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MHOIOKOMMOHEHTHbI CUMBNO3 BOBOBbIX

C NONE3HbLIMU NOYBEHHBLIMN MUKPOOPITAHU3SMAMMW:
F’EHETUYECKOE 1 3BOJIIOLIMOHHOE OBOCHOBAHUE
NCMNoJib30BAHUA B ABANTUBHOM PACTEHUMEBO/CTBE

CIMUCOK COKPALLEHUN

[IIIM — nosie3Hble NOYBEHHbIE MUKPOOPraHHU3Mbl

AM — ap6yckyasipHasi MUKOpH3a

BPC — 6060B0-pu3o6uaibHbI CHMOMO3

PGPB (ot anra. «plant growth-promoting bacteria») — 6axrepuu, cTumy-
JIMPYIOILIHE POCT pPacTeHH )

[IBM — nepubakreponanas meMOpaHa

[TAM — nepuapOyckyJisipHast MeMOpaHa

CSP (ot anrs. «common symbiotic pathway») — o6uiuit cHMGHOTHUECKH
nyTh

MEKC — MHOTOKOMIOHEHTHbIH CUMOHO03

At, Cg, Lj, Mt, Os, Ps nepesi reHeTHI€CKUMH CHMBOJIAMH YKA3bIBA€T BHJL PACTEHHSI:
At — Arabidopsis thaliana, Cg — Casuarina glauca, Lj — Lotus japonicus,
Mt — Medicago truncatula, Os — Oryza sativa, Ps — Pisum sativum.

BBEJJEHVE

B coBpemeHHO¥ KoHLleNUMH 3emiiesiennst 6060Bble KynbTyphbl, ceM. Bo6oBble
(Leguminosae, wunu Fabaceae), ABASIOTCSA KJIOUEBBIM KOMIIOHEHTOM TEXHOJIOTHH
MPOU3BOJICTBA CEJILCKOXO3SIHCTBEHHON MPOAYKIMH pacTeHneBoacTBa (Graham,
Vance, 2003; http://www.grainlegumes.com/aep/). Bo6oBbie cnocoGHbI K 06-
pasoBaHuIo, 110 KpaiiHel Mepe, IByX THIOB MYTyaJMCTHIECKHX ( B3aHMOBBITOHbBIX )
HA0CUMOM030B: apOycKyasipHO# MUKopu3bl (AM) ¢ rpubamu Glomeromycota
(SchiBler et al., 2001) u 6060B0-puzoduasbHoro cumbuosa (bPC) ¢ knybeHb-
KOBBbIMH GaKTEPHSMH Pa3/JHUHBIX (DUJIOMEHETHUECKH ylaJIeHHbIX APYT OT Jpyra
TakcoHOB (Bradyrhizobium, Mesorhizobium, Rhizobium v MHOTUMH IPYTUMH )
(Sprent, 2001; Balachandar et al., 2007 ), o6 beiHsieMbIX 1101 HA3BAHUEM PU30-
6un. Oba cum6103a XapakTepusyroTest (hopMUpPOBAHHEM CIELHATN3HPOBAHHBIX
CHMOHMOTHYECKHX CTPYKTYP, KOMIIaPTMEHTOB, BBICOKOH CTENEHbIO MreHETHYECKOH
1 MeTabO0/IMUeCKOH MHTErPALMH TAPTHEPOB, U B 3HAUMTEJILHON CTENeHH KOHTPO-
qupytorest pacrenue (Provorov et al., 2010).

Cumbrotnieckre B3aUMOAeHCTBHsT ¢ rpudamMu AM, K KOTOpbIM Croco6HO GoJTb-
LIMHCTBO BHJIOB HazeMHbIX pactenuil (80—90 %), y/ydialoT BOIHbINA CTATyC H MHHE-
paJibHOe TTHTaHHe pacTeHHs! HeOGXOAMMBIMU 3JIeMEHTaMH, TIpexkae Beero gochopoM u
A30TOM, TOBBILIAIOT YCTORYMBOCTD PACTEHHIH K PUTONAaTOreHaM 1 aGHOTHUECKHM CTpec-
cam. BaxkHbimM1 9K0J10rHUeCKHMH (yHKLHsMU rprOoB AM siBisitoTCst 00be/IMHEHHe pac-
TEHHH pasHUHbIX BUIOB B (DUTOLIEHO3aX MTOCPEICTBOM EIIMHOH rHalIbHOl CeTH U yuac-
THe B popMHpOBaHuK CTPyKTypbl Moukl (Smith, Read, 2008; Koltai, Kapulnik, 2010).

Oco6entoctbio BPC siBasieTcst BeICOKas! CelUpUIHOCTD, MPOSIBJISIONIASICS
B TOM, UTO OTpejeeHHbIe BHALL/IITaMMbI (MM FPYMIbl) KAyGeHbKOBLIX GaKTe -
pHii 06Pa3yloT COBMeCTHMble Maphl JHIIL ¢ Ofpe/eeHHbIMU pofamu/Briamu/
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pasHoBuAHOCTSIMM (KK rpynnamu) 6060BbiX. [Ipn sTom
Ha KOPHSIX pacTeHUH Pa3BUBAIOTCS ClelHaJU3UPOBAHHbBIE
CTPYKTYpbl — KJYOEHbKH, MpeaocTapsiolie 6akTepusm
IKOJIOTHUECKYIO HUIIY U YCJOBUSA 115 (hUKCAlIMK aTMOCdep-
Horo azora (Sprent, 2001; Dilworth et al., 2008). Baaro-
napst obpazoBanuio bPC 6060Bble pacTeHHsI MOTYT PaCcTH B
cybeTparax, He cofiepaKallux cBsi3anHoro azora. Ocyiect-
BJEHHE TIpoliecca (pUKCALUKM OTpeiesiieT 3HAUUTENbHYIO
posib BPC B kpyroBopote azora B npupoje (Vance, 2001).

Bo6oBrle, Kak U MHOTHE JApyrde pacTeHusi, MOryT 06-
pa30BbIBATh acCOLMALMK C Pa3JUUHBIMH  MOJE3HBIMH
JUIST  pacTeHuil pH3oc(epHbIMH  GaKTepHsSMH-3MHpHUTA-
MH W 3HIOGHUTHBIMH OaKTepUSIMH, OOBEIUHAEMbIMH O]
tepmuioMm PGPB (ot anri. «plant growth-promoting
bacteria» — Gakrepuu, CTHMYJHPYIOIIHE POCT pacTe-
HU#), pomoB Agrobacterium, Azospirillum, Bacillus,
Erwinia, Flavobacterium, Paenibacillus, Pseudomonas,
Streptomyces n np. s moaoGHBIX accolldaluil He Xa-
pakTepHo (OpMHUpOBaHHE CrEHATH3UPOBAHHBIX CHMOUO-
THUECKHX CTPYKTYp, M B3aUMOJEHCTBHE C pacTeHHEM He
SBJSIETCH BHAO- WJH ILITaAMMOCTeUU(pUUHbIM. OmHrcaHbl
pa3JinuHble MeXaHU3Mbl MOJIOXKHUTebHOTO BausHuss PGPB
Ha pOCT pacTeHWH, KaK MpsMOro, Tak W OMOCPeIOBAHHO-
ro (Glick, 1995; HUrnatos, 2005; Compant et al., 2005;
Bakker et al., 2007; Schulz et al., 2006).

Takum o6pasom, MyTyasucTHieckue CHMOHO3bI C TIO-
JIE3HbIMHU (JIJ1s1 pACTEHHUH ) TOUBEHHBIMH MUKPOOPraHU3MaMH
(TTIIM), Takumu Kak rpu6bl AM, KiyGeHbKOBbIE GAKTEPHH
1 PGPB, npeocrapasiior pacTeHusiM 10MOJHUTENbHBIE BO3-
MOYKHOCTH /151 BbDKHBAHHUS B PA3JIMUHbBIX YCJIOBHUSAX, 8 MUK-
POCHMOHOHTAM — MPOJAYKThl (DOTOCHHTE3a W IKOJOrHUeC-
kyto Huly (Bakker et al., 2007; White et al., 2007; Dilworth
et al., 2008; Smith, Read, 2008; Koltai, Kapulnik, 2010).
Takue pacTuTe/IbHO-MHKPOOHbIE CHCTEMBI CIIOCOOCTBYIOT
MOJIEPAKAHUIO €CTECTBEHHOTO TIOI0OPOJIHS TOUB W OUOJIOTH -
4ecKoro pazHooOpasusi sKocucreM. [Ipumenenne MUKpoO-
HBIX MpenapaToB (MUKPOOHOJIOTHUECKHX yI0OpeHHH ) Ha oc-
nose [1ITM (Brockwell et al., 1995; Vance, 2001; Sessitsch
et al., 2002; KoxemsikoB, Ye6oTapb, 2005; Sandhu et al.,
2010) nosBoJ/isIeT CHU3UTH 3aTpaThl HA arpoXHUMHKAThl H
YMEHBILIUTb XEMOTEHHYI0 Harpy3Ky Ha OKPYKAIoLIyI0 Cpey,
YTO COOTBETCTBYET MPHHIIUNAM AJIANTHBHOTO 3eMJIEIEHS.

PesynbTaTUBHOCTL MpPUMeHEHHs1 GUOMpenaparoB He-
PEIKO OKAa3blBAETCs HU3KOH, YTO MOXKET OBbITh CBA3aHO C
BLICOKOH KOHKYpeHIMeH WM TOPU30HTAJbHbIM MEPEHO-
COM I'€HOB MeXKJly NpeJCTaBUTe/IsIMU aOOPUT€HHON MUKPO-
tdaopsl 1 uHTpoayueHtamu (Brockwell et al., 1995; Glick,
1995). KpoMe TOro, MHOTHE COBpEMEHHbIE KYJIbTYpHbIE
copTa pacTeHHH oKa3aJuCh HeCoCOOHBI K 060100BbITO/I-
HbIM B3aumospedcTeusM ¢ T1IIM no Toii npuunHe, 4to nUx
ceJIeKIIUs MPOBOJIMIACL HA (POHE BLICOKHX JI03 MUHEpAJb-
HBIX YI0OPEHHH M XUMHUYECKUX CPEACTB 3aLIUTbl PACTEHHH
(Provorov, Tikhonovich, 2003). B To ke BpemMsi HMeHHO
pacTeHHe, HMEIoLLee NPOJOJIKUTEbHBIN XKH3HEHHBIH LUK/
U, COOTBETCTBEHHO, OoJiee reHeTHUeCKH CTaOuJbHOE BO

BpeMEHH, YeM MHUKPOOPraHU3Mbl, SIBJSETCS OPraHU3ylo-
LLLIUM U yIIPABJISIIOLLUM 3J1eMEHTOM B3aUMOBbITOHON PACTH-
TeJIbHO-MUKPOGHOH cucteMbl ( Provorov, Vorobyov, 2009).
K coxkasenuio, B coBpeMeHHOH cesleKIITHOHHOH paboTe mo-
BBILIEHNIO 3((EKTUBHOCTH B3aHMOJAEHCTBHS pacTeHH C
[TTIM ynensieTcst HelOCTaTOUHOE BHUMAHHUE.

B nocsienHee pecsituiietde 6sarogapsi HCIoJb30BAHUIO
COBPEMEHHBIX AOCTHXKEHHH B OOJIACTH MOJIEKYJSPHOH H
KJIETOYHOH OMOJIOTHH JAOCTHTHYT 3HAYHUTEJIbHBIA Mporpecc
B [IOHUMAHUH MEXaHU3MOB B3aUMOAEHCTBUI BO B3aUMOBBI-
FOJIHBIX PACTHTEJLHO-MHKPOOHLIX CUCTEMAX. YCTAHOBJICHO,
4TO B FeHHO-MeTaboJIMYeCKON UHTErpallii paCTeHUH ¢ pas-
Hoo6pasubiMu [TTTM 3aneificTBOBaHbI CXO/IHBIE MEXAHU3MBI,
KOTOpble, [0-BUAUMOMY, HMeEIOT ofllee 3BOJIOLHOHHOE
npoucxoxueHue. B naHHoM 0630pe OCHOBHOE BHHMaHHe
yZeJIEHO OOLIeH POJIH PACTEHHS B T€HETHUECKOM KOHTPOJIE
thopMUpoBaHUsS U (PYHKIIHOHHPOBAHHST PA3JIHUHBIX MyTya-
JIMCTUYECKHUX CUMOHO30B O0OOBBIX, PACCMOTPEHbI COBpe-
MeHHBle MpeJcTaBaeHusi 06 ux 3Bosouun. O6cyxaaercs
BO3MOXKHOCTb W HEOOXOAUMOCTb [1PAKTHUECKOIO HCIOJb-
3oBaHusi kommiekca [TITM st nHokysisiiinn 6060BbIX H, B
YACTHOCTH, IPHU UX CeJIeKLHH Ha MOBblLIeHHe NOoTeHlHalla
B3aumonedictsuil ¢ IIIIM. Ilpemnoxkena opuruHasbHas
KOHLIENLUA NPAKTUYeCKOro MPUMEHEHHsT MyTyasucTHdec-
KHX PACTHTEJIbHO-MHKPOOHBIX B3aMMOJAEHCTBHH B CHCTe-
Max aJafnTHBHOIO pacTeHHEBO/CTBA.

PA3BUTUE U ®YHKLINOHVIPOBAHWE MY TYAJINC-
TNHECKUX CMBVO30B 5OB0BbIX

B3anmHoe «y3HaBaHue» NapTHEpPOB

[lepBbiM 3Tanom ¢hopMUpOBaHUST CHUMOHO30B MeX-
Jy pacTeHUsIMM H MHKPOOPTaHH3MaMHM SIBJSIETCS Mpolece
obMeHa I GYHIUPYIOUIUMH CUTHANBHBIMH MOJIEKYJIaMH,
NPeILIECTBYOUIHHA (U3UIECKOMY KOHTaKTy WU obecreuu-
BAIOUIMH B3aMMHOE OOHApy»KeHHe H y3HABAHHE MapTHEPOB
(puc. 1, r). B BPC posb cneunduiuecknx cUrianbHbIX MO-
JIEKyJI, BBIIeJIIEMBIX PacTeHUeM, TIPUHAIEKUT (130 )dia-
BoHounam (Hirsch et al., 2001). B kneTkax ka1y6eHbKOBBIX
6axkTepuil OHM UHAYLUPYIOT CHHTE3 Tak Ha3biBaeMblx Nod-
takropoB (ot anrs. «nodulation factor») — nunoxuro-
OJIMTOCAXaPHIHBIX MOJIEKYJI, CTPYKTYpa KOTOPBIX YHHKAJb-
Ha JUIst Kax/10i BUIOBOH KOMOHHALMK GaKkTepHsi/pacTeHue
(D’Haeze, Holsters, 2002; puc. 1, a). Pacrenue, B cBOI0O
ouepelb, pacriozHaeT cTpykTypy Nod-dakropos (6Jaro-
Japst HaJM4UIO CrelU(HUeCcKUX PeLeNnTOPHBIX OENKOB) M
3aTeM aKTHBHpyeT mporpammel passutusi BPC (Madsen
et al., 2003; Radutoiu et al., 2003, puc. 1, 3).

M3BectHO, uTo npu pa3sutuu AM HecrnelUpUIeCKUMY HH-
JYKTOpPaMH POCTA W BETBJEHHS IPUOHBIX T MOTYT CJy>KHTb
pasnuuHble (PeHOMbHBIE COENUHEHHS, BKJIOUast (DJABOHOUIBI,
Y CeCKBHUTEpIIEHBI, H3BECTHbIE TaKKe KaK HHIYKTOPHI Mpo-
pacraHusi criop pacrenuii-napasutoB (Akiyama et al., 2005;
Koltai, Kapulnik, 2010). Kak n puso6un, rpuéer AM npony-
LUPYIOT CHTHAJIBHBIE MOJIEKYJIBI, CIOCOGHBIE Y3HABATHCS pac-
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TeHneM. OHM NoJyunsii Ha3BaHHe Myc-(hakTopoB (0T aHrJI.
«mycorrhization factor») (Kosuta et al., 2003) u npencras-
JIFIOT COOOH CMeCb HECKOJIbKHMX JIMITOXHTOOJUIOCAXapHIIOB,
6Jm3Kux 1o crpyktype Nod-dakropam puso6uii (Maillet et al.,
2011; puc. 1, n). Monekysibl ceCKBUTEpIeHOB U Myc-dakTo-
POB BBIIEJISTIOTCS] KOHCTUTYTHBHO H B OTCYTCTBHE (DU3HUECKOTO
KOHTaKTa napTHepoB cum6uo3a (Navazio et al., 2007).

BsanmHoe y3HaBaHue mapTHEPOB TMPOUCXOAUT TaKXKe U
Ha CJIe/lylolleM 3Tarne pa3BUTHS CHMOKM03a — TIPH YCTaHOB-
JIEHUH HeTMOCPEJICTBEHHOTO KOHTAKTa MEXKIy MHKDPOCHM-
6HOHTOM U KOpHeM pacTeHusl. MexaHH3Mbl MPUKPeTJIeH s
6aKkTepuil K KJIeTKAaM XO03sIMHa, MO-BHIMMOMY, SIBJSIIOTCS
yuuBepcanbubiMu. Kak PGPB, tak n puso6un (xotopeie
MOTyT BblcTynath B kadectBe PGPB npu B3aumoneiicteuu
¢ He 600OBBIMH pACTEeHHUSIMH) (POPMHUPYIOT GHOMJIEHKH Ha
MIOBEPXHOCTH KOPHEH M BBUIEJSIOT 3K30MOJHCAXapHAH,
B3aUMOJIEHCTBYIOLIHE C JTEKTHHAMH PACTUTEJbHBIX KJIETOK,
UTO MOXKET OMpeAesATh crneluduuHoCcTh cuMbuo3a (Mrha-
toB, 2005; Jones et al., 2007; Jones et al., 2008; Downie,
2010). Kpome Toro, HeKoTOpbIe 3K30MONHCAXAPHBI PH30-
61l HEOOXOIMMBI HE TOJIbKO /ISl TPHKPETJIeH!st OaKTepUil K
KOPHEBOMY BOJIOCKY, HO U J/Isl YCIIEIIHOTO Mpoliecca KoJo-
HU3aLMH, OIHAKO HUI'PAIOT JIM OHH TIPH STOM POJIb CHTHAJIOB
JUIsSl pacTeHUs, OCTaeTcsi Moka HensBecTHbIM (Jones et al.,
2007; Fournier et al., 2008; Downie, 2010).

[Ipouecc B3aumHoro ysnasanust rpuéa AM 1 pacTeHust
TPH yCTaHOBJIEHUH (DU3MUECKOTO KOHTAKTa B CHMOHO3€e H3Y-
uen cjiabo. Ho u3BecTHo, UTO anpeccopuu, HIH rUQOTOAHH
(cTpykTyphl npukpernyenus: rpu6a AM k kophio) (Smith,
Read, 2008; Koltai, Kapulnik, 2010) pasBuBaoTcs TOJbKO
B MIPUCYTCTBUH (DPArMeHTOB KJETOYHOH CTEHKH MHKOTPO(-
Horo pactenus (Nagahashi, Douds, 1997).

Takum o6pa3oM, B3auMHOe y3HaBaHHe MapTHEPOB, B
KOTOPOM BaKHYIO pOJIb MrpaloT Kak Aud@yHARpYIolHe
CHUTHAJIBI, TaK M HEMOCPEACTBEHHOE B3aHMOJEHCTBHE MO-
BEPXHOCTHBIX MOJIEKYJl TapTHEpOB, SIBJSETCS OOLINM
CBOHCTBOM MYTYaJIUCTHYECKHX CUMOHO30B, 00pasyeMbIX
6000BBIMH PACTEHUAMH.

Mpouecc KonoHu3auum n popMmmupoBaHue
CMMOGUOTUYECKUX KOMMNapTMEHTOB

[lokazaHo, 4TO pacTeHHs] MrpaioT B MPOHMKHOBEHHH
MHKPOCHMOHOHTOB B KOPEHb aKTHBHYIO POJib, MPHUYEM MPH
Pa3BUTHHM PAa3JIMYHBIX CHUMOMO30B 3aJeHCTBOBAHLI CXOJ-
Hble Mmexanuambl (Genre et al., 2005; Fournier et al., 2008;
Parniske, 2008). Kiry6enbkoBble 6aKkTe pry TPOHUKAIOT B KO-
peHb GOJIBLIMHCTBA BUAOB O0OOBBIX PACTEHUH Uepe3 KIETKY
KOpHEBOTO BoJiocKa (pusozepmbl) (puc. 1, r). Kosonusaius
KOpHS (BKJItOUasi KOPHEBOH BOJIOCOK M KOPY) TPOMCXOJUT
uepes CreluadbHylo TyOyJIsIpHYIO CTPYKTYPY (Taxk HasblBa-
eMylo MH(EKIHOHHYIO HUTb ), KOTOPAst CTPOUTCS] PACTEHHEM
BIJyOb OT KJIETKH K KJ1eTke. OOpa3oBaHnIO0 HH(EKIMOHHOH
HUTH MPeLLIECTBYET (POPMHUPOBAHHE B KJIETKAX KOPHS LIUTOC-
KeJIETHOTO LIMJIMHAPA (TaK Ha3bIBaeMOH Mpe - MH(PEKIHOHHOH
HHUTH ), OMPEIEJSIOIIEro HarpaBieHHe Pa3BUTHsT MH(EKIH-

oHHOH HuUTH (van Brussel et al., 1992; puc. 1, 6). [IpoHuk-
HoBeHHe rpuba AM B pacrenue yepe3 KJIeTKH PU3OAEPMBI H
KOPbl KOPHS1 TaKxKe MPOUCXOAUT MPH YYacTHH LUTOCKeseTa
xo3siuHa. PopMUpPYIOIIASCS MPU 3TOM CTPYKTypa MOJyUH-
Jla HasBaHWe «amnapar, MpeALeCTBYIOLUI NPOHUKHOBE-
nuto» (Genre et al., 2005; Koltai, Kapulnik, 2010; puc. 1,
e). Hapsiny ¢ nepecrpofikoii uutockesera MpOHUKHOBEHHIO
Kak pu3o6uil, Tak u rpu6oB AM npeariecTBylOT MUrpalys
slpa ¥ UHBarvMHallus LUTOI1a3MaTHYeCKOH MeMOpaHbl pac-
turesibHol KaeTku (Takemoto, Hardham, 2004; Timmers et
al., 2007; Fournier et al., 2008; Koltai, Kapulnik, 2010).

Pesysisratom sBositotn BPC siBsieTcess 3HA0UMTO3010-
JIOOHBIA «3aXBaT» KJyOeHbKOBLIX OAKTEPHH LIUTOIIA3MON
PACTUTEJILHON KJIETKH, MPOUCXOAALLIMH TPH YCIELIHOH KO-
gonusaunn (Limpens et al., 2005; TTposopos, 2009). Ilpu
3TOM GaKTepHy 000COOSIIOTCS OT HH(EKLMOHHON HUTH U OK-
PY?KalOTCA TaK Ha3blBaeMOH MepuOaKTEPOUIHON MeMOPaHOH
(I'TBM) pacTHTENLHOTO MPOUCXOXKIEHHUS, 06pasyst CHMOMOCO-
MbI (eM. 0630p Brewin, 2004 ) (puc. 1, B). BHyTpu cum6rocom
KJIyOeHbKOBBIE GAKTEPHH MpeTeprieBaloT U depeHIHPOBKY,
o0paszysi GaKTepOUJIbl, OCYLIECTBISALIHE (DUKCAIHIO aTMOC-
thepHoro azota. [1pu passutnu apxanunbix bPC dukcaus
A30Ta MPOHUCXOAUT 6e3 FHIOLKUTO3a B TaK HA3bIBAEMBIX (DHK-
cauroHHbIX HUTAX (Sprent, 2001; 2007; Brewin, 2004 ).

Onnotit u3 oco6ennocteit AM siBsieTcst Hepa3pbIBHOCTh
MHULesauss rpuba Ha BCeX CTaausx pa3BUTHsI cHUMOHO3a.
BHyTpHUKOpHEBble U BHELIHHE YYaCTKH MHULIEJIHS OCTAIOTCs
CBSI3aHHBIMH C CHMOMOTHYECKUMH KOMITAPTMEHTaMH — ap-
6yckyaamu (Genre, Bonfante, 2005; puc. 1, ). ApGycKy.ibl,
obpasyloluyecsl B peayJibTaTe MHOMOKPATHOTO JAMXOTOMMU-
4eCKOro BeTBJIeHHs IPUOHON TH(HI B KJIETKAaX BHYTPEHHEH
KOpbl KOPHS, OKpY2KeHbl TaK HasblBaeMOH NepuapOycKy-
asipHoit mem6panoit (ITAM) (Smith, Read, 2008; puc. 1,
K) PaCTUTEJILHOTO POUCXOXKIEHUS, KOTOpasi FOMOJIOTHYHA
[TBM cum6buocomsi (Parniske, 2000; Parniske, 2008).

Cumbnortnueckne membpansl (IIBM u ITAM) o6ec-
[eYUBAIOT MeTabOo/HYeCKYl0 HHTErpPaLUI0 MapTHEPOB MpH
sugocumbuosax (BPC u AM, coortBeTcTBeHHO). Mexy
CUMOHOTHYECKOH MEMOPAHOH U KJIETKOH MUKPOCHMOHOHTA
thopmupyeTcst aKTUBHBIH «uHTepdelic» (mepubakTepoua-
Hoe (1151 BPC) unn nepuap6yckyasipHoe (s AM) npo-
CTPAHCTBO), BKJAOUAOUIME B ce6s mosucaxapuibl U gep-
MEHTbI, CHHTe3upyeMble o0ouMH mapTHepamu (Parniske,
2000; Brewin, 2004; Genre, Bonfante, 2005; Fournier
et al., 2008; Koltai, Kapulnik, 2010), uto Tak:xe oTpakaet
cxoznctso bPC n AM.

Perynauusa pacteHneM MyTyanucTu4eCKux
cMm6u1o308

B k/1y6eHbKax, MUKOPH30BaHHbIX KOPHSX W IIpH B3au-
mojeicTBusix pacrenuit ¢ PGPB HaGmonaercs akTuBauus
NpoIEeCCOB, CXOAHbIX C 3AUIUTHBIMH peaKIUIMH pAaCTCHUSA
Ha natorennl (Gianinazzi-Pearson, 1996; Preston, 2004;
Vallad, Goodman, 2004; Tikhonovich, Provorov, 2007;
Jones et al., 2007; Koltai, Kapulnik, 2010). Cnenyet ot-
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LISYMRE LICASTOR, LjPOLLUX|
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PsSym19 PsSym8
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MtIPD3

PsSym33

Puc. 1.  MoJiekysisipHble W KJIETOUHble MeXaHU3Mbl pOpMHpPOBaHusi 6060BO-pH3obHabHOro cum6rosa (BPC) 1 apOycky/sipHOil MHKOPH3bI
(AM). r — o6iast cxema passutisi BPC u AM. OcHOBHbIE 3Tarbl pa3BUTHsT CHMOHO03a: | — B3anMHOe «y3HaBaHHE» MAPTHEPOB JI0 YCTAHOBJIE-
HUs1 pusHecKoro KouTakTa; II — npoHuKHOBeHHe MUKPOCHMOHOHTA B KOPEHb U ero Kosionusatwst; [l — dpopmupoBanue crneluannsnpoBaHHbIX
CHMOHOTHUYECKHX CTPYKTYP, 00€CTIEUMBAIOIIMX METAGOIHUECKYIO HHTETPALIHIO TAPTHEPOB CUMOHO3a. a, 6, B — BPC; 1, ¢, )k — AM. a, 1 — xumu-
yecKasi CTPYKTypa MOJIEKYJISIPHBIX CHTHAJIOB MUKPOCUMOHOHTOB B 001eM Buzie: a — Nod-cakrop: n = 0...3, RL = C16:0, C16:1, C18:0..C18:4,
CI&1AI1Z wm 1ip., R, = H nam metnnt, R, R, u R, = H, kap6omonat nin aternn, R, = H, SO3H, aterun, dykosus, MeThI-(hyKosuI1, aleTu-
MeTHJI-yKO3HJI, CYIbHOMETHII-(DYKO3H WK apabunosu, R, = H, rmuepun nim mannosu, Ry = H wm metun, Ry = H, dykosnn niu apabu-
Hosus1, Ry = H, auetnn unm dykosua. 1 — Myc-dakrop: n = 1w 2, R, = C16:0, C16:1, C16:2, C18:0 nm C18:1A9Z, R, = H nm SO H.
6, € — NPOHUKHOBEHHE MHKPOCUMOHOHTOB B KJIETKH KOPHSL. B, 2K — (POPMHUPOBAHHE CHMOHOTHUECKHUX CTPYKTYP. 3 — CXeMa MOC/Ie0BaTeNbHOT0
(hyHKIHOHUPOBAHHST GEJIKOBBIX MPOIYKTOB PErYJISITOPHBIX CHMOHOTHUYECKHX TeHOB (Sym-reHoB) B npotiecce pa3sutust BPC u AM (onucarue cm.
B TekcTe ). Kb — kiyGenbkoBast Gakrepust, s1 — syipo pactutesbHoi kneTku, I[TMH — npe-undexunonnas nutb, MH — undekuuonHas HUTb,
WK — undekiponnast Karisi, CC — cumbuocoma, BA — Gakrepoun, [IBM — nepubakrepountast memGpana, [1IBIT — nepubakreporroe
npocrpatctBo, KIT — kiyGetbKosbii npumopani, KJT — kiy6enex, CIT— criopa rpu6a AM, AT — anpeccopuit, BHM — BHelHui Muviesmit,
AT — annapar, npe/uecTsyoLui npoHrnkHoBeHHo, BKI” — BHyTprKopHeBast riuca, BKM — BryTprkopheBoit mutiesnii, APb — apGyckyuia,
[TAM — nepuapGyckyssipHast MemOpana, [TAIT — nepuapGycKysisipHoe MpOCTPaHCTBO.
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METHTb, UTO MPH MyTyaJHCTHIECKHUX B3AUMOIEHCTBUSIX 3TH
peaKILHH pacTeHHs] MeHee BbIpAXKeHbI, UeM MPH MaToreHe-
3e, U, BEPOSITHO, HAXOASTCS MO/l KOHTPOJIEM PETyJISITOPHBIX
CUMOHOTHYECKHX TeHOB. DJIUCHTOPAMH 3alIUTHHIX PeaK-
uui npu B3aumosaercteusix ¢ [NI1IM, no-sBuaumomy, MoryT
cay:kutb Nod-dakrop u creunduueckue MoBepXHOCTHBIE
nosiucaxapuibl pusoduit (Jones et al., 2007), Myc-dak-
TOp /MMM KOMMOHEHTBI KJETOUHOH CTeHKH rpu6os AM
(Garcia-Garrido, Ocampo, 2002) u 1eblil psii MOJIEKYJI,
HaXOJSILIUXCsl HA TIOBEPXHOCTH WM cekpeTnpyeMbix PGPB
(Preston, 2004). Cuuraercsi, 4TO aKTHBALMs 3alIUTHbIX
MeXaHHU3MOB pacTeHUsi B pesyJbrate MHOKyJsuuu [ITTM
MOXKET ObITb OJAHOH U3 IIPUUHH MOBBILIEHUS CHCTEMHOH yC-
TOHYMBOCTH pacTeHus K natoreHam ( Preston, 2004; Vallad,
Goodman, 2004; Koltai, Kapulnik, 2010).

Kpome JiokanbHOM peryJsisiini pasBUTHSI MyTyaJMCTH-
YeCKHMX 3HA0CHMOHO030B, 6000Bble 00/1aJal0T TaKxKe CHC-
TEMHOH aBTOperyJisiluer, KoTopasi Mo3BoJsieT 06ecneuu-
BaTh 6ajaHC CUMOHOTPO(HOTO MUTAHHUS C SHEPreTHUeCKH
6osiee BbIroaHbIM — aBTOTpodHEIM (Caetano-Anolles,
Gresshoff, 1991) u nposiBasieTcst, B YaCTHOCTH, B HHIH-
6uposanuu passutust bPC nurparamu, a B ciyuae AM —
tdocharamu. HapylieHue CHCTEMHOH —aBTOpPeryJsilyu
NPUBOJUT K 0Opa30BaHHI0 U30BITOYHOIO KOJIHUECTBA CHM-
6uotnueckux cTpykryp kak npu BPC (Caetano-Anolles,
Gresshoff, 1991; Krusell et al., 2002; Gresshoff et al.,
2009), rax u npu pazsutun AM (Morandi et al., 2000).

3HAUYNTEJBbHYIO POJIb B PEryJsiiid CHMOMOTHUECKHX
B3aMMOACHCTBUHA C MHKPOOPTaHM3MaMM HMIpaeT M ropMo-
HaJIbHast CHCTeMa pacTeHMi. LIUTOKMHUH UrpaeT posib Ofi-
HOTO M3 TVIaBHBIX MO3UTHBHEIX peryastopos BPC (Murray
et al., 2007; Tirichine et al., 2007) u AM (Barker, Tagu,
2000). drusneH, ABASIOUMICS yHUBEPCAIbHOH CHTHAIBHON
MOJIEKYJIOH, 3aIyCKalollel 3alUTHbIE PEaKLHH PACTEHHS
B OTBET HA CTPECCOBBIE YCJOBHSI, B TOM YHCJIE MATOTEHBI
(Bleecker, Kende, 2000), nanpoTuB, urpaet poJjib Hera-
THBHOTO peryJsiTopa B opmupoBannu BPC (Gresshoff et
al., 2009), AM (Geil et al., 2001) 1 npu B3aUMOAENHCTBHH C
PGPB (Vallad, Goodman, 2004).

Takum 06pa3om, HECMOTPSI HA 3HAUUTENBHBIE PATHUNS
B TAKCOHOMHH, CMIELUPUUHOCTH, MOP(DOJIOTHH, a TAKXKE pa3-
HblE MeXaHU3MbI [TOJIOXKUTEJIBHOTO BJIUSIHHS MUKPOCHMOHOH -
TOB Ha POCT PACTE€HHH, CyLIECTBYIOT 00LIHe OHOJIOTHUECKHE
OCHOBBI (hOPMHPOBAHHUST U (DyHKLIHOHMPOBAHUST CHMOHO30B
6060BbIX. Hanbosiee BbipakeHHOE CXOJCTBO BHISIBJISIETCS
npu cpaBHennu passutusi bBPC 1 AM — na sranax ysHa-
Banus (Nod- 1 Myc-cakTopsl ), KoloHH3aUuH (Npe-uHpeK-
LIHOHHAS! HUTb U anmnapar, NpeillecTBYIOUHE MTPOHHKHOBE-
HHIO), (DOPMHUPOBAHHST CHMOMOTHYECKHX KOMMApTMEHTOB
(VH(EeKLHMOHHAs HUTh U BHYTPUKOpHeBOi mutleani, [IBM n
[TAM), noKaJIbHBIX 3ALUTHBIX PEAKLHUSIX, UX HHTEHCHBHOCTH
Y MPUHLMIIE CUCTEMHON peryJsuuu. Hekotopble o6Luue Me-
XaHU3MBI, HAMIPUMepP TPHUKPENJIeHHs] KIyOeHbKOBBIX OaKTe-
PHil K KOPHIO MJIH aKTHBALMH 3AILUTHBIX PEaKLHil pacTeH s,
peanusytorcst U npu B3aumonelicteuu ¢ PGPB. Cnenosa-

TE€JIbHO, AOJ/2KHbI CYyHIECTBOBATL CXO/IHbI€ CHCTEMbI '€HETH -
YeCKOro KOHTPOJIA Pa3/IHYHbIX MyTyaJMCTHUECKUX CHMOHO-
30B (B TOM UHCJIe, CO CTOPOHbBI PACTEHHS ).

FTEHETUYECKAS CUCTEMA 6OB0BbIX,
KOHTPOJTNPYIOLLIASI PASBBUTUE

U ®YHKUNOHWPOBAHUE CUMBUOTUYHECKUX
CUCTEM

Mayuenne cum61030B, (DOPMHUPYEMBIX JISIBEHLIEM SITOH-
ckuM (Lotus japonicus (Regel.) Larsen) u iotepHoii ciia6o-
yceueHHoii (Medicago truncatula Gaertn.) — MojieIbHbIMU
00BbEKTaMH MOJIEKYJIAPHOH CUMOMOTHYECKON FeHeTHKH pac-
TeHui (cM. 0630p: JKykoB u 1ip., 2009), N03BOJIUIIO BLIBUTD
OCHOBHbIE 32aKOHOMEPHOCTH Pa3BUTHSI U (PYHKLMOHHPOBAHHS
MyTyaJIMCTHYeCKHX CHMOH030B 6000BbIX. biarosapst Bbico-
KOMY YPOBHIO MAaKpO- U MUKPOCHUHTE€HUHU '€HOMOB 60060BBIX
noJiyueHHast I/IHCbOpMaLll/lﬂ MOKeT ObIThb HCITOJb30BaHa JJ1A
aHaAJM3a CEeJIbCKOXO3AHCTBEHHO3HAYUMBIX KyJLTYp 0000-
BbIX, TaKUX Kak KaeBep (Trifolium sp.), cos (Glycine max
Merr.), dacosb (Phaseolus vulgaris 1..) u ropox (Pisum
sativum L.) (OKykos u jip., 2009; Young, Udvardi, 2009).

J1ns uneHTUUKaIUKH TeHOB GOO0BBIX, BOBJCUEHHBIX B
pasBUTHE U PYHKUMOHUPOBAHHE CHMOUO30B, TPAAUIIHOHHO
MCMOJIb3YIOT JIBA MOJIXO/IA: SKCIIEPUMEHTAJIbHBIH MyTareHes,
HO3BOJ’[$HOLU,H§I BbIAABJIATD OﬂHOKOHHﬁHbIe peryJsaTopHbIe
renbl (Sym-renbl, Lie, 1971), u ananus nuddepeninans-
HOM IKCIPECCHU reHOB — JIJIs1 MOUCKA reHOB, KOAUPYIOUINX
«MOJIEKYJISIPHYIO MalllHHy» CUMOH03a.

PerynatopHble reHbl 6060BbIX, KOHTPOAMpPYIOLLME
pa3sutue u pyHkumoHmposaHue 6PC u AM

[lepBble CHMOHOTHUECKHE TeHbl ObLIM UAEHTHDHUIM-
POBAHBI Y CMOHTAHHBIX MYTAHTOB OOOOBLIX PACTEHUH U3
npupoanbix nonyasuuid (Nutman, 1946) u nosxe — vy
9KCIEPUMEHTANbHO TOJYyYeHHBbIX MYTaHTOB C Hapylle-
HUAMH 00pa3oBaHus KAyOeHLKOB H/HJIM a30ThHKCALNH
(Jacobsen, 1984). BosbuiHcTBO Sym-reHoB 3Kcrpec-
CUpYeTCsl TOJbKO B KOPHSIX, UTO ObIJIO MOKA3aHO METO-
nom npuBuBoK (Duc, Messager, 1989) u, no-suauMomy,
y4yacTByeT B JIOKAJbHOH peryJjsiuu cuMOHO3a. YIUBH-
TeJIbHbIM OKaszaJicsl (pakT, 4TO MyTallud, 3aTparuBaloline
croco6HOCTb pacTeHust K opmuposanuio BPC, B Heko-
TOPBIX CJydasix Hapylaju Takxke pasputue AM (cMm. 06-
3op: Gianinazzi-Pearson, 1996). Bblio cienano npeano-
JIOXKEHWE 0 HAJUUUM «OOIIMX» TeHOB, HEOOXOAUMbIX JIJIs
pa3BUTHA 000UX MYTYyaJMCTHYECKHX CUMOM030B 6OOOBBIX
(Gianinazzi-Pearson, 1996), koTopoe GbLIO MOATBEPIK-
JIEHO Toc/ie KJIOHUPOBAHUS M CEKBEHUPOBAHUS CEPHU
Sym-reHoB 6060BBIX pacTeHHUH.

bniaropapsi M3yueHHI0 MOJEKYASPHO-OGHOXHMHUECKHX
(hyHKUMH Sym-TeHOB OblJIO BbISICHEHO, YTO OHM KOHTPO-
JIUPYIOT PELENIHI0 CHTHAJTbHBIX MOJIEKYJ] MHKPOCHMOH-
OHTa M TMOCJEeAYIONLYIO NMepeaady 3TOro CHrHaJa, a Takke
PETYJIHPYIOT SKCIIPECCHIO TEHOB K MOJIEKYJIIPHOH MaIIMHbI
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Tabauya 1
«O0LIKe» peryasiTopHble CHMOMOTHUECKHE FeHbl 6000BBIX U UX OJIMKaHLIME TOMOJIOTH Y HEG0OO0BbBIX pacTeHUH
oenmotaraemas [pexronaraemast [enbl 6060BbIX pacTeHUH [enbl He6060BBIX pacTeHHi
pet yHKLMs reHHOTO Lotus Medicago | Pisum Oryza Arabidopsis Cebliku
poJib B cUMOHO3e Yy P
NpojyKTa japonicus | truncatula | sativum sativa thaliana
Endre et al., 2002;
Peuenropuas . Stracke et al., 2002; Zhu
KHHA3A LiSYMRK | MtDMI2 | PsSyml19 | OsSYMRK | OtcyrcTByeT et al., 2005: Markmann,
Parniske, 2009
TpancayKist KatuoHHbiii LjCASTOR, Ané et al., 2004; Imaizu-
AT KaHasn Ljporuy | MIPMIT | PsSym8 | OsDMII | Atsg49960 | = i a1k et al., 2005
MUKPOCHMOHOHT Ca2t/ Levy et al., 2004; Mitra
(06umit KaJIbMOJLyJTHH- . etal.,, 2004; Zhu et al.,
CHMOHOTHYECKHH 3aBUCHMasi KHHa3a LjCCaMK | MIDMI3 | PsSym9 | OsDMII | Otcyreryer 2005; Tirichine et al.,
nyth, CSP) (CCaMK) 2006
Beusnok, Messinese et al., 2007;
B3aUMoJeH - LiCY- Chen et al., 2008; Yano
CTBYIOMHH ¢ CLOPS MtIPD3 | PsSym33 | OsIPD3 | Otcyreryer et al.. 2008: Ovehin-
CCaMK nikova et al., 2010
Perynsust Kalo et al., 2005; Zhu
9KCIPEeCCHH IeHOB, Perynsitop et al., 2005; Murakami
YYaCTBYIOLIHX B TPaHCKPHITINH . et al., 2007; Yokota et
Pa3BUTHH HHDEKIUH u3 GRAS- LiNSP2 MINSP2 | PsSym7 | OsNSP2.| At4g08250 al., 2010; Dolgikh et
W opraHoreHese ceMelcTBa al., 2011; Maillet et al.,
KTyGeHbKa 2011
Krusell et al., 2002;
CucremHast Penenropuast . Nishimura et al., 2002;
peryiA KiHaza LjHAR1 MtSUNN | PsSym29 | OsFONI | AtCLAVATAI Suzaki ef al.. 2004:
Schnabel et al., 2005

cumbuosa». Ilokazana Takxke posib HEKOTOPBIX Sym-re-
HOB B CHCTeMHOH peryasuuud o6pazoBanus bPC n AM
(Parniske, 2008; >Kykos u np., 2009; Provorov et al.,
2010; Shtark et al., 2010; Madsen et al., 2010). Cek-
BEHUPOBaHHE «OOUIMX» Sym-TeHOB, HEOOXOAUMbIX JIJis
pasgutus BPC u AM (LjSYMRK/Mt{DMI2/PsSym19;
LiCASTOR, LjPOLLUX/MtDMII/PsSym8; LjCCaMK/
MtDMI3/PsSym9) , nokasaJio, uTo OHH KOAUPYIOT KJI0Ue -
Bbl€ KOMITOHEHTbI 0011Ero /151 000MX CUMOMO30B CHIHAJIb-
HOTO KacKaja, 0003HaYeHHOTO KaK OOLIHH CUMOHOTHUEC-
ku# mytb (CSP, ot anry1. «common symbiotic pathway»)
(Parniske, 2008; )Kykos u ip., 2009; Provorovetal., 2010;
Shtark et al., 2010; Ta6s. 1). K CSP moxet 6biTh Takxke
oTHeceHn ren LjCYCLOPS/MtIPD3/PsSym33, B3aumo-
neiterBytomnii ¢ LjCCaMK/MtDMI3/PsSym9 (raéa. 1),
(DYHKIMST KOTOPOTO, OJIHAKO, pa3juuaetcs MpHU Pa3BUTHH
BPC u AM. Kpome TOro, M3BeCTHbI T€Hbl, HE OTHOCS-
wuecst k CSP, nanpumep LjHARI/MtSUNN/PsSym29,
3a7eficTBOBAHHEIN B cucTeMHOl peryasunu bPC n AM,
a Takke ren LiNSP2/MtNSP2/PsSym7 (ta6a. 1), Komu-
pyIOLIMH perynsaTop TpaHckpunuuu. Takum o6pazom, mpu
topmuposannu BPC u AM tpancayKuusi CHTHa/Ma MUKPO-
CUMOHMOHTA, KaK WU PEry/slyus UHTEHCUBHOCTH Pa3BUTHS
cUMOHM03a, YaCTHUHO Peasu3yloTes 3a cUeT «OoOUIUX» s
BPC u AM reHos.

MyTtauun B Sym-reHax, OPTOJIOTHUHBLIX Y JIIOLEPHbI,
JISIIBEHIIA U TOPOXA, XaPAKTEPUBYIOTCS CXOAHBIM (DEeHOTHITH -
HECKHUM TIPOsIBJIEHHEM, YTO CBUAECTEJ/ILCTBYET 00 OTCYTCTBHH
MPUHLUIHAMBHBIX PA3JIMUMI B PETryJIsSILUN Pa3BUTHS U (PyH-
KLMOHUPOBAHHS MYTYaJMCTUYECKUX CHMMOMO30B, oOpasye-
MbIX JIIOLIEPHOH, JISIBEHIIEM U TOpoXoM (cM. 0630p: KykoB
u 1p., 2009; Provorov et al., 2010), u B ouepenHo# pas noj-
TBEPAKIET «3aKOH O PSi/IaX FTOMOJIOTHIECKONH H3MEHUMBOCTH »
H. Y. Basusona (Vavilov, 1922). [enbl, oprosiornutbie re-
Ham CSP, o6HapyKeHbl TakxKe y He6000BbIX pacTeHui (Zhu
et al., 2005), nanpumep puca (Oryza sativa L.) (Taba. 1).
B uwacTHoCTH, TeH, romosoruunblii LjSYMRK/MtDMI2/
PsSym 19, Kopupytolinil pelenTopHyto K1Hagy, 0OHapyKeH
y IpeAcTaBuTesiell OOJBIIMHCTBA TAKCOHOB BBICLIMX pacTe-
HUH, 00pa3ylolUX aKTHHOPU3HblE KJIYyOeHbKH (CHUMOHO3 C
akTHHOGaKTepusmu Frankia sp., 6mu3kuit K BPC sBostony-
OHHO U (yHKLMOHALHO ) H/uan AM (Markmann, Parniske,
2009). D10 No3BoJISET NPENON0KUTb, UTO CUCTEMA Pery-
JISIUUW PA3BUTHA AM MOKeT ObITh €JIMHa /14 BCeX paCTeHl/leI,
CrocoOHbIX K ero o6pazosanuto (Provorov et al., 2010). B To
»Ke BpeMmst y cemeiictBa Kanyctubie (Brassicaceae) (panee
KpecTollBeTHbIe ), B yactHoctu y Arabidopsis thaliana (L.)
Heynh., cnoco6HOCTb K MHKOPH3AlMK yTpaueHa B 3BOJIIO-
HHH, U OTCYTCTBYET 0oJIbllIast 4acTh reHOB, TOMOJIOTHYHBIX
redam CSP (Zhu et al., 2005; Ta6.. 1).
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HopynuHbl, MUKOPU3UHbI U CUMOUO3UHBI
(«MmonekynsipHas mawlMHa cumb6buosa»)

Anamuz muddepeHIHaNBHON SKCITPECCHH TeHOB eaeT
BO3MOKHBIM U3yYeHHE T€HOB U FeHHbIX CEMEICTB, KOTOpble
KOJMPYIOT «MOJICKYJISIPHYIO MalllMHy CHMOHO3a» W Heo0-
XOJIUMBI JUI1 oOecreyeHuss MeTaboJMYeCKON MHTerpauun
CUMOHOHTOB. [eHbl HOAYy/MHBI, XapakTepHble A BPC, u
MHKOPU3UHbI, XapakTepHble a5 AM, ObliH UIEHTUDULIHK-
pOBaHbl METOJIAMH «OOPATHOH T€HETHKU» MyTeM BbISIBJIE-
Hus 6eskoB 1 MPHK, cunresnpyembix de novo B cum6uo-
THUYECKUX KJYyOEHbKaX HWJH KOPHSX, KOJOHU3UPOBAHHBIX
rpubamn AM. TeHbl, 3Kcrpeccusl KOTOPHIX MHAYLUPYETCs
npu pazsutuu kak bPC, Tak u AM, nosmyuuan HasBaHue
cumbuosuHoB (Kister et al., 2007). Ilpeanonaraercs,
UTO HHJyLIUPYEMble TeHbI KOAUPYIOT (hepMEHTbl YCBOEHHS
(huKcHpoBaHHOTO a3oTta U ocdopa, TpaHcnopTa MeTabo-
qutoB vepe3 [IBM u [TAM, cTpyKTypHble KOMIMOHEHTHI
CUMOHOTHYECKHX KOMITAPTMEHTOB TKaHeH U KJEeTOK pacTre-
HHUSI, MOJyJIITOPbl FTOPMOHAJIBHOTO CTaTyca PACTeHUH U JIp.
(Gianinazzi-Pearson et al., 1996; Kistner et al., 2005;
Kiister et al., 2007).

CusiefiyeT OTMETHTb, YTO HEKOTOPbIE HOMYJNHHbI, BbI-
SIBJIeHHbl€ 1O TMOBBILIEHUIO YPOBHSI HMX 3KCIPECCHH B
ka1y6enbkax, nanpumep LjENOD40a, [jENOD40b/
MtENOD40/PsENOD40 (ENOD — or anra. «early
nodulin» — paHHHUI HOAYJUH), ABJSAOTCH OJHOKOMHUIA-
HbIMH TeHaMH, KOAHPYIOUMMH TPaHCKPUIIUOHHbBIE pe-
TYJSTOPbl MJIH KOMIOHEHTbl MeMOpaH, W MOITOMY TaK-
)K€ MOTYT MCIOJHATb PEryasiTOPHYI0 (YHKIHIO, KaK U
Sym-rennl (Kumagai et al., 2006; Wan et al., 2007).
B GosblivHCTBE ciyuyaeB, TeM He MeHee, HOJYJHHBI,
MHKOPU3HUHBI U CUMOHO3UHBI MTPalOT OMOCPELOBAHHYIO
Sym-reHaMu poJsib NpU Pa3BUTHH CHMOMO30B, OMpese-
Jsist uX ctabunpHOCTb M apdexTuBHOCTD (Kiister et al.,
2007; Kumagai et al., 2006; Wan et al., 2007). [To sToii
NPUUKHE BeCbMa BEPOSATHO, UTO CUMOHO3HUHBI MOTYT §B-
JIATbCA JIETEPMMHAHTAMHU KOJIHUECTBEHHBIX TPH3HAKOB,
XapakTepHu3ylux 3Q¢peKTHBHOCTb cuMOHo30B. Hasmn-
yhe CUMOMO3HHOB y O0OOBBLIX TaKKe CBHUAETEJNLCTBYET
00 3BOJIIOLIHOHHOW CBA3H H 00111eM reHeTHUeCKOM 6a3uce
nporpamm paszsutusi BPC u AM.

FeHeTUYEeCKNN KOHTPOJSIb B3aUMOAENCTBUSA
pacteHun ¢ PGPB

[1pu B3aumopefictBun pacrenuit ¢ PGPB rakke Ha-
6JI071aeTCsT TeHeTHUecKasl HHTerpauus CUMOHOTHYECKUX
MapTHEPOB, HO MeHee BelpakeHHast, yeM npu BPC n AM.
Crnenucuynocts B3auMmopefictBust pacrenuit ¢ PGPB
HEBBICOKA, OJHAKO MOKA3aHO, UTO ero 3(PpQeKTHBHOCTb
3aBHCHT KaK OT IeHOTHNAa OaKTepHH, TaK M OT TeHOTHNA
pactenusi-xo3suHa (Smith, Goodman, 1999; Belimov
et al., 2000; Preston, 2004). HecmoTps Ha oTcyTcTBHE
BUJMMOH aHaTOMUYecKodl JaucdepeHUMalli nNapTHe-
poB B accouuauusax pacrenuii ¢ PGPB, B ux paspurue
BO-BJIeYeH psiJi MOJeKyasipHbIX MexaHu3moB (Preston,

2004; Wrnatos, 2005; Sanchez et al., 2005), xapakrep-
Heix a5 passutust AM u BPC. Y M. truncatula npu B3a-
umoselicTBUn ¢ Pseudomonas fluorescens wHIylHpyeTcs
9KCIPECCHsl Psila TeHOB-MHUKOPU3UHOB, B PETYJSILIUU KO-
TopbIX 3ajefictBoBan ren CSP M{DMI3 (Sanchez et al.,
2005). MyTalus B JaHHOM TeHe MPHBOAUT K CHHXKEHHUIO
YUCJIEHHOCTH MCEBIOMOHAJ, KOJIOHU3UPYIOIIUX BHYTPEH-
HUE TKAHU KOPHSI, HO He BJIHSIET Ha KOJUYECTBO OAKTEPHH,
aCCOLIMMPOBAHHBIX C €ro noBepxHocThio (Sanchez et al.,
2005). CaenoBaresbho, red M¢DMI3 siByisieTcst «061LIUM»
reHom He TosibKo Jy1si BPC u AM, Ho Takxke JI/IsT aCCOLH-
auuii pacrenuit ¢ PGPB u, no-Buaumomy, KOHTpOJUpyeT
MPOHUKHOBEHHE CHMOUOTHUECKHX MHUKDPOOPTaHU3MOB B
TKaHU KOPHSI PaCTeHHSI.

TakuM o6pazom, cyllecTBOBaHHEe OOUIMX MEXaHU3MOB
TeHETHUYECKOTO KOHTPOJISi PacCMOTPEHHbIX Bbillle pac-
TUTEJLHO-MHKPOOHBIX CHCTEM CO CTOPOHBI pacTeHHs, a
TaK)Xe BBICOKAs KOHCEPBATHBHOCTb MOCJEI0BATENbHOC-
Tell CHMOMOTHYECKUX T€HOB CBUJETEJbCTBYIOT 00 0OLIMX
9BOJIIOLMOHHBIX KOPHSAX MYTyaJHCTHUECKHX CHMOHO30B.
BeposiTHO, 3HAUNTEIbHAS YACTh T€HOB, KOHTPOJHPYIOIIHX
3BOJIIOLMOHHO «MoJgonoi» BPC, ne Bosnukaa de novo B
npollecce 3BOJIOLUMM, a Obljla 3aMMCTBOBAHA W3 JPYTHX
NporpaMM pa3BUTHSI PACTEHHs, B TEPBYI ouepelb —
passutust AM. CieoBatenbHo, 3a 06pa3oBanue U GyHK-
uuonupoBanre BPC u AM y 06060BbIX OTBETCTBEHHA
e/IMHas cucTeMa (pagymeeTrcs, UMeIolas psijl 9JEeMEHTOB,
crneuUUHbBIX /1 KOHKPETHBIX CHMOHO30B), U 3TOT (PaKT
HeOOXOJMMO YUUTHIBATb B CEJIEKIIMOHHBIX MpOrpaMmmax,
HarnpaBJIEeHHbIX Ha MOBbIlIeHHe 3(DPEKTUBHOCTH CUMOHO-
30B 60OOBbBIX PACTEHHUH.

OBOJIIOLNOHHAS CB5A3b PASJINYHBIX
PACTUTEJIBHO-MUKPOBHbIX CUCTEM

AM cyiectByert y2ke okosio 400 MJTH. JIeT U B HACTOsILIEE
BpEMSsT pPACCMATPUBAETCS B KAUECTBE MPEAKOBOI POPMBI My -
TyaJMCTUYECKUX CUMOHO30B BBICILIMX PACTEHHH C MUKPOOP-
ranuamamu (Brundrett, 2002; Parniske, 2008; ITpoBopos,
2009; Provorov et al., 2010). DTa runoresa noATBepKAAET-
csl laHHbIMK najieobotanuku (Remy et al., 1994) u moue-
KyJIsIpHOH (pustorennn pacrennit u rpu6os AM (Schiiffler et
al., 2001; Redecker, 2002). Ipu6n Glomeromycota npen-
CTaBJISIIOT COO0H YHUKAJIbHYIO MOHO(DHUJIETHUECKYIO TPYTIITY,
MPEJIOK KOTOPOH fABJIsETCs OoJiee IPEBHUM, YeM TepBbIe Ha-
3emHble pactenus (SchiiBler et al., 2001). [Ipexnonaraer-
€1, YTO MOSABJIEHHE CMTOCOOHOCTH PaCcTeHUH K 00pa30BaHHIO
MYTYyaJHCTHUECKOrO cuMOHo3a ¢ rpubamu AM mo3BoJngIo
MM MepeiTH K Ha3eMHOMY 00pasy KU3HH. AHATOMHS KOpHe-
BOH CHCTEMbI COBPEMEHHBIX MUKOTPO(MHBIX PaCTeHHIT CBHE-
TeJIbCTBYET O TOM, YTO OHA SBOJIIOLIHOHHPOBAJA B CHMOHO3€
¢ rpubamu AM (Brundrett, 2002).

BPC nosiBu/ics B 9BOJIIOLMH 3HAYUTEJBLHO Mo3xke AM,
TIOCKOJIKY BO3pacT G0GOBBIX HACUUTBIBAET OKOJO 60 MJIH.
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Jet (cm. o63op: Sprent, 2007). B to Bpems kak kiyGeHb-
KOBble GAaKTepUU MPHUHAIEKAT K PA3IHUHBIM (DUJIOTEHETH-
UECKH yaJeHHbIM JIPyr oT jipyra TakcoHam (Sprent, 2001;
Balachandar et al., 2007), Bce pacrenus, crnoco6Hble dop-
MHpPOBaTh a30T(UKCHpYIolne KIyOeHbKH, BKIodas BPC u
AKTHHOPHU3Y, NPUHAJIIEXKAT K eIMHOMY TakCOHy — KJajie Po-
3upl 1 (Dyposumst I) (em. 0630p: Sprent, 2007). BeposiTHo,
06T NIPEIoK TOH Knaapl He OPMHUPOBAN KIyOEHbKH, HO
y2Ke HMeJT OTpeJie/IeHHbIe MTpeaianTalliy, TI03BOJMBIIHE STHM
cUMOKH03aM MOSABUTLCS B XOJI€ IBOJIIOLMH. DTH MTpeaanTaliu
MOTYT ObITh pasJieJieHbl Ha JIB€ OTHOCUTEJbHO HEe3aBUCHMbIE
rpynnbl: (1) pasinuHble MeXaHW3Mbl, HEOGXOIUMbIE 1S hop-
MHpoBaHus AM, B TOM uHc/ie KOHTPOJb MUKPOCHMOHOHTA B
TKaHSIX pacTeHust; (2) cnoco6HOCTb pacTeHust (OPMUPOBAThH
crenyasbHble TKaHH/Opranbl 1 BHYTPHKJAETOUHbIE KOMIAPT-
MEHTbI, XapaKTepHble YISl Pa3/IMUHbIX A30T(MUKCHPYIOLIHX
cum61030B (M. 0630p: [TpoBopos, 2009).

C ucrno/sb3oBaHUEM METOJIOB T€HETHKH, KJIETOUHOH H
MOJIEKYJITPHOIH OMOJIOTHU ObLJ MOJIy4eH OOLIUPHBIA MaTe-
puaJs /s aHasnu3a npeajgantauuil nepBoi rpynnsl. Beiio
BBISIBJIEHO MHOXKECTBO CXOJIHBIX MPOIECCOB B XOJ/l€ PA3BU-
st BPC u AM, a takke «0o061iux» reHoB 6060BbIX (Sym-
TeHOB U «CHMOHO3MHOB» ), YUACTBYIOLIUX B HUX (CM. TIpe-
JIbllyllMe 4acTu JaHHoro o63opa). Hekotopble M3 3THX
MpOLLECCOB, B UYACTHOCTH peryJjupyembix reHamu CSP,
TaK»Ke 3a/eiCTBOBAHbl B MEXaHM3MaX B3aWMOJCHCTBUSA
pacrenuii ¢ PGPB (Sanchez et al., 2005) u aktuHo6aK-
tepusmu (Markmann, Parniske, 2009). Takum o6pasom,
HEKOTOpble PACTUTENbHbIE Te€HbI, BOBJEUEHHbIE BO B3aU-
MoJeficTBHe pacTeHuil U rpu6oB AM, ObIH «3aHMCTBO-
BaHbI» pPACTEHUSIMU JJIS HUCTOJIb30BAHHUSA B TpOrpaMmax
pasButuss BPC u npyrux MyTyajuCcTHUECKHUX PaCTHTEJb-
HO-MHUKPOOHBIX CUMOMO030B. C TeHETHUYECKOH CHCTEMOH,
KOHTpoOJIMpytolleil pazBute AM, no-BUAMMOMY, B 3Ha-
UHTEJNIbHOH CTENEeHH MepeKpbiBaeTCs reHeTHUecKast CHC-
TeMa pacTeHHsl, KOHTPOJHUpylollasi pa3BUTHE KOpHEH W
MHHEpPaJbHOE THTAHHE, TIOCKOJIbKY KOpPHEBbIE CHCTEMBbI
COBPEMEHHBIX HAa3eMHbIX PACTEHHH 3BOJIIOLUOHUPOBAJIH,
OYEBU/IHO, NMPHU MOCTOAHHOM B3aUMOJAEHCTBHHU C TpUOaMH
AM (Brundrett, 2002).

BakHyio poJib B 3BOJIOIMH B3aUMOAEHCTBHI pacTe-
HUH W MHKPOOPTaHHU3MOB WUIpalOT KOHBEPTeHLHUs U Ma-
pasenbHas sBojioUMsl. Pactenus obJajgaloT yHHBep-
cajbHbIMU reHHbIMUM cucTemamu (Cronk et al., 2002),
CMOCOOHBIMU KOHTPOJHMPOBATh 0a30Bble (PYHKLIUH H-
nocumobuosa. Takum o6pasom, Mo-BUANMOMY, PacTEHHS -
X035ieBa Pa3BUBAJIH CXOJHbIE MEXaHHU3MbI B XOJle KOIBO-
JIOIMK ¢ pa3JMYHBIMH MUKpOOpraHudMamu (cm. 0630p:
[IpoBopos, 2009). B cBoto ouepesb, pa3audHble TPYMIbI
[TITM npuobpertann cxoiHble MeXaHW3Mbl afanTaluuu K
CYLLECTBOBAHHIO B HEMOCPEJICTBEHHOM KOHTaKTe C pas-
JIMUHBIMU TKaHAMM pPACTEHHUH, UCMOJb3ys OoJiee NpeB-
Hiolo nporpamMmy pasButus AM (I1poBopoB u ap., 2008;
[IpoBopoB, 2009). JleficTBUTEJbHO, MHKPOCHMOHOHTHI
MHOTHX JPYTHX MYTYyaJUCTHUECKHUX PACTUTEJNbHO-MHK-

pOOHBIX CUMOMO30B, BKJOYas KIyOeHbKOBbIe OAKTEpPHH
(Sprent, 2001; Balachandar et al., 2007), npencrasas-
10T o000 MoJucUIeTHIECKHE TPYIIbl, YTO CBUAETEJb-
CTByeT 0 6oJiee MO3/IHEM MOSIBJIEHUU 3THX CUMOUO30B B
Xo0jle NapaJJieJbHOH 3BOJIIOLHH.

HauGosiee sipkuil npumep aganTalld MHKPOOPraHH3-
MOB — MNpHoOpeTeHHe Pas/MYHbIMU HEPOACTBEHHLIMH BU-
JIaMH  KJIyOEHBKOBBIX OaKTepHH CIOCOOHOCTH K CHHTE3y
Nod-dakropa. dra mosekyna, 6,1u3Kast 1o CTpyKType K Myc-
takropy rpu6oB AM (Maillet, et al., 201 1), aBnsieTcs Hexa-
PaKTepHBbIM Il OAKTEPUH XUTHH-TTOJOOHBIM COCAUHEHHEM.
[Ipennonaraetcst, 4To «mnepBble» PU30OHUM HCIOJbL30BAJIHU
CTpPATEeruio «MOJIEKYJ/IIPHOH MUMHKDPHU», W BIOCJEICTBHH
crioco6HocTh K cuHTedy Nod-thakTopa pacrnpocTpaHu/Iach
CPE/IM NOYBEHHBIX OAKTEPUH MyTEM FOPU30HTAJBLHOTO Nepe-
Hoca reHoB (cM. 0630p: [Tpoopos, 2009).

CyliecTByeT HECKOJBKO THIIOTE3 TMPOUCXOXKAEHHUS
KJIyO6eHbKOBbIX OakTepuit. CorsiacHo HauboJiee pacrpo-
CTPAHEHHOMY MHEHHIO, PH300MHM MOTJIM MPOHU30HTH OT
natoreHHbix OGakrepuil uin PGPB, nanpumep arpo6ak-
TEpUH, UTO MOATBEPKIALTCS IKCIIEPUMEHTAMHU C HCIOJb-
30BaHMEM 3aMEHbI MJIa3MHJ arpoOaKkTepuil Ha MJIa3MUABI
pPU300UIl U HAOOOPOT, WM A30CHHUPUJLI, HA YTO MOXKET
yKasblBaTb HX TAKCOHOMHYECKOE CXOACTBO C HEKOTOPbI-
Mu pusobusamMu (cm. o63opbl: Sprent, 2001; [TpoBopos,
2009). Dra runoTesa MOATBEPXKIAAETCH TAKXKE TEM, UTO
pH306UH MOTYT BbicTynaTh B KauectBe PGPB (pusocdep-
HBIX ¥ SHI0(HUTHBIX) 7151 HEKOMIIJIEMEeHTapHBIX BUJIOB 60-
OOBBIX M ILIHPOKOTO CMEKTPA PACTEHHUH, He ABJAIOIINXCSA
6060BbIMH (Sessitsch et al., 2002), Takum o6pasom, Be-
pOSITHO, OTpaxasi paHHHE ITalbl IBOJIOLUU KIYyOEHbKO-
BbIX OaKTepUH.

[To mMHeHHIO aBTOpOB, HauboJ/ee BEPOSTHBIMM IIpell-
LI€CTBEHHUKAMH «TI€PBbIX>» PU300UH ABJAIOTCA OAKTEPUH -
CMyTHUKH rpH6oB AM, cpean KOTOPBIX €CTh BHYTPHUKJIETOU-
Hble WM OOHTAIOIINE HA TIOBEPXHOCTH MHULIEJHUS ( BKII0Uast
OakTepun-azordukcaropbl) (Barea et al., 2005; Artursson
et al., 2006; Jlabyroa, 2009). imenHo rpu6sl AM moruiu
CJY?KUTh 3(P(EKTHBHBIM CPEACTBOM J0CTaBKH GAKTEpPHIl B
TKaHU PacTeHUH, U, BO3MOXKHO, «[1€pBble» PU30OUH MOJLy-
UWJIM TeHbl, HeOOXOAUMble AJIs1 CHHTe3a XMTHH-MOLOOHBIX
curHasoB, Hampsimyto ot rpu6os (Hirsch et al., 2001).
O6HapyKeHO TAKCOHOMHYECKOEe POACTBO GaKTepHi, (op-
mupytoirx bPC ¢ oTHoCHTEIbHO IPEBHUM TTOCEMEHCTBOM
6060BbIXx Mumososele (Mimosoideae), ¢ HeKOTOPBIMH
OaKTepHasbLHBIMU SHA0CUMOUOHTaMU rpr6oB AM (Minerdi
et al., 2002; Balachandar et al., 2007). Jlnsi nonumanusi
poJin 3THX GakTepuil B 3BoJtoLMH BPC Heo6X0oauMbl aJib-
Hellline CpaBHUTEJbHblE MOJIEKYJISIPHO-TeHeTHYeCKHEe UC-
CJI€I0BAHUA PAa3HOOOPA3HBIX BHIOB PU30OMH M OaKTepH-
aJIbHBIX CIIyTHUKOB rPpUOOB.

BaxXHO OTMETHUTb, YTO B HOPME KOJIOHM3aLMsl KOpHEN
pacrenust rpu6amu AM He COMpPOBOXKAAETCS MAaTOreHe30M
kopHs pacrenu#i (Smith, Read, 2008), cienoBaresbHo, cy-
ILIECTBYET BHICOKasl H36MpaTespHOCTb rpHéoB AM B oTHO-
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1IeHHH 6aKTepHabHBIX CIYTHUKOB. DTa H36HPATENbHOCTD
SIBJISIETCST BaXKHBIM (haKTOPOM TOJIe P2KaHHSI MHOTOCTOPOH -
HEH MyTyaJIMCTHUECKOH CUMOUOTHUECKON CUCTEMbI U yCT-
paHseT HexKeJslaTeJIbHble JJI1 PACTEHHS H, COOTBETCTBEHHO,
JUIST BCEH MyTYyaJUCTHYECKOH CHCTEMbI COIYTCTBYIOLLHE
MHKPOOPraHHU3Mbl.

Takum o6pazom, npeanosaraeTcs, YTo IBOJIOLHUS pas-
JIMYHBIX ~ MYTYaJHCTHYECKUX  PACTHTEJbHO-MHKPOOHbIX
CHCTeM MpoHUcXoauaa myreM npeobpazosannst AM B BPC
u apyrue cumbuossl. OnHaKo faHHOE MpeoOpa3oBaHue He
COMPOBOXKIAJNOCH BLITECHEHHEM HCXOIHOTO IPUOHOTO CHM-
6uonra. CyliecTBoBaHHe TMOAO0OHONH HCTOPHUYECKOH mpe-
€MCTBEHHOCTH TO3BOJISIET PacCMaTPUBaTb 9TH CHMOHO3bBI
KaK €JIMHBbIH «3BOJIIOLMOHHBIH PACTUTEIBHO-MHKPOOHBIN
koHTuHyym» (I1poBopos, 2009).

MEPCIMEKTUBbLI UCMOJIb3OBAHWS
MHOOKOMIMOHEHTHOIO CUMBMNOS3A (MKC)
B CEJIbCKOXO3SMNCTBEHHOW MPAKTUKE

NMoTeHuman ucnonb3oBaHus
MHOrOKOMMOHEHTHOro nHokynoma MMM

Pusoccepa sBasieTcst [UHAMUUHON CPEOH, Tle MHKPO-
OpraHU3MBbl TTOABEPIKEHBI BIUSIHUIO KOPHEBBIX SKCCYIATOB
1 BHYTPH- ¥ MEKBHIOBBIM B3aUMOJIEHCTBUSIM JIPYT C IPYyTOM
1 ¢ pacrenneM (Barea et al., 2005). [pu6er AM moaudu-
LIUPYIOT OKPYKAIOLLyI0 HX cpedy, (POpMHPYsT TaK Ha3bIBa-
emyto Mukopusocdepy (Barea et al., 2005). Kpome Toro,
CTHMYJISILIMST KOPHEBBIX BbIAEJEHHI B pe3ysbraTe B3aHMO-
nefictust ¢ rpp6amMu AM MPUBOJAUT K KaUeCTBEHHBIM H KO-
JIMUECTBEHHBIM H3MEHEHHUSIM 6AKTEPHATBHOTO COOOIIEeCTBA
pusocdepsnl (Barea et al., 2005; Artursson et al., 2006).
[pn6er AM mposIBASIIOT CHHEPrU3M MPH B3aHMOAEHCTBUH
¢ PGPB (kak a6opureHHbIMH, TaK 1 HHTPOAYLIHPOBAHHEI-
MH), OCYLLECTBJISIIOIIMMH OHOKOHTPOJB, (BUKCALHUIO a30Ta
1 MoOHIM3aLuio gocdaToB NpH ABOHHOH M KOMMJEKCHOH
nHokyJs1mu (Barea et al., 2005). ®opmuposanue AM ycu-
J1uBaeT o0pazoBaHHe KIyOeHbKOB M (PUKCALIMIO a30Ta pH-
306UsIMH, B YACTHOCTH 32 CUET CTUMYJSLMH MUHEPAJTBHOTO
(mpeumytiecTBeHHO (HOCOPHOrO) MUTAHUS PACTEHHS-X0-
3sinna (Barea et al., 2005).

Kax yke oTMeuasioch Belllle, XKH3HEESTEIbHOCTb TPH-
60B AM TecHO cBsI3aHa C CUMOHOTHYECKUMH OaKTepusi-
mu (Barea et al., 2005; Artursson et al., 2006; Jla6yTo-
Ba, 2009). MsBectHo, uto PGPB Mmoryt cTumyanpoBath
poct rpu6oB AM Ha npecHMOMOTHUECKOH CTaiHH Pa3BH-
THS, TIPEALIECTBYIOLIEH YCTAHOBJEHHIO HEMOCPE/ICTBEH-
HOrO KOHTAaKTa MHKPOCHMOHOHTA C KOpPHEM pacCTeHHsI
(Barea et al., 2005). Onucan cnyuait o6pasoBanus ep-
THJIBHBIX crop rpu6om AM non BoszeficTBHeM GakTepHil
Paenibacillus validus na>ke B 0TCyTCTBHE PACTEHHSI-X0351-
uHa (Hildebrandt et al., 2006).

Xopollo U3BecTeH CHHEePreTHIeCKHH S QeKT CoBMeCT-
HOW HHOKYJISALMK pacTeHuil puzodusimu 1 PGPB (azocnu-
punnamu, GalusIaMHi, TICEBAOMOHAAAMH), B YACTHOCTH,

cBs3aHHblll ¢ mpoaykuueit PGPB unHposui-3-ykeycHoit
KHUCJIOThI, CTHMYyJIMpYIOLlell 00pa3oBaHHe KJyOEHbKOB
(Barea et al., 2005; Bakker et al., 2007). AktuHo6aKkTepuu
Streptomyces Takxe 0KasbIBAIOT MOJOKUTEJIbHOE JEHCT-
BUe Ha (opMUpOBaHUE U (DYHKIIHOHUPOBaHHE KIyOEHbKOB
ropoxa (Tokala et al., 2002).

Takum o6pazom, noTeHUMas MUKPOOHOTO CHHEpPrH3-
Ma Ha (oHe OOIUIMX 3BOJIOLUHMOHHBIX «KOPHEH» pas/nu-
HBIX MYTYyaJIMCTHUYECKHX PACTHTEJbHO-MHKPOOHBIX CHCTEM
MO3BOJISIET TOBOPHUTb O MEPCTNEKTHBHOCTH OMOTEXHOJOTHH
CO3J1aH1SI MHOTOKOMIOHEHTHBIX cMOH030B (MKC), noBbI-
LIAIOLUX YPOXKAHHOCTb M KAUECTBO CeJIbCKOXO035HCTBEHHBIX
6060BbIX U He 6OOOBLIX KyJLTYyp. B To e BpeMst pesyiib-
TaTbl 3KCMNEPUMEHTOB C MYJbTHMUKPOOHBIMH CHCTEMAMH,
BKJII04aloMMK B ce6st rpubel AM, puzo6un u PGPB, ne-
MOHCTPHUPYIOT Ba)KHYIO POJIb (PU3UOJOTHUECKON H T'eHEeTH-
YeCcKOH ajanTallid MHKPOOPTaHW3MOB K JIOKAJbHbBIM YCJI0-
BUAM OKpy»Katoliell cpesibl (Requena et al., 1997, 2001).
CaeoBaTesibHO, MpU pa3paboTKe TakuX OMOTEXHOJOTHH
peKOMeHJlyeTCsl HCMOJb30BaTh COBOKYMHOCTb MECTHBIX
MHUKPOOHBIX M30JIITOB, aJanTHPOBAHHYI0 K KOHKPETHBIM
YCJIOBUAM OKPY2KalOLLEH Cpefibl.

Cenekuus 6060BbIX Ha NOBbILLIEHUE
CMMOMOTNYECKOro noTeHumnana

PeaysbTaThl BEreTallOHHBIX W MOJIEBBIX SKCMEPUMEH-
TOB C HCMOJIb30BaHKeM ropoxa (P. sativum) (SIko6u u 1p.,
2000; bopucos u ap., 2002, 2004; rapk u ap., 2006) u
cou (G. max) (JlaGyrosa u ip., 2004; JlaGyroBa, JleBuHa,
2008) u xommekcHoit nnokyJsiuuu [1ITM npoaemoncTpu-
pOBaJIM BO3MOXKHOCTb HCTOJ/Ib30BaHUs noTeHlnata MKC B
CeJIbCKOXO03SICTBEHHOM TPOU3BOJICTBE C LE/bI0 YMeHbIIIe-
HUSI 103 MHHEPA/IBHBIX YI0OpEHHH U XUMHUECKHX CPEACTB
3alLUTbl PACTEHHH.

[1pu usyuenuu kosnekuun BUP um. H. M. BaBusosa
OblJT BBISIBJIEH BBICOKHMI ypPOBEHb T'€HETHUECKOTO TMOJIH-
Mopduama y ropoxa (P. sativum) mo MPHU3HAKY <CHM-
6uoTnyeckast 3PpQPeKTHBHOCTb» W OTOOPaHBl T€HOTHIIHI,
OT/IMYAIOLIHMECS] KOHTPACTHOH 3(PPEKTHBHOCTBIO MyTyaJlHC-
THYeCcKOoro cuMbuosa (slko6u u ap., 2000; Bopucos u np.,
2002). Tenorunsl ropoxa ¢ Hau6oJe€e BLICOKOH CUMOHOTH -
4ecKol 3p(PeKTUBHOCTBIO GBI BOBJEUEHBI B CEJNEKIHOH-
HBIH TIpoLecc.

[Toz:xke cpean COBpeMeHHBIX COPTOB rOpOXa, CO3/aH-
HbIX 6e3 ydueTa moTeHUHasa B3aumopaerctBus ¢ [1IIM,
OblJIM BBISIBJIEHBl T€HOTHNBI, 00J1aal0liHe KaK BbICOKOH
CUMOMOTHYECKOH 3(P(HEKTHBHOCTBIO, TaK U HEOOXOIUMON
APXUTEKTOHUKOH pACTeHHsl, KOTOPble MOTyT ObITb He-
MOCPEJICTBEHHO BKJIOYEHB! B CEJIEKIMOHHbIE MPOTPAMMBbI
(Bopucos u ap., 2004; lrapk u ap., 2006). bBeuo no-
Ka3aHo, YTO TPH MCMOJb30BAHUN F€HOTHIIOB ropoxa, (-
(ekTHBHBIX BO B3aumosedictBuu ¢ [1I1IM, xommiekcHas
MHOKYJISILINST OKa3bIBAeT AeHCTBHE, CPABHUMOE C MpPHMe-
HeHHeM MOJHOH J103bl MUHEepaJbHbIX yio6penuii (boprcos
u 1p., 2004; Lrapx u ap., 2006). B kauecTBe KpUTEpHEB
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JUIs OLEeHKH 3(()EeKTUBHOCTH B3aUMOJEHCTBUS pacTeHHUH
¢ TIIIM HykHO HCTOJIL30BaTh MOKa3aTe/b YBeJHUEHHS
X OMOMAacCChl U CEMEHHOH NMPOJAYKTHBHOCTH 3a CYET MHO-
KyJasuun kommiekcom ITTIM, a He nmapameTpbl pa3BUTHS
CHCTEM MyTyTaJHCcTHUYecKoro cumbuosa (Bopucos u ap.,
2004; lrapxk u ap., 2006). Takum o6pasom, 6bl1a o6oc-
HOBaHA BO3MOXKHOCTb H HEOOXOAUMOCTb BeJeHHUs CeJleK-
UMK 00OOBBIX HA MOBBILIEHHE CHMOHOTHYECKOTO MOTEH-
nuana. CeJleKIIHOHHBIE MPOTPaMMbI, HalpaBJeHHble Ha
NoBBbILIEHHE 3PPEKTUBHOCTH CHMOM030B 606OBBIX pacTe-
HU, TOJKHBI TPOBOJMTHCS C YUeTOM 3HAHHMH O Tpolieccax
pas3BUTHSI MyTyaJUCTHYeCKHX cUMOHO030B. B wacTtHOCTH,
10CJ/1€10BaTe/bHOCTH [€HOB PACTeHUsl, ONPEeAEeJISIOLINX
CTabUIBHOCTD H 3PPEKTHBHOCTH CHMOHO30B, MOTYT ObITh
ucrogab3oBanbl B KadectBe JIHK-mapkepos, o6seryaio-
ILIHX CeJIEKIHI0 COPTOB GOOOBBIX PACTEHUH ¢ BHICOKOH 3¢h-
(hekTHBHOCTBIO B3aumoseticTus ¢ [TTTM.

SAKJIIOYEHWE

B pesysbraTe aHasnusa cBeleHHH, H3JI02KEHHBIX BblLle,
copmysMpoBaHa KOHLEMIHUS, TMpPeAnoJaraioiias HOBbIH
B3MVISL HA Pa3BUTHe W (DYHKUIHOHHPOBAHHE MYTyasHCTH-
4eCKUX CHMOHO30B PaCTeHHUH.

Bo-nepBbiX, 4J1s1 yrnpaBJ/eHUs MpoLeccaMu B arpo- H
MPHPOAHBIX (PHUTOLIEHO3aX HEOOXOAMMO pacCMaTpUBaTh BCe
KOMIOHEHTbI PACTHTENLHO -MUKPOOHOTO coobIlecTBa (pac-
TeHue, rpubsl AM, kny6eHbKoBble 6akrepun 1 PGPB) kak
€/IMHYI0 TeHHO-MeTab0J/IHUECKYIO CETb.

Bo-BTophiX, reneruyeckasi cucrema 606OBBIX, KOHT-
posiipytoliasi B3aumojielicteue ¢ rpudamu AM, kiyGeHb-
KoBbIMH Gakrtepussmu 1 PGPB, no/mkHa ObITE 06beKTOM
CeJIeKIMH MO0 HHTErpajbHOMY MPU3HAKY «3((eKTHBHOCTD
B3aumosencTBusi ¢ [1[IM», a He Mo oTaesbHBIM MpH3HA-
KaM, XapaKTepH3yIoINM 3 heKTHBHOCTb 06pa30BaHUs OT-
JIeJIbHBIX THI10B B3aHMOBbLITOHBIX CHMOHO30B.

B-TpeTbuX, CKOPOCTb 3BOJIOLUM [€HOMOB MHKPO-
CHUMOHMOHTOB TMPEBbILIAET TEMIbl 3BOJIOLHH PACTEHHUH,
¥ [109TOMY pacTeHHEe MOXKeT PaccMaTPUBATbCA KaK HaH-
6oJiee cTaOMIBHBIF BO BPEMEHH U IJIaBHBIH PEryJ/HpyIo-
LKA KOMITOHEHT PacTUTeJ/IbHO-MUKPOOHOH cuctembl. M3
3TOTO CJeLyeT, YTO HEOOXOAMMO MPOBOAUTH CEJIEKLIHIO
pacTeHHH HA MOBBbIIIEHHE CUMOHOTHYECKOTO MOTEHLHA-
Ja Baumogeiictaus ¢ [1I1M Ha one ero MakcumaJsbHo-
ro reHeTH4ecKoro pasHoo6pasus. [Tono6Hylo ceseKLHUIO
HeoOXOJAUMO BECTH 110 TaKHUM MOKa3aTeJsiM, KaK J0MoJ-
HHUTeJbHAA OHoMacca, HAKOIJIEHHas 3a cueT oOpas3osa-
HHMS B3aHMOBBITOJHOH PACTHTEJbHO-MHKPOOHOH CHCTe-
Mbl, U KauecTBO MoJlyyaeMol NpofykUuu. B pesysbrate
TaKOW ceJieKUUH OYAyT MOJy4eHbl KOMMepUYecKHue copTa
CeJIbCKOXO3SHCTBEHHBIX PACTEHHH, MAKCHMaJbHO 3(-
(heKTHBHO IKCIIyaTHPYIOIIHE CHMOHOTHYECKHE B3aUMO-
JIEHUCTBUS B arpo(UTOLEHO3aX.

[IpumepaMu ycremHoTo HCMOJb30BaHUs pa3pado-
TAHHOH KOHLEMUHH SIBJASIOTCS: (a) KOMIJIEKCHOE MHK-

pobuoJioruyeckoe ynoopeHue, TeXHOJIOTHS TPOU3BOJACTBA
KOTOporo Oblna pa3paboTaHa KOJJIEKTHBOM aBTOPOB
(Yeborapb u ap., 2008); (6) co3naHue CTAMOHAPHOTO
ceJIeKIIMOHHOT0 MUTOMHUKA, T04YBa KOTOPOTro oforaiieHa
[ITIM, nist otr60pa pacTeHUH ¢ BLICOKOH CHMOHOTHYECKOH
3 peKTHBHOCTDBIO; (B) pazpaboTKa MPOTOKOIa CeJNEKIUH
60060BbIX pacTeHHH Ha MOBbIIeHNEe 3(h(PEeKTHBHOCTH B3a-
umoneiictBus ¢ [1I1M; u (T) neneHanpaBaeHHOe CO3/1a-
HUE MePBOro 3a BCIO UCTOPHIO CeJIeKLHH O000BBIX COp-
Ta ropoxa «Tpuymd», OTaHMUAIONIErOCS MOBBILIEHHBIM
norenuuasom B3aumoseiictsus ¢ [1IIM no cpaBuenuio
CO CTAaHJAPTHBIMH COPTaMHM (MO pe3yJbTaTaM KOHKypC-
HbIX copToucnbiTanuil, r. Opes, 2004—2006 rr.). an-
HBIH COPT yBeJMUMBAET MpPoayKTHBHOCTL Ha 10—15 %
NPH HHOKYJASIMH KOMIJEKCHBIM MHKPOOHOJOTHUECKUM
yrno6peHrneM BHe 3aBUCHMOCTH OT BapbHPOBAHUS KIAUMa -
tuueckux ycqaosuil (rapk u ap., 2006; Borisov et al.,
2008). Copr «Tpuymd», xapakTepuU3yIOIHICS BbICOKOH
MPOAYKTHBHOCTBIO TAKXKE U MPU TPAAULIMOHHON TEXHOJIO0-
THY BO3/leJIBIBAHHS, PEKOMEHI0BAH MO pe3yJbTaTaM ro-
cylapcTBeHHbIX coproucnbitanuii (2007 —2008 rr.) nas
Bo3siesbiBanus B LlenTpanbaom pernone PP. Takum 06-
pasoM, HHHOBALIMOHHAS TEXHOJIOTHSI, H3J0KEHHAS BhIlIe
U NpUMeHeHHas K O000BBIM KyJbTypaM, y»Ke AaeT nep-
Bble MPAKTHUECKHE Pe3yJIbTaThl.

Pa6ota BbinosiHeHa npu nonepxxkke Munucrepersa 06-
pasoBanuss u Haykdn P® (TocymapcTBeHHble KOHTPaKTbI
Ne 02.740.11.0276, 16.512.11.2155, TI11304), rpan-
toB: npesuneHra PO (HILI-3440.2010.4), POOU (09-
04-91054, 10-04-00961, 10-04-01146), NWO-047
.117.2005.006 (Hunepaanmst ).

Jlntepatypa

1. Bopucos A. I0., Haymxuna T. C., HImapxk O. [O. u dp.,
2004. Db peKTUBHOCTD UCMOIb30BAHUS COBMECTHON UHO-
KyJIsILIMK ropoxa nocesHoro (Pisum sativum L.) rpubamu
apOyCKYJISPHON MUKOPH3bI M KIyOeHbKOBBIMU OaKTepust-
MH JI/I51 TIOBBILICHHST POAYKTUBHOCTH PACTEHUE B YCTOM-
YHBOM 3KOJIOTMUECKH OPMEHTHPOBAHHOM 3emJeseun //
Hoka. PACXH. Ne2. C. 12— 14.

2. Bbopucos A. [O., l{oiecanos B. E., llImapk O. IO. u dp.,
2002. Karanor mupoBoil kosuiekunn BUP. Boim. 728.
Topox (Cum6uoTHueckas sddextuHoceTs) / Tlon pen.
M. A. Tuxonosmua, M. A. Bummnsakosoi, CI16.: BUP,
29c.

3. JKykos B. A., lllmapk O. 10., bopucos A. I0., Tuxo-
nosuu M. A., 2009. MoJieky/sipHO-TeHeTHIeCKHe Mexa-
HU3MbI KOHTPOJISI PaCTeHHEM PaHHHX CTaiHil Pa3BUTHSI
B3aHMOBBIMOJIHBIX (MyTya/JIMCTHYECKHX ) CHMOHO30B 6060-
Bbix // Tenernka. T.45. C. 1449—1460.

4. Henamos B. B. (pen.), 2005. MoJieKynsipHble OCHOBbI
B3aUMOOTHOILIEHUH aCCOLMATHBHBIX MHKPOOPTaHH3MOB C
pacrenusimu. M.: Hayka, 262 c.

® dKo102UHeCKaA eeHemuKa

TOMIX Ne2 2011

ISSN 1811-0932



90

CHMBHOIEHETHKA

5. Koowcemsaros A. II., Yebomape B. K., 2005. buonpe-
napathl s 3emsiesienust // Bronpenapathl B celbckom
xo3stiictBe (MeToo/10THsl U TPAKTHKA TPUMEHEHHUSsT MHK-
POOPraHU3MOB B PACTEHHEBOJACTBE W KOPMOIIPOU3BOI-
ceree) / Tox pen. M. A. Tuxonosuua, 1O. B. Kpyrsiioa, M.,
C.18-54.

6. Jlabymosa H. M., 2009. B3auMoOTHOILIEHHSsT SHIOMHKO-
PH3HBIX IPUOOB ¢ MUKPOOpraHH3Mamu pusocdepbl // Mu-
kost. @utonaron. T.43. Ne 1. C.3—19.

7. Jlabymosa H. M., Jlesurna P. JI., 2008. JIlnnamuka
TMOABHKHBIX (POPM MaKPO3JEeMEHTOB B pu3ocepe 60-
6OBBIX pacTeHUH MpH PYHKIUOHUPOBAHUH PA3JIHUHBIX
cUMGHOTHUeCKHX cHeTeM // MaTepuasbl Mexperio-
HaJIbHOH Hay4HO-MpaKTHUecKOoH KoHdepeHuun «Ilou-
BeHHBIe pecypckl CeBepo-3anana Poccun: nx cocrosi-
HHEe, OXpaHa U palHoHabHOE Herosb3oBanue», CI16.,
C. 135—140.

8. Jlabymosa H. M., lloaskos A. H., Jlax B. A., [op-
dou B. JI., 2004. BiusiHue HHOKYJISILIMH KJITyOEHbKOBbI -
MH OaKTEpUSIMH U 3HIOMHMKOPH3HBIM Tpubom Glomus
intraradices Ha ypoail pa3JIHuUHbIX COPTOB COH U CO-
neprKanue 6eska v Macaa B cemenax // Jlokn. PACXH.
Ne2. C.10—12.

9. Ilposopos H. A., Bopobves H. H., Andpornos E. E.,
2008. Makpo- U MHKpPO3BOJIOLMS GaKTepHil B cHCTEMaX
cum6uo3a // Tenetuxa. T.44. C. 12—28.

10.7Iposopos H. A., 2009. PactureyibHO-MHKPOOHbBIE CHM-
O1O03bl KAK 9BOJIIOLIMOHHbIH KOHTHHYYM // K. O6uL. Buou.
T.70. Ne 1. C. 10— 34.

11.9e6omape B. K., Kasaxos A. E., Epogees C. B. u dp.,
2008. Crioco6 moJsiydeHHs] KOMIJIEKCHOTO MHKPO-
6uogiornueckoro ynoopenusi. Ilatent Ne2318784 or
10.03.2008.

12.llImapk O. 0., Hanurosa T. H., Haymxuna T. C.
u dp., 2006. AHann3 HCXOAHOTO MaTepUaJsa ropoxa 1o-
ceBHOro (Pisum sativum L.) 1js ceJeKU|u COPTOB C
BbICOKHM CHMOMOTHUYECKHUM IMMOTEeHUHUAJJIOM U Bbl60p na-
pameTpoB ais ero otenku // dxon. Tener. T.4. Ne 2.
C.22—-28.

13.5Iko6u JI. M., Kykaaes A. C., Yuwaxos K. B. u dp., 2000.
[Tosmmopduam (opM ropoxa MoceBHOro 1no 3PHeKTHB-
HOCTH CUMOM03a C SHIAOMHUKOPHU3HBIM rprooM Glomus sp.
B YCJIOBHAX HHOKyJIALMU pu3obusmu // Cenbxos. Buoa.
2000. Ne3. C. 94—102.

14. Akiyama K., Matsuzaki K., Hayashi H., 2005. Plant
sesquiterpenes induce hyphal branching in arbuscular
mycorrhizal fungi // Nature. Vol. 435. P.824—827.

15.Ané J. M., Kiss G. B., Riely B. K. et al., 2004. Medi-
cago truncatula DMI1 required for bacterial and
fungal symbioses in legumes // Science. Vol.303.
P 1364—1367.

16. Artursson V., Finlay R. D., Jansson J. K., 2006. Interac-
tions between arbuscular mycorrhizal fungi and bacteria
and their potential for stimulating plant growth // Envi-
ron. Microbiol. Vol.8. P. 1—-10.

17.Bakker P. A. H. M., Raaijmakers J. M., Bloemberg G.
et al. (eds.), 2007. New perspectives and approaches
in plant growth-promoting rhizobacteria research (Re-
printed from Eropean Journal of Plant Pathology, 119:2,
2007). Dordrecht: Springer. 126 p.

18.Balachandar D., Raja P., Kumar K., Sundaram S. P.,
2007. Non-rhizobial nodulation in legumes // Biotech-
nol. Molec. Biol. Rev. Vol. 2. P.49—57.

19.Barea J.-M., Pozo M.-J., Azcon R., Azcon-Aguilar C.,
2005. Microbial cooperation in the rhizosphere // J. Exp.
Botany. Vol.56, N. 14, P 1761—1788.

20.Barker S. J., Tagu D., 2000. The role of auxins and cyto-
kinins in mycorrhizal symbiosis // J. Plant Growth Regul.
Vol. 19. P 144—154.

21.Belimov A. A., Kunakova A. M., Safronova V. I. et
al., 2000. Interaction between associative bacteria and
barley under environmental stresses: input of partner
genotypes and growth conditions // New approaches
and techniques in breeding sustainable fodder crops and
amenity grasses / Eds. N. A. Provorov et al., St-Peters-
burg: VIRA Press. P. 146—148.

22 Bleecker A. B., Kende H., 2000. Ethylene: a gaseous
signal molecule in plants // Annu. Rev. Cell Dev. Biol.
Vol. 16. P.1—18.

23.Borisov A. Y., Danilova T. N., Shtark O.Y. et al., 2008.
Tripartite symbiotic system of pea (Pisum sativum L.):
applications in sustainable agriculture // Biological Ni-
trogen Fixation: Towards Poverty Alleviation through
Sustainable Agriculture. Proceedings of 15th Interna-
tional Congress on Nitrogen Fixation & 12th Interna-
tional Conference of the African Association for Biological
Nitrogen Fixation / Eds. E D. Dakora et al., Dordrecht:
Springer. P.15—17.

24.Brewin N. J., 2004. Plant cell wall remodeling in the
Rhizobium-legume symbiosis // Crit. Rev. Plant. Sci.
Vol.23. P 1-24.

25.Brockwell J., Bottomley P. J., Thies J. E., 1995. Manip-
ulation of rhizobia microflora for improving legume pro-
ductivity and soil fertility: a critical assessment // Plant
Soil. Vol. 174. P 143—180.

26.Brundrett M. C., 2002. Coevolution of roots and myc-
orrhizas of land plants // New Phytol. Vol. 154. P.275—
304.

27.Caetano-Anolles G., Gresshoff P. M., 1991. Plant ge-
netic control of nodulation // Annu. Rev. Microbiol.
Vol.45. P.345—382.

28.Chen C., Ane J-M. Zhu H., 2008. OsIPD3, an ortholog
of the Medicago truncatula DMI3 interacting protein
IPD3, is required for mycorrhizal symbiosis in rice //
New Phytol. Vol. 180. P311-315.

29.Compant S., Duffy B., Nowak J., Clément C., Bar-
ka E. A., 2005. Use of plant growth-promoting bacteria
for biocontrol of plant diseases: principles, mechanisms of
action, and future prospects // Appl. Environ. Microbiol.
Vol.71. P.4951—4959.

& dKo02UUHeCKaA ceHemuKa

TOMIX Ne2 2011

ISSN 1811-0932



CHMBHOIEHETHKA

91

30.Cronk Q. C. B., Bateman R. M., Hawkins J. A., 2002.
Developmental genetics and plant evolution. Boca Raton:
CRC Press. 543 p.

31.D'Haeze W., Holsters M., 2002. Nod factor structures,
responses, and perception during initiation of nodule de-
velopment // Glycobiol. Vol. 12. P.79—105.

32.Dilworth M. J., James E. K., Sprent J. I., Newton W.
E. (eds.), 2008. Nitrogen-fixing leguminous symbioses.
Dordrecht: Springer. 404 p.

33.Dolgikh E. A., Leppyanen 1. V., Osipova M. A. et al.,
2011. Genetic dissection of Rhizobium-induced infection
and nodule organogenesis in pea based on ENOD [ 2A and
ENOD5 expression analysis // Plant Biol. V. 13. P.285—
296.

34.Downie J. A., 2010. The roles of extracellular proteins,
polysaccharides and signals in the interactions of rhizo-
bia with legume roots // FEMS Microbiol. Rev. Vol. 34.
P 150—170.

35.Duc G., Messager A., 1989. Mutagenesis of pea (Pisum
sativum L.) and the isolation of mutants for nodulation
and nitrogen fixation // Plant Sci. Vol. 60. P.207—213.

36.Endre G., Kereszt A., Kevei Z. et al., 2002. A receptor
kinase gene regulating symbiotic nodule development //
Nature. Vol.417. P.962—966.

37.FournierJ., Timmers A. C. J., Sieberer B. J. et al., 2008.
Mechanism of infection thread elongation in root hairs
of Medicago truncatula and dynamic interplay with as-
sociated rhizobial colonization // Plant Physiol. Vol. 148.
P 1985—1995.

38.Garcia-Garrido J. M., Ocampo J. A., 2002. Regulation
of the plant defence response in arbuscular mycorrhizal
symbiosis // J. ExP.Bot. Vol.53. P. 1377—1386.

39.Geil R. D., Peterson L., Guinel . C., 2001. Morphologi-
cal alterations of pea (Pisum sativum cv. Sparkle) arbus-
cular mycorrhizas as a result of exogenous ethylene treat-
ment // Mycorrhiza. Vol. 11. P. 137—143.

40.Genre A., Bonfante P., 2005. Building a mycorrhizal
cell: how to reach compatibility between plants and ar-
buscular mycorrhizal fungi // J. Plant Interact. Vol. 1.
N.1.P3-13.

41.Genre A., Chabaud M., Timmers T. et al., 2005. Arbus-
cular mycorrhizal fungi elicit a novel intracellular appara-
tus in Medicago truncatula root epidermal cells before
infection // Plant Cell. Vol. 17. P.3489—3499.

42.Gianinazzi-Pearson V., 1996. Plant cell responses to
arbuscular mycorrhizal fungi: getting to the roots of the
symbiosis // Plant Cell. Vol.8. P 1871 —1883.

43.Graham P. H., Vance C. P., 2003. Legumes: impor-
tance and constraints to greater use // Plant Physiology.
Vol. 131. P872—877.

44. Gresshoff P. M, Lohar D., Chan P.-K. et al., 2009. Ge-
netic analysis of ethylene regulation of legume nodula-
tion // Plant Signaling & Behavior. Vol. 4. P.818—823.

45.Hildebrandt U., Ouziad F., Marner F. J., Bothe H.,
2006. The bacterium Paenibacillus validus stimulates

growth of the arbuscular mycorrhizal fungus Glomus
intraradices up to the formation of fertile spores //
FEMS Microbiol. Lett. Vol. 254. P. 258 —267.

46.Hirsch A. M., Lum M. R., Downie J. A., 2001. What
makes the rhizobia-legume symbiosis so special? //
Plant Physiol. 2001. Vol. 127. P. 1484—1492.

47 Imaizumi-Anraku H., Takeda N., Charpentier M.
et al., 2005. Plastid proteins crucial for symbiotic fungal
and bacterial entry into plant roots // Nature. Vol.433.
P.527—-531.

48.Jacobsen E., 1984. Modification of symbiotic interac-
tion of pea (Pisum sativum L.) and Rhizobium legu-
minosarum by induced mutations // Plant Soil. Vol. 82.
P.427—438.

49.Jones K. M., Kobayashi H., Davies B. W. et al., 2007.
How rhizobial symbionts invade plants: the Sinorhizo-
bium-Medicago model // Nat. Rev. Microbiol. Vol.5.
P619—-633.

50.Jones K. M., Sharopova N., Lohar D. P. et al., 2008.
Differential response of the plant Medicago trunca-
tula to its symbiont Sinorhizobium meliloti or an ex-
opolysaccharide-deficient mutant // PNAS. Vol. 105.
P.704-709.

51.Kalo P., Gleason C., Edwards A. et al., 2005. Nodula-
tion signaling in legumes requires NSP2, a member of
the GRAS family of transcriptional regulators // Science.
Vol.308. P. 1786—1789.

52.Kistner C., Winzer T., Pitzschke A. et al., 2005. Seven
Lotus japonicus genes required for transcriptional repro-
gramming of the root during fungal and bacterial symbio-
sis // Plant Cell. Vol. 17. P.2217—2229.

53.Koltai H., Kapulnik Y. (eds.), 2010. Arbuscular myc-
orrhizas: physiology and function. Dordrecht: Springer.
623 p.

54.Kosuta S., Chabaud M., Lougnon G. et al., 2003. A dif-
fusible factor from arbuscular mycorrhizal fungi induces
symbiosis-specific MtENODI11 expression in roots of
Medicago truncatula // Plant Physiol. Vol. 131. P.952—
962.

55.Krusell L., Madsen L. H., Sato S. et al., 2002. Shoot
control of root development and nodulation is mediated
by a receptor-like kinase // Nature. Vol.420. P.422—
426.

56.Kumagai H., Kinoshita E., Ridge R. W., Kouchi H.,
2006. RNAi knock-down of ENOD40s leads to sig-
nificant suppression of nodule formation in Lofus
japonicus // Plant Cell Physiol. Vol.47. P.1102—
1111,

57 .Kiister H., Vieweg M. F., Manthey K. et al., 2007.
Identification and expression regulation of symbioti-
cally activated legume gene // Phytochem. Vol.68.
P.8—18.

58.Lie T. A., 1971. Temperature-dependent root-nodule
formation in pea cv. Iran // Plant Soil. Vol. 34. P.751 —
752.

® dKo102UHeCKaA eeHemuKa

TOMIX Ne2 2011

ISSN 1811-0932



92

CHMBHOIEHETHKA

59.Limpens E., Mirabella R., Fedorova E. et al., 2005.
Formation of organelle-like N,-fixing symbiosomes in
legume root nodules is controlled by DMI2 // PNAS.
Vol. 102. P.10375—10380.

060.Madsen E. B., Madsen L. H., Radutoiu S. et al., 2003.
A receptor kinase gene of the LysM type is involved in le-
gume perception of rhizobial signals // Nature. Vol. 425.
P.637—640.

61.Madsen L. H., Tirichine L., Jurkiewicz A. et al., 2010.
The molecular network governing nodule organogenesis
and infection in the model legume Lotus japonicus //
Nature Communications. 1:10. doi: 10. 1038 / ncom-
ms1009 (2010).

62. Maillet F., Poinsot V., André O. et al., 2011. Fungal
lipochitooligosaccharide symbiotic signals in arbuscular
mycorrhiza // Nature. Vol. 469. P.58—64.

63. Markmann K., Parniske M., 2009. Evolution of root
endosymbiosis with bacteria: how novel are nodules? //
Trends Plant Sci. Vol. 14. P.77—86.

064. Messinese E., Mun J. H., Yeun L. H., 2007. A novel
nuclear protein interacts with the symbiotic DMI3 cal-
cium- and calmodulin-dependent protein kinase of Medi-
cago truncatula // Mol. Plant-Microbe Interact. Vol. 20.
P912-921.

65.Minerdi D., Bianciotto V., Bonfante P., 2002. Endo-
symbiotic bacteria in mycorrhizal fungi: from their mor-
phology to genomic sequences // Plant Soil. Vol.244.
P211-219.

66.Mitra R. M., Gleason C. A., Edwards A. et al., 2004.
A Ca?*/calmodulin-dependent protein kinase required
for symbiotic nodule development: gene identification by
transcript-based cloning // PNAS. Vol.101. P4701—
4705.

67.MorandiD., Sagan M., Prado-Vivant E., Duc G., 2000.
Influence of genes determining supernodulation on root
colonisation by the mycorrhizal fungus Glomus mosseae
in Pisum sativum and Medicago truncatula mutants //
Myecorrhiza. Vol. 10. P.37—42.

68.Murakami Y., Miwa H., Imaizumi-Anraku H. et al.,
2006. Positional cloning identifies Lotus japonicus
NSP2, a putative transcription factor of the GRAS
family, required for NIN and ENOD40 gene expres-
sion in nodule initiation // DNA Res. Vol. 13. P.255—
265.

69.Murray J. D., Karas B. J., Sato S. et al., 2007. A cyto-
kinin perception mutant colonized by Rhizobium in the
absence of nodule organogenesis // Science. Vol.315.
P 101—104.

70.Nagahashi G., Douds J. D. D., 1997. Appressorium for-
mation by AM fungi on isolated cell walls of carrot roots //
New Phytol. Vol. 136. P.299—304.

71.Navazio L., Moscatiello R., Genre A. et al., 2007. A dif-
fusible signal from arbuscular mycorrhizal fungi elicits a
transient cytosolic calcium elevation in host plant cells //
Plant Physiol. Vol. 144. P.673—681.

72.Nishimura R., Hayashi M., Wu G. J. et al., 2002. HAR1
mediates systemic regulation of symbiotic organ develop-
ment // Nature. Vol. 420. P 426—429.

73.Nutman P. S., 1946. Genetic factors concerned in
the symbiosis of clover and nodule bacteria // Nature.
Vol. 151. P.463—465.

74.Ovchinnikova E., Limpens E., Borisov A. et al., 2010.
Intracellular accommodation of Rhizobium bacteria is
controlled by the common symbiotic signaling path-
way // Abstract book of the 9th European Nitrogen Fixa-
tion Conference, 6-10 Sept. 2010, Geneva, Switzerland.
P214.

75.Parniske M., 2000. Intracellular accommodation of mi-
crobes by plants: a common developmental program for
symbiosis and disease? // Curr. Opin. Plant Biol. Vol. 3.
P 320—328.

76.Parniske M., 2008. Arbuscular mycorrhiza: the mother
of plant root endosymbioses // Nature Rev. Microbiol.
Vol.6. P763—775.

77.Preston G. M., 2004. Plant perceptions of plant growth-
promoting Pseudomonas // Phil. Trans. R. Soc. Lond. B.
Vol.359. P907—-918.

78.Provorou N. A., Shtark O.Y., Zhukoov V. A. et al., 2010.
Developmental genetics of plant-microbe symbioses. —
NY, USA: Nova Science Publishers. 152 p.

79.Provorov N. A., Tikhonovich I. A., 2003. Genetic re-
sources for improving nitrogen fixation in legume-rhizo-
bia symbiosis // Genet. Resources and Crop Evolution.
Vol.50. P.89—-99.

80. Provorov N. A., Vorobyou N. 1., 2009. Host plant as an
organizer of microbial evolution in the beneficial symbio-
ses // Phytochem. Rev. Vol.8. P.519—534.

81.Radutoiu S., Madsen L. H., Madsen E. B. et al.,
2003. Plant recognition of symbiotic bacteria requires
two LysM receptor-like kinases // Nature. Vol.425.
P.585—592.

82.Redecker D., 2002. Molecular identification and phylog-
eny of arbuscular mycorrhizal fungi // Plant Soil. Vol. 244.
P67-73.

83.Remy W., Taylor T. N., Hass H., Kerp H., 1994. Four
hundred-million-year-old vesicular arbuscular mycor-
rhizas // PNAS. Vol.91. P. 11841 —11843.

84.Requena N., Jimenez J., Toro M., Barea J. M.,
1997. Interactions between plant-growth-promoting
rhizobacteria (PGPR), arbuscular mycorrhizal fungi
and Rhizobium spp. in the rhizosphere of Anthyllis cy-
tisoides, a model legume for re-vegetation in Mediter-
ranean semi-arid ecosystems // New Phytol. Vol. 136.
P.667—677.

85.Requena N., Perez-Solis E., Azcon-Aguilar C. et al.,
2001. Management of indigenous plant-microbe sym-
bioses aids restoration of decertified ecosystems // Appl.
Environ. Microbiol. Vol.67. P.495—498.

86.Sanchez L., Weidmann S., Arnould C. et al., 2005.
Pseudomonas fluorescens and Glomus mosseae trig-

& dKo02UUHeCKaA ceHemuKa

TOMIX Ne2 2011

ISSN 1811-0932



CHMBHOIEHETHKA

93

ger DMI3-dependent activation of genes related to a
signal transduction pathway in roots of Medicago trun-
catula // Plant Physiol. Vol. 139. P 1065—1077.

87.Sandhu H. S., Gupta V. V. S. R., Wratten S. D., 2010.
Evaluating the economic and social impact of soil mi-
crobes // Soil microbiology and sustainable crop produc-
tion / Eds. G. R. Dixon, E. L. Tilston. Dordrecht: Spring-
er. P399—417.

88.Schnabel E., Journet E. P., de Carvalho-Niebel F. et
al., 2005. The Medicago truncatula SUNN gene encodes
a CLV1-like leucine-rich repeat receptor kinase that reg-
ulates nodule number and root length // Plant Mol. Biol.
Vol. 58. P.809—822.

89.Schulz B., Boyle S., Sieber T. (eds.), 2006. Microbial
root endophytes. Dordrecht: Springer. 367 p.

90. Schiipler A., Schwarzott D., Walker C., 2001. A new
fungal phylum, the Glomeromycota: phylogeny and evo-
lution // Mycol. Res. Vol. 105. P 1413—1297.

91.Sessitsch A., Howieson J. G., Perret X. et al., 2002.
Advances in Rhizobium research // Crit. Rev. Plant Sci.
Vol.21. P.323—378.

92.Shtark O. Y., Borisov A. Y., Zhukov V. A. et al., 2010.
Intimate associations of beneficial soil microbes with the
host plants // Soil microbiology and sustainable crop
production / Eds. G. R. Dixon, E. L. Tilston, Dordrecht:
Springer. P.119—196.

93.Smith K. P., Goodman R. M., 1999. Host variation for
interactions with beneficial plant-associated microbes //
Annu. Rev. Phytopathol. Vol.37. P.473—491.

94.Smith S. E., Read D. J., 2008. Mycorrhizal symbiosis,
3nd ed. Maryland Heights, USA: Elsevier, Academic
Press. 800 p.

95.Sprent J. 1., 2001. Nodulation in Legumes. Kew, Royal
Botanical Gardens: Cromwell Press Ltd. 146 p.

96.Sprent J. 1., 2007. Evolving ideas of legume evolution and
diversity: a taxonomic perspective on the occurrence of
nodulation. // New Phytol. Vol. 174. P 11—25.

97.Stracke S., Kistner C., Yoshida S. et al., 2002. A plant
receptor-like kinase required for both bacterial and fungal
symbiosis // Nature. Vol.417. P.959—962.

98.Suzaki T., Sato M., Ashikari M. et al., 2004. The gene
FLORAL ORGAN NUMBER! regulates floral meristem
size in rice and encodes a leucine-rich repeat receptor ki-
nase orthologous to Arabidopsis CLAVATAL // Develop-
ment. Vol. 131. P.5649—5657.

99.Tikhonovich I. A., Provorov N. A., 2007. Cooperation of
plants and microorganisms: getting closer to the genetic
construction of sustainable agro-systems // Biotechnol.
J. Vol.2. P.833—848.

100. Timmers A. C. J., Vallotton P., Heym C., Men-
zel D., 2007. Microtubule dynamics in root hairs of
Medicago truncatula // Eur. J. Cell Biol. Vol.86.
P.69—-83.

101. Tirichine L., Imaizumi-Anraku H., Yoshida S. et al.,
2006. Deregulation of a Ca®*/calmodulin-dependent ki-

nase leads to spontaneous nodule development // Na-
ture. Vol.441. P.1153—1156.

102. Tirichine L., Sandal N., Madsen L. H. et al., 2007.
A gain-of-function mutation in a cytokinin receptor trig-
gers spontaneous root nodule organogenesis // Science.
Vol.315. P 104—107.

103. Tokala R. K., Strap J. L., Jung C. M. et al., 2002.
Novel plant-microbe rhizosphere interaction involv-
ing Streptomyces lydicus WYEC108 and the pea plant
(Pisum sativum) // Appl. Environ. Microbiol. Vol.68.
P2161-2171.

104. Vallad E., Goodman R. M., 2004. Systemic acquired
resistance and induced systemic resistance in conven-
tional agriculture // Crop Sci. Vol. 44. P. 1920—1934.

105. van Brussel A. A. N., Bakhuizen R., van Spron-
sen P. C. et al., 1992. Induction of pre-infection thread
structures in the leguminous host plant by mitogenic
lipo-oligosaccharides of Rhizobium // Science. Vol. 257.
P70-72.

106. Vance C. P., 2001. Symbiotic nitrogen fixation and
phosphorus acquisition. Plant nutrition in the world of
declining renewable resources // Plant Physiol. Vol. 127.
P.390-397.

107. Vavilov N. I., 1922. The law of homologous series in
variation // J. Genet. Vol. 12. N 1. P 47—89.

108. Wan X., Hontelez J., Lillo A. et al., 2007. Medicago
truncatula ENOD40-1 and ENOD40-2 are both involved
in nodule initiation and bacteroid development // J. Exp.
Bot. Vol.58. P.2033—2041.

109. Yano K., Yoshida S., Muller J. et al., 2008. CYCLOPS,
a mediator of symbiotic intracellular accommodation //
PNAS. Vol. 105. P.20540—20545.

110. Yokota K., Takashi S., Kouchi H., Hayashi M., 2010.
Function of GRAS proteins in root nodule symbiosis is
retained in homologs of a non-legume, rice // Plant Cell
Physiol. Vol.51. P. 1436—1442.

111. Young N. D., Udvardi M., 2009. Translating Medica-
go truncatula genomics to crop legumes // Curr. Opin.
Plant Biol. Vol. 12. P.193—201.

112. Zhu H., Choi H. K., Cook D. R., Shoemaker R. C.,
2005. Bridging model and crop legumes through com-
parative genomics // Plant Physiol. Vol. 137. P.1189—
1196.

MULTI-COMPONENT SYMBIOSIS OF LEGUMES
WITH BENEFICIAL SOIL MICROBES: GENETIC
AND EVOLUTIONARY BASIS OF APPLICATION
IN SUSTAINABLE CROP PRODUCTION

Shtark O. Y., Borisov A. Y., Zhukov V. A., Nemankin T. A.,
Tikhonovich I. A.

% SUMMARY: Leguminous plants have a genetic system that provides
interaction with different beneficial soil microorganisms (BSM). The sys-
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tem has been formed on the basis of the genetic mechanisms that had
arisen during the co-evolution of plants with arbuscular-mycorrhizal
(AM) fungi and appeared to provide pre-adaptations for further evolu-
tion of interaction with various BSM. A concept of the use of BSM in sus-
tainable agriculture is proposed, which postulates an establishment of the
multi-component beneficial plant-microbe communities based on variet-
ies of legumes with high potential for interaction with the BSM.

& KEY WORDS: Leguminosae (Fabaceae); Mutualistic Symbioses;
Glomeromycota; Arbuscular Mycorrhiza; Rhizobia; Legume-Rhizobial
Symbiosis; Plant Growth-Promoting Bacteria (PGPB); Plant Genetics;
Evolution; Symbiotic Effectiveness; Plant Breeding; Sustainable Crop

Production.
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