMH OaKTEPHSMH W TPUOAMM TOJ JAEHCTBHEM PACTHTENBHBIX
THAPOJIUTHIECKHX (DEPMEHTOB MPOMCXOAUT AECTPYKLHUST TOJHMEPOB KJIETOUHOH
CTeHKH GaKTepuil W rpuOOB, YTO MPUBOAUT K TOSIBJEHHIO HU3KOMOJEKYJISIPHBIX
TMPOU3BOJIHBIX 3THX COEAMHEHU ((PparMeHTOB MypeuHa U XHTOOJHIOCAXapHIOB).
Hapsity ¢ nosimMepamu 3TH COeMHEHNS TAKXKe SIBJISIIOTCS MOLHBIMH CTHMYJISITO-
pamu (3JIMCHTOPAMH ) 3ALIUTHBIX PeaKLHil y pacTeHHH.

Y MHKPOOPraHU3MOB, (DOPMUPYIOLIMX CHMOHO3BI C BBICIIHMH PAaCTEHHSIMH,
BBISIBJICH IPYTOH KJIacC COEAMHEHHH, 10 CTPYKType OueHb HAMOMHHAIOIIHNX «1EKO-
PUPOBaHHBIE» XUTOOJUTrOCAXapuibl. DTH coenHernus — Nod-dakropbl 1 Myc-
(haKTOpbl, MPEACTABJSIOT COOOH JHMOXHTOOJIUIOCAXaPH/IbI, MOCKOJIBbKY HMEIOT
B CBOEM COCTaBe XKMPHYI0 KHCI0TY. Bbakrepuu nopsjika Rhizobiales BbiiensioT
Nod-dakropbl (oT anrsi. nodulation — kayGeHbKOOOpa3oBaHUe), COCTOSIIIHE
M3 HECKOJIbKHX OCTaTKOB N-aleTH/TIoKo3aMUHa (N =2—6), COeIHHEHHbIX
B-1,4-r1nKo3uaHON CBSA3bIO, KOTOPblE COEPKAT KUPHYIO KUCJIOTY Ha HepelyLH-
pyIoleM KOHIIE MOJIEKYJIbI, a TAKKe PsIL APYTHX 3aMeCTHTesel (aleTu, cyabdar,
kap6amou, ykosus) (Denarie, Cullimore, 1993; Geremia et al., 1994; Denarie
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etal., 1996; Spaink, 1996; Perret et al., 2000). Paznoo6pa-
3ue cTpyktypbl Nod-haKTopoB onpenesieT Xo3sHCcKyo cre-
UM(HUIHOCTL PU30OUH MO OTHOLIEHHWIO K PACTEHHSIM, a W3-
MeHeHnst B cTpykType Nod-(hakTopoB BeIyT K CMeHe Kpyra
xossieB. B pesysabrate B3anmonefictust ¢ Nod-akropamu
y pacTeHuil pasBUBAETCH PsJl OTBETHBIX PEAKLMH, KOTOpble
MPUBOJAT K PA3BUTHIO HA KOPHSX HOBBIX OPTAHOB — KJIy-
6eHbKOB, B KOTOPBIX BHIOM3MEHEHHbIe PH30OHH OCYIIECT-
BJISIIOT MPOLIECC a30TPUKCALHH.

[puGnl apOycKynsipHoit Mukopuabl (AM) Takxke Bblle-
JISTIOT JIUTIOXUTOOJIUTOCAXapHUAHbIe COeUHEHHsT — (DaKTo-
pel MHKOpH3006pasoBanust (Myc-dakropsr). OTHOCHTEIB-
HO HEJAaBHO TPyMMe HcC/efoBaTes el ylanoch ONpeieHTh
CTPYKTYpYy 3THX COEJIMHEHMH, BbiessieMblx rpubom AM
Rhizophagus irregularis (panee Glomus intraradices)
(Maillet et al. 2011). Ananua 3KCTpaKkToOB MpoOpacTAIONUIHX
criop rpuba, a TakKe 3Kccyzata KopHell MOPKOBH, KOJIOHH-
3UpOBaHHbIX RA. irregularis, mokasaa NpUCyTCTBHE TETpa-
MepHBIX 0JIMroMepoB N -alle THATIIOKO3aMHHa, COEPrKALIHX
cyJibaTHyto Tpymny u 2kuphyto Kucaory (C16:0 wm C18:0,
C18: 1) Ha TepMUHAJILHOM HEPEIYLUPYIOLIEM CaXapHOM OC-
tatke. Takum o6pazoM, Myc-(akTopel CTPYKTYpPHO OueHb
noxoxu Ha Nod-dakropbl. AHaMM3 GHOJOTHIECKON AKTHB-
HOCTH 3THX MOJIEKYJ TI0Ka3aj, YTO OHH TMOBBIIIAIOT MHKO-
puzauuio pacrenuit Medicago truncatula, Tagetes patula
v Daucus carota (Maillet et al. 2011).

McenenoBanust mocseHuX JeT TMO3BOJHIM BbISBUTh
6eJIKH-PeLleNTOPhl, BOBJIEUEHHbIE B y3HABAHHE COEAMHEHNH
MHKPOOPraHU3MOB, COCTOSIIIIMX H3 OCTaTKOB N-aleTuir-
JokozamnHa. Okasanoch, UTO 9TH GEJKH OTHOCSTCS K YHH-
KaJbHOMY KJaccy pelenTopoB, cofepxkaiux LysM-MoTHBBI
BO BHEKJIETOUHbIX f0oMeHax. Haspanue LysM 3TH MOTHBHI
TMOJyUUIH OT GAKTEPHONM3UHOB — JIUTHUECKHX (pepMeH-
TOB, MPEACTABJAIOUINX COO0H MypPEHHTHAPOJIA3bl U yyacT-
BYIOLIMX B paclienienuu mypeuta. [Ipucyrcrsue B pactu-
TeJbHBIX GesKax-pelientopax LysM-MOTHBOB yKa3biBaeT
Ha BO3MOYKHOCTb yUacTHsl MX B CBSI3bIBAHMM COEIMHEHHH,
COCTOSIIMX M3 OcTaTKoB N-auerunariaiokodamuna. CTpyk-
TypHOE CXOACTBO COEIMHEHHH, TOCTPOEHHBIX M3 OCTATKOB
N-aueTuaraioKo3aM1iHa, a Takke yuacTue B pacro3HaBaHuH
3THX MOJIEKYJ TpeJACTaBUTe el OHOTO M TOTO JKe KJjacca
pelenTopoB MOAHUMAET BOMPOCH! HE TOJMBKO O BO3MOXKHBIX
MeXaHH3Max padoThl CHCTEMBI JIMTaHA-PeLenTop y pacre-
HU, HO U 00 9BOJIIOLMOHHBIX M3MEHEHHSIX, KOTOPBIE MPHBE-
JI K Pa3BUTHIO TOHKOTO M TOYHOTO MeXaHU3Ma Pas/HIeHHs]
COe/MHEHH, BBI3BIBAIOIINX PA3BUTHE 3ALUTHBIX peaklHi
U1 (hOPMHUPOBAHHE CHMOHO03a.

Ocobennocmu peyenyuu y pacmenuii
N-auemun2nioKo3amMuH-co0eplHCcamux coeOuHeHuil,
8bI3bI6AIOWUX PA3BUMUE 3AUUMHBIX PEAKY UL

Kak 6b1710 0TMeUeHo paHee, OIHUMH H3 OCHOBHBIX CO€JIH -
HEHUH, BBI3bIBAIOLIMMH Y PACTEHHI aKTHBALMIO 3aLIUTHBIX
CHCTEM, SABJAIOTCA MypeHH OaKTepHH M XHUTHH, coleprKa-
LIMIACA B KJIETOYHOH CTEHKe IpHOO0B, a TAKXKE MX HU3KOMO-

JIEKYJIIPHBIE MTPOU3BOJIHBIE. DJUCHTOPHAS AKTUBHOCTb ITHX
COEJIMHEHHI 3aBUCHT OT CTETEeHH OJIMFOMEPHU3alIH U alleTH -
JIMPOBAHHUS MOJIEKYJT M TPOSIBJISIETCS MTPH IOCTATOUHO HU3KHX
KOHIIEHTpaLMAX. DTO yKa3blBAeT HAa HaJMUHe y pacTeHWi
pelenTopoB K 3TuM coenHenusim (Baureithel et al., 1994).
U nefictBUTEBHO, JIIST OT/IEJIBHBIX pacTeHHH ObIIH U3yUYeHbl
CTpOeHHE M MeXaHHu3Mbl paboThl LysM-pelienTopoB, KOHT-
POJIMPYIOLIMX AKTHBALIMIO 3AIUTHBIX PeAKIUH MPH CBA3bIBA-
HHM C COEJIMHEHUSMU, COCTOSIINMH H3 OCTATKOB N-alleTuJ-
TJII0KO3aMHHA.

[TepBbIM BbISIBJIEHHBIM PELENTOPHBIM GEJKOM, BOBJIE-
UEHHBIM B CBAI3bIBAHHE C XHTHHOM M XHTOOJIMIOCaXapHaaMH,
6611 6esok OsCEBIP y puca (ot anr. — Chitin Elicitor
Binding Protein) (Kaku et al., 2006). ITokazaHno, uto pe-
uentop CEBIP conep:kut na BHekseTouHbIX LysM-mo-
THBA, ABJACTCA MHTErpaNbHbIM MEMOpPAHHBIM OeJIKoM Oe3
KMHA3HOTO JIOMEHA U UIPAET BaXKHYIO POJIb B CBSI3bIBAHWUH
XUTHHA W XHTOOJUIOCAXapHIOB Ha TOBEPXHOCTH KJETOK
M aKTHBAlMM CMTHAJNLHOTO Kackaja B OTBET Ha JeHCTBHe
stux mMoJiekys (Kaku et al., 2006). MckyceTBeHHOe noaB-
JIEHHE SKCIIPECCHH ITOrO PelenTopHOro Gejika («cam/ieH-
CHMHI» ) TIPUBOJIUT K 3HAUUTEJbHOMY CHHXKEHHIO YPOBHS MPO-
SIBJICHNS 3ALIMTHBIX PEAKLMI y pUCa B OTBET Ha 0OPaOOTKY
XUTHHOM M XUTOOJHrocaxapuaamMu. OTCyTCTBHE Y pelenTo-
pa CEBIP xuHasHoro nomMeHa, OTBeYalollero 3a mepeauy
CHMTHAJIa, YKA3bIBAET HA BO3MOXKHOCTb €ro padoThl B KOM-
MJIeKCe C JPYTHM PELENTOPHbIM OesKoM, 00J1a1atoluM
(yHKuHOHAMBHBIM KHHA3HBIM JoMeHoM (Kaku et al., 2006,
Shimizu et al., 2010). [leficTBUTEbHO, MO3/HEE Y pHCa ObLI
BbIsIBJIEH Jipyroit petientopublit 6esok OsCERKI (ot anra.
Chitin Elicitor Receptor Kinase 1), BoB/JeueHHbI! B CBf-
3bIBaHHe XuTOOJUrocaxapuaoB (Miya et al., 2007, Wan et
al., 2008). MewmOpanHbiii LysM-conepxkaiiii petientop
OsCERKI conep>XuT oIMH KOHCepBaTHBHBIN LysM-mMoTHB
1 Ba LysM-nofo6HBIX MOTHBA BO BHEKJIETOUHOM JIOMEHE,
TpaHCMeMOpaHHbIi IOMEH ¥ aKTHBHYIO CEPHH-TPEOHUHOBYIO
kuHagy (Shimizu et al., 2010). Myrauuu no reny OsCERK]
MPUBOJSAT K 3HAUUTENLHOMY MOJABJEHHIO 3alIUTHBIX Peak-
1IMH B KJIETKAX pruca, 00paboTaHHOTro XUTOOJUTrocaxapuaaMH,
uTO yKa3biBaeT Ha BaxkHyto poib OsCERKI B ux passutuu.
Anamu3 Bo3MoxkHOTo B3anmojerictBusi OeqkoB OsCEBIP
1 OsCERKI ¢ nomotiiblo ABYyrMOPHAHOH JPOMXKKEBOH CHC-
TeMbl, MokazaJ, 4yTo oba Oejika 06/1a/1al0T CMOCOOHOCThIO
thopMHUpOBaTh reTepopuMepbl. bBblo BbISIBIEHO, UTO y puca
ocHoBHasi Macca 6esika OsCEBIP cyiiectByet B Bujie roMo-
JrMepa B IJIa3MaTHUECKOH MeMOpaHe, HO MPH CBA3bIBAHHUH
¢ xutoosurocaxapuaamu 6esikn OsCEBIP n OsCERKI crio-
co6Hbl (POPMHUPOBATH TFeTEPOUMEPHBII PELENTOPHBIH KOM-
MJIEKC, UTO BbI3bIBAET AKTHUBALMIO CHIHAJBHOTO KacKaja
(Shimizu et al., 2010).

Y apyroro pacrenusi, Arabidopsis, AICERKI npencras-
JseT coO0H CaMOCTOATEJbHO PabOTAOLLI0 PELENTOPHYIO
K1Hagy, coiepxKatityto B otinune ot OsCERKI Tpu koHcep-
BaTHBHBIX LysM-MOTHBA BO BHEKJIETOUHOM JIOMEHE, a TaKxKe
(yHKLMOHATLHBI BHYTPHKIETOUHbIH IOMeH — CepHH/Tpeo-
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HHUHOBYIO KMHa3y. [TokazaHo, UTo MyTaHTbl pacTeHHi 110 3TO-
My F'€HY MOJIHOCTBIO TEPAIOT CIIOCOOHOCTbL OTBEYATh Ha JeHC-
TBHE XuToosUrocaxapunos (Miya et al., 2007, Wan et al.,
2008). Kpome Toro, B 9KCrepuMeHTax Mo reTeposiorHiHoM
IKCnpeccun Oeska OblJIO MOKA3aHO, UTO BHEKJ/IETOUHbIH 10-
meH Af/CERKI HenocpencTBeHHO BOBJIEUEH B CBS3bIBAHHE
XUTHHA W XUTOOJIMTOCAXapHIOB, HO He CBA3bIBAETCS C OJIM3-
KUMH 110 XHMHYECKOMY CTPOEHHIO oJiuromepamu N-ateTu-
rajakrozamuta u xuroszatHoMm (lizasa, 2010). ¥ Arabidopsis
HanboJsiee CHJIbHAS AKTHBALMS 3alIMTHBIX PeakUUi Mpo-
UCXOJIUT MPH JIEHCTBUU XUTOOJHUTOCAXAPUIIOB CO CTENEHbIO
nosuMepusaluu 7 U 8 ocratkoB N-alleTHATIIOKO3aMHHA.
Penenropnast kunasa A/CERKI cnoco6Ha cBsiseiBath 1 60-
Jiee KOPOTKHE OJIMTOMEPBI XMUTHHA, HO MPH 3TOM He TpPOHC-
XOJIUT aKTHUBALMM 3alMTHBIX peakluil y pacTeHus, TOraa
kak XOC co creneHbio MoJUMepH3alun n=7 — 8 SBASIOTCS
CUJIbHBIMH HHJIyKTOPaMHM UMMYHHTETa pacTeHuil. B ocHoBe
Takux pasanuuil jexut cnocobHocth A{CERKI dpopmupo-
BaTb FOMOJMMEPHbIH PELENTOPHBIH KOMIIEKC TOJBKO TMpPH
CBSI3bIBAHUH TE€MNTa- U OKTAMEPOB XUTHHA (MPH STOM 4acThb
MOJIEKYJIbI JIMTAH/IA CBA3BLIBACTCS C OJHON MOJICKYJION OeJi-
Ka-pelenTopa, a 0CTaBlIasiCcs 4acTb — C IPYrod MOJIEKYJI0H
OeJiKa-pelenTopa), yTo NPUBOJUT K aKTHBALIMH KMHA3HOTO
JoMeHa W niepenade curnana (Liu T. et al., 2012). Terpa-
MepHble M TMeHTaMepHble XHTOOJUrocaxapuasl (n=4—>5)
He CnoCOOHbI «0OBENIUHATL» MOJIEKYJbl OeJIKa B TOMOJIHU-
MepHOM KOMIIJIEKCe.

Henasno y Arabidopsis 6bln BbISIBJIEH MyTaHT MO TeHY
lyk4, xapakTepu3yIolUIHIACs MOBBIILIEHHOH YYBCTBUTEIbHOC-
ThbiO K maroreHHomy rpuby Alternaria brassicicola v 3na-
UUTEJIbHO CHUXKEHHBIM YPOBHEM OTBETHBIX pPeaKkluil Mpu
00paboTKe PACTEHUH XHTHHOM H XHTOOJIMIOCAXapHAaMH
(Wan et al., 2012). B orsinune ot myraHra no reny cerkl,
y lyk4 He wnaGmofasu MosHOTO GJOKHPOBAHHS OTBETHBIX
peaklni Ha IeHCTBHE XMTHHA M XMTOOJIMrocaxapuuoB. Be-
positio, AtLYK4, npencrapasioniast co60ii HHTerpaabHyIo
mMeMmOpanHyio LysM-pelientopHyio KMHA3y, MOXKET MPHHH-
MaTh y4acTHe B CBS3bIBAHUH JIMTAH/IA, BOSMOXKHO KaK KO-pe-
uentop AfCERKI (Wan et al., 2012).

AHaJu3 reHOMOB JIPYTHX PACTEHHH MO3BOJIU/ TAKIKE Bbl-
sBUTb LysM-coziep:kaiiye perentop-nopoO6Hble KHHA3bI,
YUacTBYIOIIME B CBSI3bIBAHWM XUTHHA W XMTOOJHTOCAXapH-
J0B. B uactHoctH, y Tomata Solanum lycopersicum BbisiB-
Jienbl 6esikn — SIBti9 u SilLyk13, nokasbiBatoiiie cxo/c-
TBO MO aMUHOKUCJIOTHON nocsenoBatenbHocTH ¢ A/CERKI
(Zeng et al., 2012), y sumensa Hordeum vulgaris — 6enok
HuCEBIP, asnsiouwmiics romosiorom OsCEBIP (Tanaka et
al., 2010). S/Bti9 u SlLyk13 y Tomara, a takxke HvCEBiP
y IUMEHS yUaCTBYIOT B Y3HABAHHU XUTHHA U XHTOOJIUIOCAXa-
PHJIOB U MOCJEAYIOLICH aKTUBALMK 3aLLMTHBIX PEAKLMH pac-
TeHUI npu 3apaxkeHnu puronatorenneiMu rpudami (Tanaka
etal., 2010; Zeng et al., 2012).

WurepecHo, uto y Arabidopsis peuentop A{CERKI
B KOMOHHALMK C IByMSI JIPYTHMH JIOTOJHUTENbHBIMU LysM-
6eskamu AILYP2 u AfLYP3 yuacTByeT TakKe B CBSI3bIBa-

HHUM MypeHHa W €ero Mpou3BOAHBIX. [Ipy 3TOM MPOUCXOAUT
(hopMHpOBaHHE TETEPOMEPHOTO PELENTOPHOTO KOMILIEK-
ca mexxty AfCERKI u A(LYP2, AfLYP3 (Willmann et al.,
2011). Bbuti mostydeHbl 3KCMepUMeHTalbHbIE J0Ka3aTe/b-
ctBa Toro, uto 6esku AILYP2 u A{LYP3 nHeo6XoauMbl TOJb-
KO /ISl pacro3HaBaHUs MypenHa M UrpaloT BaxKHYIO POJb
B pa3BUTHM ycToHuuBOCTH Arabidopsis k GakTepuajbHOU
vHpekind. OfHaKO 3TH OEJIKH He y4yacCTBYIOT B CBSI3bIBa-
HHUM XHTHHA, TIOCKOJIbKY Y MYTaHTOB C HapylleHHeM 3KC-
npeccun A{LYP2 u AtLYP3 He BbISIBJI€HO OTJIHUHH OT IUKOTO
THIMA B OTBET Ha 06pabOTKYy XMTHHOM M XHTOOJUIOCaXapH-
jamu (Shinya et al., 2012, Wan et al., 2008; Willmann et
al., 2011; Shinya et al., 2012). ¥ apyroro pacteHusi, puca,
HeJaBHO ObLIH BbisiBJeHBI Tomosiork AILYP2 u AfLYP3 —
OsLYP4 u OsLYPG6, kotopble Tak:ke HEOOXOIUMBI I/ CBS-
3biBaHnst Mypenna (Liu et al., 2012). Takum o6pasom, mpu
(hOpMHUPOBAHUM PA3JIMUHBIX KOMIJIEKCOB C BCIIOMOTATE b~
HBIMH GeJIKAMU-pEleNToOpaMH  peasiu3yeTcs CrocoGHOCTD
pacTeHuil y3HaBaTh GJIM3KHE 10 CTPOEHHUIO COEIMHEHHS, CO-
CTOSILLME U3 OCTATKOB N -aLeTHJITJIIOKO3aMHHA.

Ocobennocmu peyenyuu N-ayemuiznioko3amuH-
cooepicaniux coeOUHeHUIl npu pazeumuu CUMoOU0306
pacmenuii ¢ zpudamu apoycKyiApHOI MUKOPU3bl

u azomurcupylouumu d6aKkmepuamu nopaoKa
Rhizobiales

McenenoBanust moc/eHUX JeT BHEC]H 3HAUYHTENb-
HBIF BKJIAJ B PacHIN(POBKY MOJEKYASPHBIX U KJIETOUHBIX
MEeXaHH3MOB, KOTOpble MPHUBOMAT K Pa3BUTHIO ABYX pas-
JIMUHBIX 3HA0CUMOHO030B — CcUMOHO3a pacTeHUHl ¢ rpu-
6amu AM 1 ¢ a30TUKCHPYIOLINMH OaKTEPHSMH MOPsIKa
Rhizobiales.

Cum6no3 ¢ rpubamu AM dopmMHupyeTcst MesKITy pejcTa-
BUTENIMU oTIesa Glomeromycota v pa3uIHbIMH PACTEHHU -
simu (6os1ee 80 % HazeMHbIX pacTeHHil (POPMUPYIOT SHIOMHU-
KOPHU3HBIA cuMOH03). [pnbGer AM sBJASTIOTCST 06/MUraTHBIMU
6ruoTpoamu, HKHU3HEHHBIH LUK/ KOTOPLIX 3aBUCHT OT (op-
MHUpoBaHusl cuMbro3a ¢ pacrenueM. [locne o6mena curna-
JlaMH MeKy NapTHepaMH, TpHO KOJIOHU3HPYET MOBEPXHOCTh
KOpHSI, (POPMHPYET arnpeccopyd U MPOHUKAET B PH30JAEPMY
MEXKJy KJIEeTKaMM (MM HEMOCPEACTBEHHO uepe3 KJETKH )
(Dickson, 2004). Ilocne nmpopacranusi rud rpuba uepes
BHEIIIHHE CJIOH KJIETOK M KJEeTKH BHyTPeHHEH KOopkl, rpud
dopmupyet apOycKyJbl (pa3BeTBJAEHHBIE BHYTPUKIETOU-
HBIE CTPYKTYPBI, OMpeaestiolie 06MeH MUTaTebHbIMH Be-
IIECTBAMH W CHTHaJaMu Mex1y naptHepamu) (Gianinazzi-
Pearson, 1996).

Pacrenusi cemetictBa Fabaceae, a TakxKe NpeiCTaBUTENH
eMHCTBeHHOro pofia Parasponia cemeiictBa Cannabaceae,
(hopMHUpYIOT CUMOHO3bI C a30T(MUKCHPYIOLIUMH GaKTepHs-
MU nopsiika Rhizobiales, nomyunsinmu o600611eHHOe Ha-
3BaHue puzobun. M3buparebHOCTb B3AUMHOTO y3HABAHMSI
MeKly OaKTepHSIMH U pacTeHUeM OMpeieNseTcsl CeKpelyen
W peleniueil CUrHaJbHbIX MoJiekyJ naptHepoB. Nod-dak-
TOPBI, Bblle/IsieMble PU30OHSIMH, 3aIyCKAIOT KOMIIJIEKC Crie-
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Lotus japonicus

POLLUX
|

4
(MP133| NUPES| SYMé |

Pisum sativum

Medicago truncatula

Puc. 1. [enetnueckuii Kourposib perenuuu Nod-hakropoB u nepejaun curuasa y 6060BbIX pactenudt L. japonicus, M. truncatula

u P. sativum

LM(HUUHBIX OTBETOB B 3MHUAEPMHUCE, TIEPULIUKJIIE H KOPE KOPHS
pacTeHusi, TeM caMbIM 00€eCreurBasi OCHOBY JUIS TOC/E/YIO-
111€r0 NMPOHUKHOBEHHS PU30OUH B KJIETKH PACTEHHH, PAa3BU-
THS1 HH(EKLINH 1 MopdoreHe3a KinyOeHbKOB.

Kak okasanocs, B csseiBanue Nod- n Myc-hakTopos,
BbIJIEJIIEMbIX CUMOHOTHYECKHMU MUKPOOPTaHH3MaMHU, TAKXKe
BoBJsieueHbl LysM-copeprkaniye perentop-noao6Hblie KHHa-
3bl (LysM-PIIK). ¥V MozesnbHbIX G0OOBBIX pacTeHUi JIsi-
BeHI11a SITOHCKOTO L. japonicus v JiouepHbl c1aboyceyeHHoN
M. truncatula LysM-PIIK oTHocATCS K IByM ceMeHCTBAM:
LYR u LYK, otninuatommmcst Tem, 4To TOJIbKO y MpeacTaBH-
Tesieit cemeiictBa LYK nmpucyTeTByeT (yHKIMOHANBHBIN KH-
HagHblil lomeH (Arrighi et al., 2006; Lohmann et al., 2010;
Shiu et al., 2004; Zhang et al., 2007). B kuHasHoM JlomMeHe
LYR GenKoB OTCYTCTBYET BaKHbIH PeryJsiTOPHbIH y4acToK,
nosToMy OoH He (yHKiHoHaseH. B peuenuunto Nod-dakro-
pos BoBJevenbl LysM-PITK kak LYR, tak 1 LYK cemeticTs:
y L. japonicus — L/NFR5 (LYR) u LjNFR1 (LYK) (Madsen
et al., 2003; Radutoiu et al., 2003), romosiornunbie GeJKu
BoisiBsieHbl y M. truncatula — MINFP (LYR) u M{LYK3
(LYK), a rakxke y ropoxa — PsSYM10 (LYR) u PsSYM37
(LYK) (Limpens et al., 2003; Arrighi et al., 2006; Smit et
al., 2007). ¥ L. japonicus o6a peuenTopHbIX OeJiKa
LjNFR5 u LjNFR1 a6conoTHO HEOOXOAUMBI Uil MHUIHA-
LMK pa3BuTHs1 6060BO-PH306HANBHOTO cUMOH03a (pHc. 1)
(Radutoiu et al. 2003). M3-3a cTpyKTYpHBIX 0COGEHHOCTEHH
KuHasHblil foMeH LiNFRS He criocobeH K aBTodocdopuiu-
poBanuio, Toraa kak L/NFRI conep:kut (yHKIMOHAIBHBIH
KWHa3HbII loMeH. [TogyueH psj lokasaTesibeTB, yKa3biBalo-
umx Ha 1o, uTo LINFRO n L/NFR1 dopmupyioT retepoaumep-
HBIF peLeNnTOPHBIA KOMMJIeKe npu cBsisbiBannn Nod- ak-
TOPOB, UTO TMPHUBOJMT K aKTHBALMM CUTHAJILHOTO KacKaja

y L. japonicus. B yactHoCTH, ABOHHON MyTaHT L. japonicus
1o renam nfrb/nfrl xapakTepusyeTcst IpakTHUECKH MOJHbIM
OJIOKMPOBAHHEM OTBETHBIX PEAKLHMH PaCTEeHHs HA NCHCTBHE
Nod-daxropos (Radutoiu et al., 2007). Tpancdopmarius
pacreHuii 6JU3KOro BUa L. corniculatus KOHCTPYKUHMEH Jyis
9KCrpeccHu IByX reHoB [jNFR5 u LjNFRI onHOBpeMeHHO,
ompesienisiia CrocoOHOCTb PACTEHHsT PA3INUaTh CTPYKTYp-
Hble 0coOeHHOCTH Nod-]hakTopoB, HHHIIMHPYIOUIMX CHMOHO3
MUMEHHO Ha pacTeHuu L. japonicus. Haxkonel, nenasHo 66110
nokasato, uto o6a petieniropa L/NFR5 n LjNFRI cBsisbiBa-
torest ¢ Nod-dakropamu (Broghammer et al., 2012).
Ananus wmyrautoB M. truncatula no renam Minfp
v Mtlyk3 nokasas, uTo TOJBKO y MyTaHTa no reny Minfp
HaOJII0laeTCA TIOMHOE OJIOKMPOBAHHE OTBETHBIX PeaKLHi
Ha MHOKYJSLMI0 pu3otusmu U JeiictBie Nod-dakTopos.
Y myrtaHrta no reny Mtlyk3, HanpoTuB, paHHHE CUMOHOTH-
UeCcKHe peaklH Pa3BHBAINCh, HO GJOKHPOBAHHE PA3BUTHS
CMMOM03a HaOMI0IAN0Ch Ha GoJiee MO3HEH CTaluk — IPH
thopMHUpOBAaHNH HH(EKIHMOHHBIX HUTEH W PA3BUTHH HH(EK-
unu (Limpens et al., 2003; Arrighi et al., 2006; Smit et
al., 2007). Dtu jaHHble MO3BOJIWJN CJIeJIaTh BBIBOJL O TOM,
uto y M. truncatula B cBsizeiBanun Nod-hakTopoB Mo-
TYT Yy4acTBOBATH JIBA OTJIEJbHBIX PELENTOPHBIX KOMIJIEKCa
(puc. 1). KomnoHneHToM pelienTopHOro KOMIIeKca, akTHBA -
Ms1 KOTOPOTO MPOUCXOJUT MPH MHULMALMK CUMOHO03a, MO-
xet aBastbest MINFP (y mytanTa no 3ToMy reHy oTBETHbIE
peaxlud Ha MHOKYJSILHIO PH30OHSIMH TOJHOCTBIO OTCYyTC-
TBytoT). KuHasHbiii tomeH penentopa M{NFP He criocoGen
K pocdopunuposanuto (Arrighi et al., 2006), uro ykasbiBa-
€T Ha BO3MOXKHOCTb (POPMHPOBAHHSI TeTePOAUMEPA MEXKITY
MINFP u nonosinuresibHoit LysM-PITK ¢ dyHKIIHOHAIBHOH
KMHa30H, KoTopasi ellle He BhisfiBJeHa. Jpyroil peuentop
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MtLYK3 xapaktepusyetcs 6oJiee CTPOroi CrelnpuiHOCTbIO
1o oTHOlIeHHIO K cTpyKType Nod-(hakTopoBs 1 akTHBHpyeTCst
npu pa3sutnu undexunn (Limpens et al., 2003; Smit et al.,
2007). dyukuponupyet nu M{LYK3 B BUzie romomepa uiu
reTepoauMepa B KOMIUIEKCE ¢ KAKHM-JHOO0 IPYrUM OeJIKOM
OCTaeTCst He SICHBIM.

CxonHasi KapTuHa HaOJoaeTes Wy Jpyroro 06060-
BOrO pacTeHHsi — ropoxa mnocesHoro P. sativum L.,
y KOTOpPOTro BbISIBJIEHbl TaKxkKe JBe pasjuiHbix LysM-
PIIK — PsSYMI10 u PsSYM37, koTopble MOTYT ObITh
BOBJIeueHbl B cBsA3biBaHHe Nod-dakropoB (Madsen et al.,
2003; Radutoiu et al., 2007; Zhukov et al., 2008). MyTrauuu
no reny Pssym10, konupytouiemy LysM-PIIK ¢ He ¢yH-
KLUMOHAJBHOW KMHA30H, MOJIHOCTbIO OJIOKUPYIOT Pa3BHUTHE
OTBETHBIX PEAKLUMH PACTEHHH HA HHOKYJALHIO PU30OHAMH
u nerictBue Nod-dakropos (Madsen et al., 2003). ¥V my-
TaHTOB 10 reHy Pssym37 Hapyuiaetcst pa3BuTHe HH(EKIINH,
HO paHHHe CUMOMOTHUECKHE PeaKLH B OTBET HAa WHOKYJISI-
1Mo He OsoKMpyloTes. Ha ocHoBaHWM 3THX JaHHBIX T10J1a-
ratot, uto PsSYM10 Bossieuen B petieniuio Nod-dakropos
Ha caMbIX paHHHUX 3Tanax pasBUTHs cUMOHO3a (BepOSITHO,
B Kommiekce ¢ apyroi LysM-PIIK ¢ akTMBHBIM KHHa3HbBIM
JIOMEHOM, KOTOpast B HACTOsIIlee BPeMsI ellie He BhIsIBJIEHA ),
a PsSYM37 aktuBupyetcst Mo3:Ke, BO BpeMsl TPOHUKHOBE-
HUST PU30OUI B KJIETKH KOPHS (MPH pa3BUTHH HH(DEKIIHN)
(puc. 1). PsSSYM37 KoHTpoJipyeT pa3BUTHE HH(EKIMOH-
HOrO Mpollecca 3aBHCHMbIM OT cTpyKTypbl Nod-daxTopa
o6pasom (Zhukov et al., 2008; Li et al., 2011). Cnenyer
OTMETHTb, UTO Y TOPOXa BbISIBJEH T'eH PsSymZ2, KOTopblil
B HacTosllllee BpeMsl He KJIOHHPOBAH, HO TaK:Ke KOHTPOJIH-
pyeT pasBUTHe HH(EKIHH 3aBUCHMBIM OT cTPyKTyphl Nod-
takropa ob6pasom (Geurts et al., 1997). Takas cneuu-
(bMUHOCTb yKa3bIBAeT Ha BO3MOXKHOCTb TOTO, uTo PSSYM?2
TaKXKe ABJISETCS PelenTopom, paboTaumM Ha 6oJee 103-
JIHHUX Tanax pasBUTHS cHMOHO3a (BO3MOXKHO, COBMECTHO
¢ PsSYM37). Takum o6pa3om, HECMOTpS Ha CTPYKTYpHOE
cxozictBo Mexiy LysM-PIIK L. japonicus, M. truncatula
u P. sativum, MmexaHu3Mbl PYHKLHOHHPOBAHHS PELIENTOPOB
K Nod-akropam y JIIoLepHbI H rOpoXa OTJIHYAIOTCS OT JIsi/1-
BeHIa. DTH AaHHble MOATBEPKAAIOT BBIIBUHYTYIO paHee TH-
noTe3y 0 BO3MOKHOM yuacTHu B yaHaBanuu Nod-daxropos
y M. truncatula v ropoxa JIByX THIIOB PELENTOPOB ( «peler-
TOpa y3HaBaHUs» OT aHrJ1. signaling receptor u «penenropa
MPOHUKHOBEHUsT» OT aHrJ. entry receptor), paboratouux
Ha pa3HbIX sTamax pa3suTus cumb6buosa (Ardourel et al.,
1994; Albrecht et al., 1999; Walker and Downie, 2000).
CorsiacHo THM TIpeACTaBIEHHUSIM, MEPBBIE TUT pelenTopa
MaJo cneurduueH B oTHoLeHUH cTpyKTypbl Nod-dakropa
1 paboTaeT NMpU HHULUHMALKMK CUMOH03a, a Ipyrol — CTPOro
crietduyeH B oTHoLIeHHH CTPYKTYphl Nod-dakropa 1 KoH-
TPOJIUPYET PA3BUTHE HH(EKIIHOHHOTO TIpoliecca.

Ocraetcst janeKum OT MOHUMAHHS TO, KaK OCYLIeCTBJIsI-
ercs1 petieriust Myc-(akTopoB y pacTeHHil, MOCKOJBKY B JH-
TepaTtype TpeACTaBJeHO MaJo JaHHBIX MO STOMY BOTPOCY.
Tosbko ay1s1 MosieibHOro 6060BorO pacrenust M. truncatula

noJstydenbl fantble o Tom, uto LysM-PITK M{LYRI cewmeiic-
tBa LYR (peuenTopbl, He conepxxkatiiye (HyHKIHMOHAJIBHOTO
KMHA3HOTO JIOMEHA ) aKTUBUPYETCst NP (hOPMUPOBAHHU CHM-
61o3a ¢ rpubamu apOyCKyISpHON MUKOPU3bI RA. irregularis,
UTO MOKET YKa3blBaTb Ha €€ y4acTHe B PACIIO3HABAHHUH CUT-
HasoB ot rpu6oB AM (Gomez et al., 2009). Bmecte ¢ Tem
y M. truncatula BoisBnena takxke LYR3 (LysM-PITK LYR
cemeficTBa), KoTopasi cnocobHa cBA3bIBaTh Kak Myc-dak-
TOPBl C BBICOKOH adunHocTbio, Tak U Nod-daxTopsl.
JasbHeiilie SKCEepUMEHTBI M0 MOAABJIEHUI0 KCIIPECCHH
3TOr0 I'eHa M03BOJISIT BLIICHUTD, KAKYIO POJIb HIPAET AaHHbIN
peLenTop B pa3BUTHH apOyCyIAPHON MHKOPH3BI HIIH 60060-
BO-pu3obuanbHoro cuouosa (Fliegmann J. et al., 2013).

Kpome Toro, ugyueHue eIMHCTBEHHOIO NpelCTaBUTE/Is
He60OOBBIX pacTeHuil pona Parasponia, GOpMHPYHOLIETro
CUMOMO3 C KIyOCHbKOBBIMH OaKTEPHUSMH, MPUBEJIO K Bbl-
sBjennto rena PaNFP, otHocsierocsi K cemeiictBy LYR,
KOTOpBI siBJIsieTcst romosiorom MINFP n LiNFR5. Beino
MoKa3aHo, UYTO KOJMPYeMbIil TUM reHoM OeJloK HeoOXOIUM
JUI MHULMALMK KaK CUMOKMO03a ¢ pU30OMAMH, TaK U rpuda-
MU AM, TO ecTb MOXKET BBLINOJNHATH (DYHKIIMIO pelientopa
Kak 1151 Nod-akropos, Tak u s Myc-daxropos (Op den
Camp et al. 2010).

Ocobennocmu peyenyuu Nod- u Myc-ghakmopos
Y He60606020 pacmenusa Parasponia

CumO6H03 pacTeHHH ¢ SHAOMHKOPH3HBIMH TpHOAMH —
HaMHOro 0oJiee IPeBHAs CUCTeMa, 4yeM 6000BO-PU300HAIb-
Hbll cUMOH03. CrocoOHOCTb K ee 00pa3oBaHHIO BO3HHKJ/IA
Ha 3ape 3BoJIOIMK HazeMHbIX pacteHu# (400—500 muH sieT
nasan) (I1posopos u ap., 2002). B otanune ot cum6u03a
¢ rpubamu AM, 6060B0-pr306HaIBHBIH CUMOHO3 BO3HHK
B MesioBoM Tiepuosie (60—70 man siet Hazan) (Doyle, 1997).
Psn ucenenosareseft mpeamonoxunn (Gianinazzi-Pearson,
1996; Gherbi, 2008), uTo yacTb PeryasaTopoB, KOHTPOJIH-
pyrolux nepenady curiazsa ot Nod-dakropa, Morya ObiTh
«3aMMCTBOBAHa» OOOOBBIMH M3 OoJiee JPEBHEH CHCTEMBI,
perysaupyiouei cMMOM03 PACTEHUH C SHIAOMHKOPHU3HBIMU
rpubamu. [lo-Bumumomy, B mporecce Ko-3BOJIOLUN C pac-
TEHHAMH PU300OHMH TPHOOPENH CITOCOOHOCTb CHHTE3HPOBATD
CHTHAJIbHBIE MOJIEKYJIBI, CXOAHBIE M0 CTPYKTYpe ¢ Myc-dak-
TOpaMH, BbIeJseMBIMH MHKOPHU3HBIMY rpubamu (I TpoBopos
v 1p., 2002). D10 yKa3biBaeT Ha BO3MOMKHOCTb CYLIECTBO-
BaHHsl y PAacTeHHIl YHUBEPCAJBHOTrO pelenTopa, y3Hatole-
ro kak Nod-dakropbl, Tak © Myc-dakropbl. OaHaKo Mpu
WIeHTU(HUKALIMKA KaHAUAATOB Ha poJib pelentopoB K Nod-
thaktopam y G0CGOBbIX, OblIM MOJyUYeHbl YOEIUTEbHbIE
JI0Ka3aTesabCeTBa TOTO, YTO Y HHUX CYLIECTBYIOT OT/EJbHbIE
peuenTopsl kK Myc-dakropaM, aKTHBHPYIOLME KOMMOHEH-
Thl «0011ero» curnajbtoro nytu (Ben Amor et al., 2003;
Madsen et al., 2003).

BbLiu NpeiozKeHbl IB€ I'MIoTe3bl, O6'bﬂCHﬂ}OlJ_ll/l€ npo-
nexoxkieHue petientopoB K Nod-dakropam y 6060BbIX pac-
tenuil. CorsacHo nepBoit — peuentopsl K Nod-dakropam
BOSHUKJ/IM BCJCACTBHUE JYNJUKAllMW TEHOB, KOIUPYIOLLIHUX
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peuentopbl K Myc-dakropam (Zhang et al., 2009). dtu
perienTopsl npruo6pean HOBYIO (DYHKIHIO B Mpoliecce Ko-
SBOJIIOLMH CO CMElU(PUIHBIME BUaaMu puzobuit. CoraacHo
BTOpOU runorese peuentopsbl K Nod-cakropam y 6060BbIX
BO3HUKJIM HE3aBHCHMO, HO B MTPOLECCe SBOJIOLNN OHH MPH-
00peJiu CrocoOHOCTb B3AUMOICHCTBOBATL C KOMIIOHEHTAMH
CHTHAJIBHOTO KacKaa, KOHTPOJHUPYIOIIMMH PA3BHTHE CHM-
6103a C SHIOMHKOPHU3HBIMH IPHOAMH.

Henasno y npescrasutens cemeiicrsa Cannabaceae —
Parasponia andersonii 6bin BbisiBiien peuentop PaNFP,
TMOKAa3aBUINI BBICOKYIO CTeNeHb TOMOJIOTHH C PeLenTopoM
NFP M. truncatula (Op den Camp et al., 2011). Dkcne-
puMenThl Mokasasnu, uto PaNFP BeimonsieT aBoiinyio (yH-
KIHIO — KOHTPOJMPYET HHUIMALHNIO PA3BUTHE a30T(HUKCH-
pyloliero cumM61o3a 1 cuMO103a ¢ rpudamu apOycKysipHOH
MHKOPH3bI. DTO CBHJIETE/LCTBYET B 10JIb3Y THIOTESBI O TOM,
uTo petientopbl K Nod-hakropam BO3HUK/IH BCJIEJICTBHE JyT-
JIMKALIUK FeHOB, KOAUPYIOLMX perienTopsl K Myc-hakropam
W B JajbHelemM npruobpesn cnocoOHOCTb Y3HABATh MOJIH-
(hutpoBanHbie MosieKyJibl — Nod-daKkTopbl pusoGHii.

Ocobennocmu nepedauu cuzHana NPu céA3bl6AHUU
pacmenuamu N-ayemunzitoKo3aMuH-co0epHcauiux
coeOuHeHull

Ananu3 mpesiCcTaB/MeHHBIX JAHHBIX TO3BOJSIET CeIaTh
BBIBOJL O TOM, UTO CMELHU(HIHOCTb Y3HABAHHSI CTPYKTYypHO-
CXOJIHBIX MOJIEKYJT (PUTOMATOreHHBIX H CHMOHOTHUECKHX MHUK-
POOPraHU3MOB KOHTPOJHUPYETCsl, MPeKe BCEro, MpH CBfl-
3bIBaHUM JMranaoB ¢ LysM-conepxkalliiMu perenTopami.
Onnako pacnosHaBaHue CTPYKTYpbI COeIMHEHHH, MTOCTymnalo-
II[MX OT MHKPOOPTaHHU3MOB, TPOUCXOAUT He TOJBKO TPH CBSl-
3bIBAHWM JIMTaHjIa ¢ BHeKNeTouHbIMKU foMeHamu LysM-PIIK|
HO OTIpe/Ie/IsIeTCs TAKyKe 0COOEHHOCTSIMU CTPOEHHS KHHA3HBIX
JIOMEHOB 3THX PeLeNnTOpOoB. Tak, CpaBHUTENbHbIN aHAIHN3 BbI-
SIBUJT 3HAUUTEJIbHOE CXOZICTBO MOC/AEN0BATENBHOCTEH KMHA3-
HBIX IoMeHoB petientopa K xutnny Af{CERKI u perentopos
6060BbIX K Nod-takropam — LjNFR1, M{LYK3 n PsSSYM37
(Nakagawa et al., 201 1). [Tpu 3T0M OTNIMUHTENBLHON OCOGEH-
HOCTBIO KHHA3HBIX JOMEHOB pelienTopoB K Nod-cdaxkropam
SIBJISIETCS] HAJWYHE B HHUX KOPOTKOH TMOC/IEI0BATENBHOCTH
13 Tpex aMuHoknca0T YAQ (THposuHa, alaHHuHa U TJIyTaMH-
Ha), XapaKTepPHOH TOJIBKO /151 < CHMOHOTHUECKHX» PeLenTo-
poB, Torna kak y A/‘CERK]I B kuHa3HOM loMeHe TaKofi moce-
noBatesibHocTy HeT (Nakagawa et al., 2011). DxcnepumeHTbI
1o TpaHcOPMaLMH MyTAHTHBIX PACTEHHI JISIBEHLIA 110 TeHy
nfrl KOHCTPYKUHMSIMH /151 SKCITPECCHH XMMEPHBIX pPeLernTo-
pOB, COEPIKALINX BHEKJIETOUHBIH U TPAHCMEMOPAHHBIA 10-
menbl L/NFRI peuenrtopa ssisenua L. japonicus, Ho nipu
5TOM KHHa3HbIH IoMeH pelientopa apabunoncuca AfCERKI,
M0Ka3aJsii OTCYTCTBHE y HUX CITOCOOHOCTH BCTYNATh B CUMOH-
03. Onnako Beaenust YAQ B 11oc/ie10BaTe/IbHOCTb KHHA3HOTO
nomena AfCERK] B xumepHoM petientope GblI0 10CTaTOUHO
JUIS BOCCTAHOBJIEHHUS! CTOCOOHOCTH PACTEHHH, SKCIIPeCCHpy-
IOMIMX XHMEpHBIE PELeNTOPkl, yCTAHABANBATL CHMOHOTHYEC-
ke otHotenus ¢ M. [oti (Nakagawa et al., 2011). Otsnuus

B CTPOEHHH KHHA3HBIX IOMEHOB PELENTOPOB, CBA3BIBAIOLINX
xutoosurocaxapuasl 1 Nod-akTopel, yKasblBaloT Ha BO3-
MOXKHOCTb B3aMMOJIEHCTBUS AKTHBHMPOBAHHOTO pelenTopa
CO CMEelUU(PUIHBIMA KOMIIOHEHTAMH CHIHAJIBHBIX MyTEeH, UTO
BeJIeT JIMOO K aKTUBAIMK 3alIMTHBIX CHCTEM PACTEeHHs, JINOO
YCTaHOBJIEHUIO CUMOUOTHYECKHUX OTHOLLIEHHH.

[1pn pasBuTy cuMO6H030B pactenuti ¢ rpubamun AM u pu-
300HAMH MPOMCXOMUT (POPMHUPOBAHHE MOPPONOTHIECKH CO-
BEPIIEHHO Pa3HBIX CTPYKTYP, OIHAKO TeHbl, KOHTPOJIHUPYIOLIHE
nepesady curuaja ot Nod- u Myc-haKkTopoB, ABASIOTCH 06-
LIMMHU JIISE IBYX NIPOLeCCcoB. [1epBbIM MOATBEPKIEHHEM ITOTO
cTasio OOHAPY»KEHHE MyTAHTOB IOPOXa, HECMTOCOOHBIX K 000-
uM thnam cumouosa (Duc G, 1989). B nanbHeiiiiieM MyTaHTbI
M0 €0OIIMM>» CUMOHOTHUECKUM FeHaM Oblin 0OHapyKeHbl y M.
truncatula, L. japonicus, M. sativa, Phaseolus vulgaris,
Vicia faba u Mielotus alba (Gianinazzi-Pearson, 1996).
B Hacroliee Bpems ucc/ie0BaHus, TPOBEIEHHbIE HA MOJIE/Ib-
HbIX 6000BbIX M. truncatula v L. japonicus, NpUBEJIH K HIEH-
TU(UKALMKY TEHOB, KOAMPYIOLUIMX KOMIOHEHTBI, KOTOpbIE
KOHTPOJIMPYIOT pa3BUTHE Kak cuMOHo3a ¢ rpubamu AM, Tak
1 6000BO-PU30OHATBLHOTO CUMON03a. DTH T'eHbl ObLIH BhIIE-
JICHbI B TaK HA3bIBAEMbIH «0OLIMI» curHabHbIN yTh (OCIT)
(Kouchi et al. 2010). ¥ monesbhbix pactenuin OCIT Brtoyaer
Ha00p JI0BOJBHO KOHCEPBATHBHBIX TEHOB, KOJAUPYIOLIHX MEM-
6pannyio LRR-peuentopuyio kunazy (MDMI2/LjSYMRK),
HECKOJIbKO KOMITOHEHTOB SJePHOH OOOJIOUKH TaKHUX Kak
LjNUPI133, [jNUP85, K*-3aBUCUMBbIH HOHHBIH KaHaJbl
(M{DMI1/LjCASTOR wu LjPOLLUX), pacro/oxenHble
B supe Ca’*/KaibMofyuH-3aBucuMble KuHasbl (CCaMK)
(M{DMI3/LjCCaMK) u Genku, B3auMOAEHCTBYIOLIHE
¢ CCaMK (M{IPD3/LjCYCLOPS), a Takxke TpaHCKpHII-
umonnbie dakropsl MINSP1/LiNSP1 u M{INSP2/LiNSP2
(puc. 1).

Bwmecte ¢ Tem aHa/M3 JIMTEPATYPHbIX JaHHBIX YKA3bIBAET
Ha 3HAUHUTEJILHOE «TIepPEeKPbIBAHHE» CUTHAJIBHBIX MyTEH, aK-
TUBHPYEMbIX MPH pelientnu N-aleTH/IraoKo3aMuH-Coaep-
JKAUIUX COEJMHEHHH. VI3BeCTHO, 4TO XHTOOJMrocaxapHjibl
CMOCOOHBI HHIYLMPOBATh B MEPUIIa3Me KIETOK KoJieGaHus
KOHILEHTPALMH BHYTPHKJIETOUHOTO Kaablms y M. truncatula
v L. japonicus, cXoiHble C TeMM, KOTOpblE BbI3bIBAIOT
Nod-dakropsl (Walker et al., 2000; Oldroyd et al., 2001).
XurooJsMrocaxapuibl CoCOOHbI HHLYLIHPOBATH IKCIPECCHIO
cUMOHO03-CrellHUUHBIX TeHOB, TakuX Kak [/NSPI u [ JNSP2
(Nakagawa et al., 2011). B cBoto ouepenp Nod-dakropsl
CMOCOOHBI aKTHBHPOBATh HEKOTOPbIE 3alllUTHbIE peaKI1H
y pacteHuil. B uactHocTH, aHanu3 Mpoduss 3KCIPECcCH-
pylolmixcst reHoB 'y L. japonicus B OoTBeT Ha 00pabOTKy
Nod-dakropamn u xutoosurocaxapuiamu y L. japonicus
nokasaJs, 4to B 000UX CJIydyasix MHAYLHPYETCs IKCIpeccHs
0KoJI0 150 «00UIMX» 'eHOB, B TOM UMCJI€ T€HOB, KOJUPYHO-
111X 3alIUTHbIE (DEPMEHTBI TEPOKCHIA3Y W XUTHHA3Y, a TaK-
JKe TeHOB OMOCHHTE3a CMelU(UUHBIX A7 6060BBIX (DHTO-
anekcHHoB — mnrepokapnaHoB (Nakagawa et al., 2011).
Kpome Ttoro, uHoOKy./s1Lust 6000BBIX pacTeHUH PU30OUSIMH
BbI3bIBAET 3IKCIPECCHIO T'E€HOB, KOJIUPYIOLIMX 3allUTHbIE
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(hepMeHTbl XaJIKOHCHHTA3y, (PeHU/IaNaHHH-aMMOHUI-1Ha3y
1 H30(DJIaBOHPEIYKTa3y, a TakKe CHHTEe3 (DUTOAJEKCHHOB
W MHIYKIHIO (OPMHUPOBAHUS AKTHBHBIX (POPM KHCJIOPOJA,
XOTSl 3TH peakllMd MeHee BbIPaXKeHbl H KPATKOBPEMEHHbI
(Savouré et al., 1997; Cardenas et al., 2008). BeposiTHo,
JlaJibHelilIee BbIsICHEHHE TOTO, UTO OMPEJIesieT Y PacTeHUH
CrelUUIHOCTb Pa3BUTHA CHMOMOTHUECKHMX WJIH 3aLUTHBIX
peakiyii mpu cBsizbiBaHnk N-ale THIITIIOKO3aMUH - COJIepoKa -
LIMX COEIMHEHUH B 3HAUMTEJIbHOU CTerneHu OyJIeT CBS3aHO
C BbISIBJIEHHEM M H3y4eHHEM MeXaHU3MOB pabOTbhl pelenTo-
POB K 3THM MOJIEKYJIAM Y PACTEHHH.

SAKJIIOHEHWE

Ocraetcst OTKPBITHIM BOMPOC O TOM, MOYEMY CMIOCOOHOCTh
(hopMHUpOBATH a30TPUKCUPYIOLLIMI CUMOHO3 OrpaHUueHa ce-
MEHCTBOM OOOOBBIX M €IMHCTBEHHBIM MPEICTABUTENEM Ce-
metictBa Cannabaceae — ponom Parasponia, B TO BpeMsi
KaK CcrocoOHOCTb (popMHpOBaTh cUMOHO3 ¢ rpubamun AM
pacnpocTpaHeHa JIoBoJibHO 1Mpoko (IIpoBopos, 2002).
HakanuBaroliyecst JaHHble [03BOJISIOT NPOC/IEAUTL IBO-
JIOLMOHHbIE M3MEHEHMS, [POU30LLEeJIIMe B PaCTEHHUAX
U onpeeMBLIHe HX CMOCOOHOCTb paclo3HaBaTh CUIHaJb-
Hble MOJIEKYJIbl MUKPOOPIaHU3MOB, COCTOSILLME U3 OCTATKOB
N-aueruaraiokozamuna. B npouecce napassenbHoi 3BO-
JIOLIMH C PACTEHUAMH OAKTE€PUH PU300MH NMPHOOPENH CIIO-
co6HOCTb cHHTe3npoBaTh Nod-(akropsl — coeaHHeHHs,
CXOJIHBIE MO CTPYKTYpe ¢ Myc-dakTopamu, 4TO MO3BOJHUIO
MM HCTOJIb30BaTh OoJiee PeBHUE MeXaHH3M pa3BuTHs AM
A1 (hOPMHUPOBAHUST HOBOTO THMa cumOuo3a. Takoil azor-
(bUKCHPYIOLINH CHMOHO3 Jla/ 3HAUUTENbHOE 3BOJIOLHOHHOE
MPEUMYLLLECTBO 0O0UM NMapTHEPaM.

BeposiTHO, y 6060BbIX pacTeHUH BO3MOXKHOCTb y3HABaTh
Nod-hakropbl pu3o6uii NosiBUIACH B pe3yJibTaTe aynanKalluu
TeHOB M TPHOOPeTEHHsT MapaoroM rena (GyHKIUHK pelienTopa
K 3THM CHTHaJIbHBIM MoJieKysaaM. O6 3TOM CBHJETEbCTBYET
TOT (haKT, uTo perentopsl K Nod-(akTopam akTHBHPYIOT CHT-
HaJIbHBIH KaCKa/l, B KOTOPbII BOBJICUEHDI TE 2K€ CaMble KOMII0-
HEHTBI, MepeJialolie CUrHal U npu pasputnu AM.

Bwmecte ¢ TeM Borpoc 00 9BOJIIOLMOHHOM MPEALLIECTBEH -
HHKe BCell rpynnbl peuentopos K N-aleTH/rIIOKO3aMHH-
COJlepKALIUM COEIMHEHUSIM OCTaeTCst OTKPBITEIM. CTPYKTYp-
HOE CXOJCTBO COEIMHEHMH MHKPOOPTaHH3MOB, CIOCOOHBIX
BbI3bIBATb PA3BUTHE 3ALUUTHLIX H CHMOHOTHYECKHX peaKLHil
Yy PAcCTeHHH, CXOACTBO AOMEHHOH CTPYKTYpPbl PELENTOpPOB
K TaKUM COEJMHEHMSIM, a TaKKe CXOACTBO MEXaHH3MOB pa-
6OTBI PEeleNTOPOB, MPeAnoNaralonmx GopMHpoBaHIe reTe-
PO- W OJIMTOMEPHbIX KOMILJIEKCOB [1PH CBA3bIBAHWM JIMTAH]A,
103BOJISIOT MPEIT0JO0KHTD, YTO JaHHAs [PyIINa PeLenTOpPOB
3BOJIIOLIMOHUPOBaJIa OT OJiHOro obuero npeixa. He cyuiect-
ByeT OJJHO3HAYHOTO MHEHHS! O TOM, KaKOH THII peLenTopa Obll
[IePBUYHBIM, a8 UMEHHO: [IPUBOJSILLNI K PA3BUTHIO 3aLLUTHBIX
peakuui y paCTeHHI UM K YCTAHOBJICHHIO CHMOHOTHYECKUX
OTHOLLIEHUH MpH y3HaBaHUU N-aLeTH/IMIIOKO3aMHH-COEep-
JKaLLUX coeuHeHUi. Jljis nopnepKaHust BOSMOXKHOCTH Cy-

1[ECTBOBAHMS PACTEHHS IOMKHBI 06/13/1aTh 9(h(hEeKTHBHBIMH
CHCTEMaMH PAacro3HaBaHHUsl MOBEPXHOCTHBIX KOMMOHEHTOB
1 CEKPETHPYEMBIX B CPely COeAMHEHHE MHKPOOPTraHH3MOB,
Tpekae BCEro, /s BbISIBAEHHS TOTEHIHANbHBIX MaTore-
HoB. Takum 06pa3oM, BeposiTHO, Ha HauyalbHOH CTyMeHH
sposoln LysM-conepakallinx perenTopon, OTBeUatolnxX
3a y3HaBaHMe N-aleTHINIIOKO3aMHH-CO/IeprKalUX CHTHA-
JIOB, MOT TOSIBUTBCSI PELeNTOP-MPEIeCTBEHHHK, KOTOPbI
BBIMOJIHST 3AIIUTHYIO (yHKIHIO. Tak Kak BBIXOJ pacTeHHH
Ha CyIIy U paccesieHHe CTajlu BO3MOXKHBIMHU, T0-BUAHMOMY,
6aarofapsi CHMOHOTHUECKMM MHKPOOPraHu3Mam (Tpexknie
Bcero, rpubam AM), MOXKHO MPENOJOKUTh, UTO CUMOHO-
THUECKHE PELENTOPbI SIBASIOTCS 3BOJIOLHOHHO GoJiee MO-
JIOZIBIMH 10 CPABHEHHIO C pelienTopamMu, o6ecrnednBalonMu
pa3BUTHE 3ALINTHBIX PeaKLMi y pacTeHHH.

Pa6ora Oblyia BEITIOJIHEHA MTPH (PUHAHCOBOH TOIEPIKKE
Muno6puaykn Poccun 'K Ne 16.552.11.7085 ¢ wmc-
nosbszoanueM o6opynosanust LIKIT «IeHomHble TexHO-
JIOTHH, TIPOTEOMHKAa W KJeTouHas Ouogorus», PODU
11-04—-01689-a, Cosera no rpantam [Ipesunenra PO,
Ne 16.120.11.337-HILI, MunoGpHaykn Poccun corsa-
menve Ne 8056 (BbIMoJHEHHE HCCJAEI0BAHMH B paMKax

HOLL).
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FEATURES OF THE ORGANIZATION AND FUNCTIONING
OF A UNIQUE CLASS OF PLANT RECEPTOR KINASES
CONTAINING LYSM-MOTIVES IN THE EXTRACELLULAR
DOMAIN

Kirienko A.N., Leppyanen I. V., Dolgikh E. A.

& SUMMARY: Analysis of current data concerning functioning, struc-
tural organization and evolutionary aspects of origin for a unique class
of the plant LysM-receptors has been performed. Plant receptors with
LysM-motifs in the extracellular domain act as mediators in recognition
of N-acetylglucosamine-containing compounds. Such compounds from
pathogenic bacteria and fungi cause activation of plant defense systems,
while the compounds secreted by symbiotic microorganisms trigger en-
dosymbiosis formation. A possible mode of receptor operation in binding
of structurally similar microbial signals, that leads to pathogen resistance
or endosymbiosis development, as well as the role of LysM-receptors in
these processes, have been examined.

& KEY WORDS: symbiosis; LysM-receptor like kinases; Nod factors;
Myc factors; peptidoglycans; pathogen elicitors.
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