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AJANTUBHAA N NMPOIMPECCUBHASA 3BOJTIOLINA
PACTUTEJIbHO-MMKPOBHOIO CUMBUO3A

1. BBEJJEHVIE

CHMOHOTHUECKHE CUCTEMbBI — YIOOHBIE MOJIEJIH /151 U3yUEeHHsI 3aKOHOMEPHOC-
Tell MPOrpecCHBHON M alaNTHUBHOH 3BOJIIOLMH, COOTHOLLIEHUE KOTOPBIX OCTaeTcs
HESICHBIM JUIsl CHHTYJISIPHBIX ( COCTOSILIMX U3 H30TEHHBIX KJIETOK, KOTOPble BO3HHU-
KaloT B pe3ysbTare JieJIeHHH 3UroThl) OpraHu3MoB. BBesisi TepMUHBI «MaKpO3IBO-
Jouus» U «Mukpossosoiusi», [0, A. Guaunuenko (Filipcenko, 1927) otmerud,
YTO UX TeHETHUYeCKHEe MEeXaHH3Mbl Pa3/IMYaloTcsi, TaK Kak MaKpO3IBOMIOLMOHHbIE
npeoGpa3oBaHusi He SIBJSIIOTCST pe3yJILTATOM ecTecTBeHHOro ordopa. Ilo mmue-
nuio J1. C. Bepra (1977), sBosmonunonnast posib 0T60pa orpaHuueHa sJJHMUHALMEH
HEXKH3HECTIOCOOHBIX TPOIAYKTOB «HOMOTeHe3a», MPHBOASLIEr0 K 06pa3oBaHHIO
HOBBIX OGHOJIOTHUECKHX (POPM, HO He HMEIOLIEro afanTHBHOH HATpPaBJIeHHOCTH.
Opnako J. Matip (Mayr, 1973) u H.B. TumodeeB-PecoBckuii ¢ coaBropamu
(1977) cBOMMIM MPOTPECCHBHYIO 3BOJIOLIMIO K HAKOTIJIEHHIO alalTHBHO 3HAUMMbIX
«MaJIbIX U3MEeHEeHHI» OpraHU3allii, MOAXBATHIBAEMBIX OTOOPOM.

[Ipeomonenne 3THX MPOTHBOPEUHH CTAJSO BO3MOXKHBIM 6J1arofaps U3yueHHIO
CUMOHOTHYECKHUX MOJIeJICH, B IEPBYIO 0YePEe/lb, PACTUTEJbHO-MUKPOOHBIX CHCTEM.
Mx o6pasoBanue sB/sieTCs BEICOKO3(PMEKTUBHEIM CIIOCOOOM ajianTalyy pacre-
HUH K HeONATOMPUATHBIM SKOJOTHUECKUM YCJIOBHSAM, BKJIIOUAs 1€ (DUIIHT TTHTaHUS
(cumGHO3bI ¢ N, -(hHKCHPYIOLHUMH GAKTePHUAMH H MUKOPH3HBIMU TPHOAMH ), aTaKH
naToreHoB WK (puTOharoB (puaocdepHble U SHAOPUTHBIE ACCOLUALIMN C MHKPO-
6amu, NPOAYLIUPYIOLIUMU aHTHOHOTHKY WJIM TOKCHHBI ), @ TaKKe K aBHOTHUECKUM
cTpeccaMm, BKJIOUast 3acyxy, MOBBILIEHHYIO TeMMepatypy  3acosenne (Rodriguez
et al., 2009; Tikhonovich, Provorov, 2011). [IporpeccruBHast 3BoJto111s1 CUMGH03a
(BOBHUKHOBEHHE HOBBIX CTPYKTYP, (PYHKIME U KOAUPYIOIIMX HX T€HHBIX CUCTEM)
HanboJsiee IPKO BhIpaXkeHa TPH MyTyasIMCTHUECKHUX OTHOLIEHUSIX MapTHEPOB, KO-
TOpBIE CJIEAYIOT MO 3BOJIOLMOHHOMY MYTH «(PaKyJbTaTHBHbIE — 3KOJOTMUECKH
06JiMraTHble — reHeTHYecku obJiratHbie cuMmOuo3bi» (Tikhonovich, Provorov,
2009; Margulis, 2010). [lpu peasusaiidu 3Toro MyTH y GaKTepHaIbHBIX CHMOU-
OHTOB PACTEHHH U YKUBOTHBIX BO3HHKAIOT HOBbIE TUIbI TEHOMA: MHOTOKOMIOHEHT-
HBIA y 9KOJIOTHYECKH OOJIMTaTHBIX CHMOMOHTOB, PelyLlUPOBAHHbBIN Y F€HETHUECKH
06JIMraTHBIX CHMOHOHTOB, PYAMMEHTAPHBIH y KJeTOouHbIX opraHenn (Margulis,
Sagan, 2002; van Ham et al., 2003; Young et al., 2006; [Tposopos, 2005).

BosHnkHOBeHHe HOBBIX (POPM CHMOMOTHUECKOH OPraHH3alUU SIBJISETCS pe-
3yJIbTaTOM KO-3BOJIOLIUH MapTHEPOB, CBSI3AHHOH C MEPEKPECTHBIMH CeJIeKTHB-
HBIMH JIaBJIeHHUSIMH, KOTOpbIE HX MOMYJISILMK OKa3bIBAIOT APYT Ha apyra (Janzen,
1980). B cucremax MmyTyasu3ma napTHepbI 4ACTO PeasM3yIoT alalTHBHO Napaiok-
caJIbHYIO ( «He-JAapPBHHOBCKYIO» ) CTPATErnIo 9BOJIOLHH, KOTopast Oblia 0603Haue-
Ha KaK PELHUNPOKHBIN WM MexXBHa0BoH ansTpynam (Frank, 1994). On ocHoBan
Ha NPHOOPETEHNH OpPraHU3MaMH MPU3HAKOB, UMEIOLIHX aaNTHBHYIO LIEHHOCTh He
AJIsT CBOETO HETOoCPeCTBEHHOro obanatess (KOTOPBIH MOKET yTPauHBaTh sKU3-
HECMOCOOHOCTb, KaK 9TO MOKAa3aHOo Il OAKTEPOUI0B B KiayOeHbKax psaa 06000-
Bbix: Brewin, 2004), a ais naptHepa no cum6uody (Bronstein, 2009; Provoroy,
Vorobyov, 2009).

Asordukcupyioumit 6060B0-puzobuanbHblil cum6uo3 (BPC) mosBossier ne-
TalIbHO AHANM3MPOBATH KO-3BOJIOLMOHHBIE TPOLECCH, KOTOPbIE XOPOLIO JIO-
KYMEHTHPOBAHbl  MOP(O-(HU3UOJOTHIECKHMH,  MOJIEKYJISIPHO-TeHe THUECKUMH
1 3KOJIOTHUeCKUMH JaHHbIMU. Ko-3Bosmounst naptuepos BPC nocrynna aist sx-
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CIIEPUMEHTAJILHOIO W MaTeMaTHYeCKOro MOJeJIMpOBaHus,
KOTOPOE I[103BOJISIET He TOJIbKO H3y4yaTb ACHCTBHE MHKPO-
SBOJIIOLMOHHBIX (DAKTOPOB, HO M OLIEHHBATh AAANTHBHbLIE
3 PeKTbl MAKPO-3IBOJIOLMOHHBIX TIPe0Opa30BaHUI HA/IBH-
NoBbIX cucteM (Provorov, Vorobyov, 2010a; ITpoopos, Bo-
po6beB, 2012b). MHuorue rensl 6060BbIX, KOHTPOJIHPYIOLIHE
BPC, BoBsiedeHsl B pa3BuTHe apOyCKyJIsIPHON MHKOPH3HI,
SHIO(UTHBIX U pH30ChEPHBIX ACCOLHNALNH, a TAKXKe (hUTOTA-
pasutaphbix cuctem (Parniske, 2008; Shtark et al., 2010),
MOKa3blBasi BO3MOXKHOCTb 3KCTPAMOJIALNN 3HAHUHA 00 3BO-
mounn BPC Ha mupoKuil Kpyr HaBUIOBBIX KOMIJIEKCOB.

B natefi cratbe paccMoTpeHb! (PAKTOPBI TPOrPECCHBHON
sosiolnt BPC, BHIsIB/IsIeMble MyTeM aHa/M3a B3aMMOCBSI-
3M MeXIy CeJIeKTUBHBbIMH I1poLeccaMH, MPOUCXOIALHUMH
B SHI0CUMOHOTHUYECKHX MOMYJIALNAX PU30OHH, H Pa3BUTHEM
CyOK/IETOUHBIX KOMMAPTMEHTOB (CHMOHOCOM, MH(EKIHOH-
HbIX HUTEH) — 9KOJIOTHYECKHX HHLLI Il STUX [OMyJsLHM.
[Tokasano, yto nopeienue N,-(UKCHPyIOLIEH aKTHBHOCTH
MHKPOCHMOHOHTOB pacTeHHIl, KOTOPOe MPOUCXOAHT NP (-
JIMALIUSIX PH30C(EPHBIX H SHAO(UTHBIX OaKTEPHE B KITyOeHb-
Koo6pasyioliye (hopMbl, SIBJISIETCS PE3yJIbTaTOM IPYNIOBOTO
(MexK1eMOBOro, POJCTBEHHOr0) 0TGOpa B MOJB3Y TPH3HA-
KOB MyTya/ii3Ma, HHAYLHUPYEMOro B HAOCUMOHOTHYECKHX
nonysasuusix. MonesnpoBanie oOpaTHBIX CBsI3ed, KOTOpble
CKJIAJBIBAIOTCST MEXKJy TapTHepaMu B xofe passutusi bPC,
OTKPbIBAE€T BO3MOXKHOCTb /ISl KOJIMUECTBEHHOH OLIEHKH
aanTHBHBIX 3(P(EKTOB MaKpPO3BOJMIOLHUOHHBIX COOBITHI,
TO €CTb YISl aHAJNHU3a MPOTPECCHBHON 3BOJIIOLMH CHMOHO3a
KakK MPOJ0JLKEHHS ero alaliTUBHON 3BOJIIOLUH.

2. MMPOIrPECCVIBHAS 9BOJTIOLNA CUMBUVOSA

ApoumoionHas ucropust bPC nauanack 60—70 M JieT
Ha3aJl ¢ pU30cepHBbIX 1 SHAOMHUTHBIX aCCOLMALIMH, KOTOPbIE
npeaku 6060BbIX (00/1a1aBIIHe FeHeTHIEeCKH IeTePMHUHHPO-
BAHHBIMH «TIp€ - IUCTIO3ULUAMU » K TPUOOPETEHHIO TPOrpaMM
KJ1yOeHbKooOpasoBanus: Markmann, Parniske, 2008),
(hOpMHPOBAJIH C MOUYBEHHBIMH a30T(PUKCUPYIOLIUMH GaKTe-
pusimu. Crioco6HOCTb K HAOCUMOHO3Y C OfHOKJETOUHBIMH
reTepoTpOhHLIMU a30TPUKCATOPAMH, KAKOBBIMH SIBJISIOTCS
pru3o61K, — yHHKaJbHOEe CBOHCTBO 6060BbIX. [1oCKOJMBKY
OTNpaBHOi Toukol 3BoJonuH BPC MoxkeT cumuTarbesl Ko-
JIOHU3a1Us GaKTepUAMH MOBEPXHOCTEH PACTUTEJIbHBIX Kile-
TOK, JIOTHYHO MPEJOJIOXKNTb, YTO BaXKHbIE MPEIUCIO3HIIUH
(npeananTaiyn) 6000BbIX K 9HAOCUMOHO3Y ObLIH CBS3aHbI
CO CTPYKTYPOH KJIETOUHBIX CTEHOK M BHEKJIETOUHOTO MaT-
pukca. ®akropaMu 3THX MpeajanTalyil MOTJIH MOCTYKHUTb
AGP-3KcTeHCHHBI — TJIMKOMPOTEHHbI, YHUKAJIbHBIE Jis 60-
GOBBIX U BOBJIEUEHHbIE B pa3jiHuHble HH(EKIMOHHbIE MPO-
tecenl (Brewin, 2004 ).

Hanbnefimast sosonust BPC npuBesa x ero mupoxoi
JIMBepCU(UKALINK B OTHOLIEHHH CITOCOOHOCTH (HOPMHPOBATD
KJ1yOeHbKY (M3BeCTHbI Ge3KyOeHbKOBbIE (POPMbI CHMOH034;
Bryan et al., 1996), sokannsauuu a3oTPUKCUPYIONIHX KJle-
TOK pu300Mil, 6aKTePOUIOB, B PACTUTENBHBIX TKAHSX (BHYT-

pU- WK BHEKJIETOUHAS) U YPOBHS AU(PPepeHIIMPOBKY GaK-
TepouoB (o6patumasi, Heobpatumasi ) (Sprent, 2001, 2007;
Provorov, Vorobyov, 2010a).

KntoueBoti craaueit sposmounn bPC crasno npuotpere-
HHE PU30OUAMHU CMTOCOOHOCTH K CHHTE3Y JIMITO-XUTO-O0JIMIO-
caxapuasbix Nod-tdakropos (H®) — curnanos, koTopbie
UHIYLUUPYIOT 00pa3oBaHHe KJyOEHBKOBBIX MPHUMOPAHEB
B KOpe KopHs 6jarofapsi U3MeHeHHI0 6ajiaHca [UTOKHHH-
HOB U aykcuHoB (Wang et al., 2012). H® cxonubl ¢ Myc-
(hakTOpamMHu, KOTOpble MPOAYLUPYIOT TPUOE! apOyCKyJISIPHOT
mukopuasl (AM) — npeBHefiiero (Bo3nuk 6osee 450 min
JeT Hazan) cum6uosa, dopmupyemoro 80—90 % nasem-
HbIX pactenuil (Maillet et al., 2011). ITockosbky oGpa-
30BaHMEe XMTHH-MOAOOHBIX MOJIEKYJl He XapaKkTepHO JJIst
a- ¥ B-nporeoOaKkTepuil, K KOTOPbIM OTHOCATCS PU300MH,
npeacTaBasieTcs BepOsATHLIM, uTo cuHTe3 H® BO3HUK y HUX
Ha OCHOBE JIaTepaJbHOTO MepeHoca OT rpubOB HEKOTOPBIX
FeHOB, YYacCTBYIOIIMX B MeTabOJU3Me XHUTHH-MOA0OHBIX
BellectB. OJHAKO OCHOBHAst HacTb cucTeMbl cuHTeda HO
cpopmupoBasack 61aroaapst peopraHu3ausiM CO6CTBEHHBIX
reHoB GaKTepHil B nod-0nepoHbl, aKTHBHPYeMble pacTeH s -
mu (Provorov, 1998; Krishnan, Chronis, 2008). bauzoctb
HEKOTOPbIX PH300MH K GakTepHa/lbHbIM caTesiurtaMm AM-
rpuboB (Gigaspora, Glomus), KOJOHH3UPYIOLIUM TTOBEPX-
HOCTH T WK HUX LIUTOMIA3MY, O3BOJISIET MPEANONOKHTD,
4TO PH30OHMH BO3HHKJIM M3 3THX CATEJUIHUTOB, CIMOCOGHBIX
CTHMYJIUPOBATh HH(EKIMOHHOCTb TPUOOB, B TOM YHCJIE U C
MOMOILIbIO MOJTyYeHHbIX OT HUX reHoB (Shtark et al., 2010).

OBOJIIOLMOHHO  3HAYUMBIM ~ Pe3yJIbTaTOM  JeHCTBHUS
HO sapnsiercsa (opMHpOBaHHE BHYTPU- M BHEKJETOUHBIX
KOMNapTMEeHTOB /151 pasmellenus N,-dhukcupylomux 6ak-
Tepuil. Ha paHHuX cTaausix pa3BuTHs KayOGeHbKOB B KOpHE-
BbIX BOJIOCKAX 3aKJajibiBatoTcst HH(eKIoHHble HUTH (MH),
B KOTOpble PHU300MH MOMALAI0T MOCPEACTBOM 3IHAOLUTO3A
(Brewin, 2004). ITprno6GpeTeHne 3THX BHEKJIETOUHBIX KOM-
MapTMEHTOB OMNpeJeJIsieT MePeXoA OT HeOpPraHM30BAHHBIX
VH(EKIMH KOPHS Yepes pa3pbiBbl SMUAEPMHUCA, B KOTOPbIE
MOTYT MPOHUKATh Pa3JIMuHbIE MTPEJICTABUTENH PU3OChepHOT
MHKPOMJIOPbI, K OPraHM30BaHHBIM HH(EKIHUAM eIMHHYHBIMH
KJIETKAMH WJIH MUKPOKOJIOHUSIMH CTelU(UIHBIX HITAMMOB
puso6uii (Sprent, 2001). Bropoii Tvn uHpeKIU MHUHUMU-
3UpyeT aHTaroHU3M MapTHEPOB: OrpaHHueHHe GaKTepHalb-
Horo WHOKyJmoMa crteHkamu MH ob6ecneunBaer ObicTpoe
NPOJBHXKEHHE MHKPOOHOH MOMYJSIMU B TKaHW paCTEHHs
MpH COXPaHEHHH MM FeHeTHYecKoro romeocrasa. Passutue
MH B TKaHsX KIyOGeHbKA CO3/IAET YCJOBHS IJIs CAEMYIOUIETO
stana H®d-3aBucumoro sHpouuTo3a: GAKTEPUH TEPEXOAST
B pacTHTesbHble KJIeTKH yepe3 ocoOble yuactku MH (un-
(heKIMOHHBIE KA/ ), UHUIMKUPYS (DOPMHPOBaHHE BHYTPHK-
JieToubix cumbuocom (Shtark et al., 2010).

Mcxons 3 maHHbIX 0 mporpeccuBHOi 3Bodon BPC
(cymmupoBanbl B 063opax: Sprent, 2001, 2007; Provoroy,
Vorobyov, 2010a), Mbl npeicTaBUIN €€ 0600ILEHHBIH MYTh,
KOTOPBII BKJIOYaeT TPH OCHOBHBIE chuananuu (puc. l):
1) oT MPUMHUTHBHOTO MPOHUKHOBEHHST pU30OHH Yepe3 pas-
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BesknybeHbkoBble cMMBWO3bI
(ocHOBaHbI Ha ropMoHanbHoOW
perynauuv passuTUSA pacTeHWin)

KnyGeHbKoBble cMMBUO3bI
(ocHoBaHbl Ha dmkcaummn Ny)

Puc. 1. TIporpeccushast 3Bosioumst 6060B0-pH306HANLHOTO CHMGHO3a. S: GakTephH (NpeicTaB/ieHbl OBaJaMH) MPOHHKAIOT B KOPHHU
pacTeHM Yepe3 pa3pbiBbl SMHAEPMUCA U JIOKATU3YIOTCS] B MEXKKIETOUHBIX TPOCTPAHCTBAX KOPTEKCa, IJ1e MPOMCXOAUT (PUKCa-
umst N, (cmetanuble HHdeKLUun). S 0 GakTepuH JIOKANH3YIOTCs KaK B MEKKJICTOUHBIX NPOCTPAHCTBAX, TaK H B HH(EKLIHOHHBIX
uutax (MIH), onpenensisi komGuHMpoBanHylo (cMellanHas + KJIoHa/bHast) HHPeKUHIo KopHel. S,: GakTepHH JIOKAJIH3YIoTCs
Tosibko B TH (e nponcxonst N, -hukcauus ), oGecnednsas KaoHanbHylo nudexiuio Koprei. S,: N,-dukcupyioune 6akrepuu
(6aKTepouIbl ) HAXOASATCS B HECTIELNAIH3UPOBAHHBIX (MY IETHOAKTEPHANBHBIX ) CHMOHOCOMAX, S (MepHGaKTepouHble MeMOpPaHBbI
110Ka3aHbl MyHKTUPHBIMK JIMHHSIMH, TIepexojl 306U B PACTHTE/IbHbIE KJIeTKH — MajleHbKMMH CTpeJiKaMH). S : HeoOpaTHMO
anddepeHLpoBaHHble GakTepouabl (A — BepeTeHOBHAHbIE Y JIOLEPHbI, b — pasBeTBeHHbIE y rOpoXa) pacroJaraloTcs B cre-

HAAJIMSUPOBAHHBIX (MOHO-68KT€pI/Ia.ﬂbeIX) cumOHOCcOMax

PbIBbI 30UAEpMHUCA K 9BOJIOLHOHHO MPOABUHYTOMY TIPO-
HUKHOBEHHIO Yepe3 KOPHeBble BOJOCKH (S, — S, — S,);
2) or BHekjeTo4yHoro nomaepxanus N,-QuKcHpyroLHX
6axkrepuii B MIH (koTopele B 3TOM ciydae Ha3bIBaIOT
<<C1I)I/IKC8LLI/IOHHbIMI/I Hl/lTﬂMI/I>>) K HX BHYTPHUKJIETOYHOMY
nolepKanuio B cumObuocomax (S, — S,); 3) ot Hecnenu-
AJIU3NUPOBAHHDBIX MyJIbTI/I6aKT€pI/IaJIbeIX CUMOHOCOM K CIle-
HUaJU3NUPOBAHHBIM MOHO6aKT€pI/IaJ'lebIM Cl/lMél/lOCOMaM7
B KOTOPBIX HeoOpaTUMO JH(hepeHIHpOBaHHbIE GaKTePO-
Wbl pa3BUBAIOT I-lpe3BblqaleO BbICOKYIO HUTPOTE€HA3HYIO
aKTHBHOCTH (S, — S,).

CDI/I.]'IOFQHQTI/I‘-IQCKI/IQ JAaHHbI€ ITOKa3bIBAlOT, 4YTO CTa-
a1 1 2 ocyllecTBAs/IMCh NapadiiesbHO BO BCEX TpeX
nojacemeictBax 6060BbiX, Fabaceae (Caesalpinioideae,
Mimosoideae, Papilionoideae), Torna kak cramust 3 or-
paHu4eHa CHUMOHOTHYECKU crieaTu3npoBaHHbIMHA MO -
TbIJIbKOBbIMH «TaJIETOUJHOTI'0>» KOMIIJIEKCA (BK.]'[}O‘{aﬂ TpH-
ob1 Galegae, Trifolieae u Vicieae; Slkosnes,1991; Doyle
et al., 2000) u apaxucom (Tpuba Aeschynomeneae). «Ia-
JleroujiHbie» 6000BbIe CITOCOOHBI OJOKMPOBATL JeJEHHE
OGakTepuil U BbI3bIBATH HEOOpPaTHMYIO I (epPEHIIUPOBKY
6aKTEpPOUJI0B € MOMOUIbIO KIyOeHeK-CrelUPUIHbBIX [HC-
TeuH-6orateix NCR-6eJIKOB, CXOHBIX C (haKTOpaMH 3a-
IUTHl pacTeHuil oT matoreHoB (Mergaert et al., 2006).
Y wyrauta dnfl—1 Medicago truncatula npousouLno

HapylleHHe KJayOeHeK-Creln(pUIHOro KOMIOHEHTa CHT-
HaJIbHOTO MENTHAA3HOTO KOMIJIeKca, B Pe3dyJbTaTe uero
cBsasbiBaHue NCR-6eskoB ¢ 6akTepounamu 1 ux augde-
peniypoBKa Hapyuens! (van de Velde et al., 2010).

CxoniHbl# heHOTHTT OblI BbISIBIEH y MyTaHTa symdl ro-
poxa noceBHoro (Pisum sativum), CHMOHOCOMbI KOTOPOTO
collepakat Tpynnbl HeuddepeHIHPOBAHHbBIX GAKTEPOUTIOB,
OKpY»KeHHble eHbIME MeMOpaHamu (Borisov et al.,1997).
Y 3TOro MyTaHTa YMCJIO KYJLTUBUpYeMbIX GaKTepui, Bbl-
JleJIsieMbIX M3 KiyOeHbKOB, MoBbilleHo B 60 pas mo cpas-
HEHHIO C PACTEHHSIMH JAMKOTO THMA, 4YTO TOBOPHT O CO-
XpaHeHHH OaKTepPOUJAMH  PENPOAYKTHBHOH aKTHMBHOCTH
(Tsyganov et al., 2003). B kiny6GeHbkax apyroro MytaHra
ropoxa, sym40, B6u3n HemudhepeHIHPOBAHHBIX OaK-
TEPOMIOB, COXPAHSIOIIMX CMOCOOHOCTb K Pa3MHOMKEHHIO
B CUMOHOCOMAX, MPOUCXOAUT AaKTHBHOE BhIJIeJIeHHE MTePeKH -
cu Bonopoza (Llpiranosa u p., 2009), KoTopoe M0O2KHO pac-
CMaTpUBATh B KaUeCTBe MeHee CrelHaNu3HPOBAHHOTO H 60-
Jiee ipeBHeTO0, 110 cpaBHeHHI0 ¢ NCR-6enkaMu, MexaHu3Ma
KOHTPOJIS1 HAJl PA3MHO>KEHHEM MHKPOCHMOHOHTOB.

BaxkHO oTMeTHTb, uTO MHdhepeHIIHpOBKa GAKTEPOUIOB
HAXOIMTCSI O]l KOHTPOJIEM He TOJIbKO PACTeHHI, HO 1 GaKTe-
pH#, FeHbl KOTOPBIX HEOOXOAUMbI [/t POPMHUPOBAHHUS CTPYK-
Typ N,-ukcupyiouero cum61osa. Y pu3oOHii JIOLEPHbI
(Sinorhizobium meliloti) o6pasoBaHuie GaKTePOUJIOB 3aBHU -
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CHT OT TeHa bacA, KOTopeIi 06ecreunBaeT coxpaHeHue 1e-
JIOCTHOCTH KJIETOYHBIX MeMOpaH 1ocJ/1e BO3JICHCTBHS HA HUX
pactutesbHbix NCR-6esikoB (Karunakaran et al., 2010),
a TaKxke OT reHa mink, peryaupyiolilero KJaeToUHbIH LHKJ
(Cheng et al., 2007).

3. KOHTPOJ1b HAL NOBEJEHVEM
SHOOCUMBUOTUYECKNX BAKTEPU

DBOJIIOLHST MyTyaJHCTHUECKHX (TI0JI€3HBIX JYIST XO3SIMHA )
CBOWCTB OAKTEPHH MPOUCXOAUT OJIarofapsi HarpasJ/IeHHbIM
MepecTPOHKaM HX SHAOCUMOHOTHYECKHUX MOIYJIALMNI: 6J1aro-
Japsi KOHTPOJIIO Hajl pa3BUTHEM KJYOeHbKOB pPacTeHHE Op-
FaHHM3yeT 9BOJIIOLHMIO TTOJE3HBIX /151 €01 MUKPOCUMOHOHTOB
(Provorov, Vorobyov, 2009). [leficTBUTEJIbHO, B X0/l pa3BH-
THS1 KJIYOEHbKOB HAXOJALIMECS B HUX IMOMYJSALUH PU30OHH
IpHOOPETAIOT MPOCTPAHCTBEHHbIE M IeHeTHYeCKHe CTPYK-
Typbl, KOTOpble o0ecneynBatoT NapTHepaM MaKCHMaJbHbIH
5KOJIOTHYECKHI BBIMIPbIll OT N,-(ukcaunu. ¥ G06OBBIX,
MH(ULIPYEMBIX Yepe3 KOPHEBbIe BOJOCKH, STH MOMYJSLHH
XapaKTePHU3YIOTCH BLICOKOH KJIOHAJIBHOCTBIO, KOTOpas 00yc-
JIOBJIMBAET aKTHBHOE cHaGxenue yrmepoaom N, -(ukenpy-
IOLMX OAKTepPHUH, B MOJb3Y KOTOPBLIX ACHCTBYET IPYNIOBOH
(MexneMoBbIit) 0T60p. OH conpoBoXKaaeTcss OTGOPOM Mpo-
T™B He ¢ukcupyomux N, «CHMOHOHTOB-0OMAHIIMKOB>,
MPOUrPBIBAIOLIMX aKTHBHBIM N,-(pHKcaTOpam B KOHKypeH-
MY 32 MPOJIYKTbI PACTHTEJILHOTO (DOTOCHHTE3a. DTOT OTOOP,
U3YYEHHBIH € TOMOUIbI0O METOIMKHM CO3/1aHus 0e3a30THOH
armocdepbi (20 % O, + 80 % Ar) BOKpyr OTAeJbHBIX Kily-
6enbkoB (Denison, Kiers, 2004a, 2004b), o6ycyioBJieH or-
paHuyeHHeM MUTaHus HeaKTHBHLIX N, -(huKcaTopos, a Tak-
Ke 3aLUUTHBIMU peaKLUsIMU X0351MHA.

[TockosibKy momnyJsiiiusi pu30OHH B KaxKIOM KJyOeHbKe
pelCcTaBsieT co00f MOTOMCTBO OIHOH WJIM HECKOJbKHX
KJIE€TOK, MCXO/IHO MH(HUIMPOBABIINX KOPeHb, 3TH GAKTepUH
MOTYT PAacCMaTpUBAThCS KaK «KOJOHHATbHBIE SHAO(DUTHIY,
POSIBJIAIOLIME CBOHCTBA MHOIOKJIETOYHBIX OPraHU3MOB
(Brewin, 1991). [IpaBoMepHOCTb 3TOl aHAJOTHH 10KA3bl-
BaeT TO, YTO B HEJETEPMHHHPOBAHHbLIX KJyOeHbKax «ra-
JIETOUHBIX» 6000BbIX N,-(pHKCHpyIOLIMe KIOHbI PU306HIi
pasfeJsieHbl Ha JOHOPOB U PELUIIHEHTOB aJIbTPyU3Ma, Ipel-
CTaBJIEHHbIX HECITOCOOHBIMH K Pa3MHOKEHHI0 OaKTepOUaMu
(B cuM6HOCOMaX) ¥ M30T€HHBIMH UM KJIE€TKAMH, COXPAHHB-
ILIMMU CTOCOOHOCTD K padMHoXKeHHUt0 (B IH ), cooTBeTCTBEH-
HO. DTOT (PEHOTUNHUECKUH (STUTeHeTHUECKUE ) TUMOP(H3M
CTHMYJIUPYET POACTBEHHbIA 0TGOP B MoJb3y N,-hukcupy-
IOLLIMX KJIOHOB, KOTOpble BHE pacTeHuss oOsafaT Oogee
HM3KOW BbIKHBAEMOCTBIO, YeM He (ukcHpyiotme N, KIOHbI
(Provorov, Vorobyov, 2009). Heo6patumo auddepenmpo-
BaHHble 6AKTEPOU/bl B HeJleTePMHHUPOBAHHBIX KJIyOeHbKax
«TajierouioB» 06J1aal0T IByMsl BaKHbIMH CBOHCTBAMH: ) B
HECKOJIbKO pa3 MPeBOCXOAAT M0 YACJbHOH HUTPOreHA3HOH
AKTUBHOCTH HequddepeHHpoBaHHble GaKTepouapl, 06-
padyemble PU300MSIMH B JeTEPMUHHPOBAHHBIX KJyOeHbKax
6060BbIX U3 Tpub Phaseoleae u Loteae; 6) He HaKanIMBaOT

3amacHbIX COeJIMHEHH (KpaxmaJ, TJIMKOreH) B CBSI3H C MOJ-
HBIM PACXOJ0BaHHEM MOJy4aeMOoro OT PacTeHHiH yriepoja
na ukcauuio N, (Oono et al., 2009).

JlononHuTebHEIM  (DAKTOPOM, YCHJIHBAIOLIUM OTOOP
pu300Hii B M0JIb3y aKTHBHOH cuMOHOTHYecKO# N, -huk-
callu, MOKeT ObITh MX Tepexon U3 MH B MexKKJIeTHHKH
0a3ajibHOM 30HbI CTApPEIOLIEro KIyOeHbKa, e MPOUCXO-
JUT HHTEHCHBHAsI IpoJindepannst 6akTepuH, MUTAIOLINXCS
paspyLIeHHbIMH PACTUTE/NbHBIMH KJeTkaMu (Timmers et
al., 2000). Kpome toro, y 10—14 % wrammos Rhizobium
leguminosarum bv. viciae w S. meliloti B 6akTepounax
NpoUCXoauT cHuHTe3 puzonuua (L-3-O-mertna-cuusio-
MHO3aMHHa ), yCBAHBAEMOT0 TOJIBKO TE€MH LITAMMaMH, KO-
Topble crnocobHbl K ero cuntesy (Heinrich et al., 2001).
[Tostomy norpe6.ieHue pusonuna 6akrepusmu B IH u pu-
3ocepe paciInpsieT BO3MOKHOCTH JIsl aJbTPYHCTHUECKHUX
B3aUMOJIEHCTBUI Mexay HeoOpaTHMO AU(depeHIpoBaH-
HBIMH OaKTepOMAAMH M H30T€HHBIMH UM KJeTKaMH pH30-
OMH, COXPAHSAIOLIUMU KU3HECTTOCOOHOCTD.

Wrak, muTosorHueckne M MOJIEKYJ/ISIPHO-TeHeTHYeCKHe
JIaHHbIe TTOKA3BIBAIOT, 4TO 6Jarofaps KOMMapTMeHTalu3a-
LMK 3HT0CUMOHOTHYECKHX MOMY IS PU30OUH B HUX UHITY -
upyeTcst TPyNMoBoH (MeXBUIOBOH, POJACTBEHHBINH) 0TOOP
B M0Jb3y CHUMOMOTHYECKHX N,-(hHKCaTOpOB, 3BOJIOLMIO
KOTOPBIX HEBO3MOXKHO OOBSICHUTb TOJBKO Ha OCHOBE MHJIH-
BUyanbHoro (JlappuHoBckoro) ot6opa. BosHukatoiue npu
ITOM B3aHMHbIE aaNTallM{ TAPTHEPOB SIBJSIIOTCS pesyJibTa-
TOM COTIPSPKEHHOTO PA3BUTHS H (PYHKIMOHHPOBAHHST UX KJIe-
ToK. Hampumep, cHI>KeHHe YHCJIEHHOCTH BHYTPHK/IYyOeHb-
KOBOTO KJIOHA, ompefessieMoe GJIOKHPOBKOH pernpoiyKILHH
6aKTepOMI0B 3aLUTHBIMH (PAKTOPAMH X035 HHA, MOKET ObITh
KOMITEHCHPOBAHO MOBbILIIEHHEM HUTPOreHa3HOH aKTHBHOCTH
6aKTepoI0B, BHI3BIBAIOLINM YCHJIEHHBIH TPUTOK yryepoja
B kiayGenbku (Udvardi, Kahn, 1992). On o6ecneunBaer
npoJudepanuio HeruddepeHpoBanHbix 6akrepuii B MH,
nopbias  npucnocobienHocth  N,-azoTdukeunpyioiiero
«KOJIOHUaJIbHOTO 3H0(uTa» (Brewin, 1991) kak 6uosoru-
UeCKOH eIMHULBI, CXOHOH C MHOTOKJIETOYHBIM OPraHH3MOM.
BakHocTb ero o6pa3oBaHust OUeBHHA U3 TOTO, YTO HaHGO-
Jiee IIMPOKO (C TOUKH 3PEHHUsT TAKCOHOMHH X0351€B) pacripo-
crpaneHHbIMH N, -(DUKCHPYIOLIMMH CHMOHOHTAMH PACTeHHI
SIBJSIOTCA MHOTOKJIETOUHble OakTepu, Frankia u Nostoc
(Franche et al., 2009).

4. NOBbILIEHVNE SO®EKTUBHOCTU,
LEJIOCTHOCTU 1 CTIELUINOUNYHOCTY CUMBUOS3A

Boillle Mbl T0Kas3ajd, 4TO Ha PU300OHH, KOJOHH3HPY-
I0lIlHe BHYTPUKJIYOEHbKOBbIE KOMMAPTMEHTbHI, JIEHCTBYET
TpynnoBoil oT6op B Mosb3y BbICOKOH N, -thukcupyroues
akTHBHOCTH. OH OomnpeJiesisieT B3aHMOCBSA3b MTPOrPECCHBHOM
(CBSI3aHHOM CO CTAHOBJIEHHEM HOBbIX CyOKJIETOUHbBIX HMIII
JUIsT TIoJIepaKaHus OaKTepuil) M alanTUBHOH (CBSI3aHHOH
C TIOBbILLIEHHEM TIPUCTIOCOGEHHOCTH NAPTHEPOB ) BOJIOLIMH
cuMOHo3a.

® gKon02cudecKasa eeHemurka TOM XI Nel 2013

ISSN 1811—-0932



16

OBPA3OBAHHE B OBJIACTH 3KOJIOTHYECKOH TEHETHKH

HecneuundunyHble B3auMoaencTBUS

Fix*

-

= ++ S
Fix i

-

MyTtyanusm

-
-
-

KommeHcanusm

Fix*

TS~C_AHTaroHusm __.-
- -
-
Snz” = 4+
. / Fix
-~
S MyTyanusm

-

CneunduyHblie B3auMmogeicTBusA

Puc. 2. Bo6oBo-pusobuasbHias cuctema, IoJUMopdHast o crelu@UIHOCTH B3aHMOAEHCTBYS MapTHepoB. CucTeMa BKIOUaeT 1Ba FeHo-
tuna pacrenuii (I'l, '2) u Tpu reHoTHna GakTepuii-MyTyanucToB: «crneunduunbie» (M1, M2), «Hecrneunduunbiii» (M3) B or-
HOLIEHHMH crocoGHOCTH drKkeupoBath N, pH cuMOHO3e ¢ pacTeHHsMU. B cucteme peanusyiorest Tph ypoBHs N, -ukcupyioled
aKTUBHOCTH: BbICOKHI (Fix **) ni1s B3aumoneiicteuit M1 —T"1 u M2—T2 (>kupuble anuun ); cpeannit (Fix ™) st B3anmoeiicTBuit
M3—T1 u M3—T2 (tonkue junun); nuakuii (Fix ~/*) ais saumoneiictsuiit M1 —T2 u M2—T1 (nynktupuble jiuuun ). CoOTHO-
LIEHHE YPOBHEI HUTPOTeHA3HOI AKTUBHOCTH J1s1 pasHbIX (heHotnnos, Fix *+: Fix *: Fix 7+ pano 3:2: 1. CooTseTcTBHE 3THX e-
HOTHIIOB MYTYa/JIHCTHYECKUM, KOMMEHCAJIbHBIM U QHTATOHUCTHUECKUM OTHOLLIEHHSIM [10Ka3aHO MyTeM KOPPEJISILMOHHOTO aHa/In3a

reHOTHIHYECKHX YaCTOT NapTHEePOB (pasa. 4)

[TockonbKy MaKpO3BOJIOLIMOHHBIE TTPOLECCHl  HE0-
CTYITHBI /7151 HAGMIOAEHHST U SKCIIEPHUMEHTAJIBHOTO aHaIu3a,
Mbl PUMEHWJIH JUISl UX H3ydeHUs] METO/Ibl MaTeMaTHIECKO-
ro MojesHpoBaHus. B KadecTBe mokasaTessi afanTHBHON
LEeHHOCTH CHMOHO3a Oblla HCIMOJb30BAHA 3IKOJIOTHUECKAs
NpUCTIOCOBEHHOCTh (PENpOLyKTHBHAST aKTHBHOCTb) MapT-
HEPOB, KOTOpasi KOHTPOJIUPYETCS] €CTeCTBEHHBIM 0TOOPOM,
JECTBYIOIINM Ha HHAUBHAYaJbHOM M TPYNMOBOM YPOBHSIX.
JI1s1 XapaKTepUCTUKH MTPOrPECCUBHON 3BOJIIOLMH CHMOMO3a
MBI HCTI0J1b30BAJIH MOKA3aTE/H €ro TeHOTUITHYECKOH CrelH-
(huuHOCTH (MPUYPOUEHHOCTH K OTpeJieJIeHHBIM KOMOUHALH -
SIM pacTeHHi 1 6aKkTepul ) n PYHKIHOHATBHON LIeJIOCTHOCTH
(compsiKeHHOH H3MEHYHBOCTH CHMOHOTHIECKHX MTPH3HAKOB )
(Provorov, Vorobyov, 2012).

[enotunuyeckast cneMUHOCTb CUMOH03a MOXKET OBITh
HCT0JIb30BaHA KAaK HHAMKATOP €ro 3BOJIOLHMOHHOTO MPOo-
rpecca, MOCKOJIbKY Y3Kasi CMelU(UIHOCTb THITHUHA /IS «Ta-
JIETOUIHBIX» 0000BbBIX (BKJtoUast poasl Medicago, Pisum,
Trifolium, Vicia): oHu (OPMHPYIOT JUCKPETHbIE TPYMIIbl
nepekpectHo# uHokyJsuuu (ITpoBopos, 1992) u obaana-
10T BeCbMa CJIOXKHOH CTPYKTYpOH KJyO€HbKOB, TOTJA Kak
MX MPUMHTHBHASI CTPYKTypa OOBIYHO COUeTaeTcs ¢ LIHPO-
kol cretupuyHocTbio (Sprent, 2007). MUKPOCUMOHOHTDI

«Tajlerou/iHbIX» 6000BbIX (Rhizobium leguminosarum,
Sinorhizobium meliloti) nmeioT ocobble CUCTEMbl KOHT-
poJisi CUMOHOTHUECKOH CNelUMUIHOCTH, NPECTaBIEHHbIE
reHamu nodEF. OHY KOAUPYIOT CHHTE3 MOJHHEHACHIIIIEHHBIX
JKUPHBIX KMCJIOT, TpucoeuHeHue Kotopblx K H® obGecre-
YHBaeT HHOUIUPOBAHHE PU3OCHSMH CTPOTO ONpeeseHHbIX
pacrenuii (Wang et al., 2012).

Hcnonb3oBaHue (yHKUMOHANBLHOH 1€JOCTHOCTH B Ka-
YeCTBe T0Ka3aTeJIsl 3BOJIOLMOHHOTO Mporpecca GblJI0 Mpejl-
JIOXKEHO paHee JJIsl CHHTYJISPHBIX OPraHU3MOB, LIEJI0CTHOCTh
KOTOPBIX OTIPEAEJISIOT MyTeM KOPPEJSIIHOHHOTO MW KOBa-
PHALIMOHHOTO aHA/IN3a PA3JIHIHBIX MOP(HOhHU3HOTOTHIECKNX
npusHakos (I1Imanbraysex, 1983). BoisiBasiemoe Takum 06-
pa3oM TIOBbIlLIEHHE MHTETPUPOBAHHOCTH OPTaHU3MOB OTpa-
JKAeT He TOJILKO MX MePeXoJl Ha HOBbIH YPOBEHD CJI0XKHOCTH,
HO U BO3pacTaHHe UX aJlanTHBHOTO noTeHinassa (Bopobbesa,
2006). AnaJsiornuHblil TOAXO0/ ObLJT UCMOJB30BaH JIJ151 MOJIEJH -
POBaHUs 3BOJIIOLIMH MHOTOKJIETOUHOCTH, OMUCAHHON TyTeM
KOBapHAlIMOHHOTO aHaji3a MPHUCNOCOOJEHHOCTH KJIeTOU-
HbIX UHIUBHIOB, KOTOpble 0ObEIMHSAIOTCS B LeJbHBIA Opra-
HU3M, NPEJCTaBAAIIMN HOBYIO elnHuIly otbopa (Michod,
Roze, 1997). B MHOTOKJIETOUHBIX OpraHk3Max 11eJOCTHOCTD
MOJIEPAKUBAETCA HMMYHHBIMU U TOPMOHAJIbHBIMH CHCTEMA-
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MH, UTPAIOLIMMH BaXKHYIO POJIb TAKXKe W B PA3BUTHH pac-
THTEJIbHO-MHKPOOHBIX U >KHBOTHO-MHKPOOHBIX CHMOHO30B
(Stougaard, 2001; Tort et al., 2003; Kalevitch et al., 2004),
T0Ka3bIBasl OOIIHOCTb MEXaHH3MOB, 00€eCTeunBaIOIINX Lie-
JIOCTHOCTb CUMOMOCHCTEM U CHHTYJISIPHBIX OPTaHH3MOB.
Jlnst onucanust sBosioi bBPC mbi (Provorov, Vorobyov,
2000, 2006, 2008, 2010b) npeacTaBuIM ee Kak IMKJIHIECKHH
(peKyppeHTHBIIT ) POLeCe, KAK/BIN LUK KOTOPOTo BKJIOYA-
eT: 1) MHOKYJISILIMI0 CHMOMOTHUECKHUX (KJIyOEHbKOBBIX) HHILII
KOHKYPHPYIOILMMH GaKTepHa bHBIMH TeHOTHIaMH; 2) KoJlo-
HU3aLMIo 6GaKTepHUsSIMH CUMOMOTHYECKUX HULI ( pa3BUTHE GaK-
TepUaJbHOTO HHOKYJIOMA in planta), KoTopble (hOPMUPYIOT-
sl pacTeHnsIMU; 3 ) epexoj 6akTepyil B TOUBY, BbI3bIBAIOLIHH
JuddepeHpanbHOe OTMHPAHHE PA3JIUYHBIX TeHOTUTIOB. J151
aHaJn3a 3BOJIOLMH CHMOHOTHUECKOH CHely(HIHOCTH MbI
copmupoBau cucteMy (puc. 2), COCTOSIIYI0 U3 TUMOP-
HOM nomnyssuuu pacteHuid (rerorunsl ['1, I'2) u Hu3KoMo-
JUMOpP(HON Momy/IALuKu 6aKTepui, KOTOpast COIEPIKHUT /Ba
THIA MyTYaJIMCTOB: «crnetuduunbie» (M1, M2), y KOTopbIX
akTUBHOCTb N,-(DHKCAlMKM 3aBUCHT OT TeHOTHNA XO35MHA,
1 «Hecrelu(uuHblii» (M3), KOTOpBIH OAMHAKOBO aKTHBHO
dukcupyer N, B cuMOHO3€e ¢ 0600MMH XO35I€BAMH.
AddeKkTHBHOCTL  MyTyammcTHueckoro cumornosa (dMC)
OTIPENieIS KaK OTHOLLIEHHEe KOJMYeCTBa CeMsiH, 00pasyeMbIX
TPV MHOKYJISILIMK PacTeHHH MOMMMOpPHOI Momysisitielt 6akre-
pHH, K MaKCHMAJIbHO BO3MOXKHOMY KOJIMYECTBY CEMsH, KOTO-
pble OblH Obl 00PA30BAHbI ITPH HHOKYJIALIMK KAXKI0TO FeHOTHIIA
pACTEeHHIl TOJIBKO CMELM(UIHBIM 110 OTHOLLIEHHIO K HEMY CHM-
ouontoMm (I'1—MI, I'2—M2). Jlna onucaHusi SBOJIOLHOHHOTO
Tpoliecca Mbl HCMOJIb30BaMH 45 6a30BbIX CHCTEMHBIX MapaMeT-
POB, XaPAKTEPU3YIOLINX 06'bEMbI CHMOGHOTHYECKHX M MOYBEHHBIX
HHILL, HHTEHCUBHOCTb KOHKYPEHLIMH OaKTEePHH 33 MHOKYJISLHIO
PA3/IMUHBIX HHI, A TaKKe CKOPOCTH PA3MHOXKEHWS] W OTMH-
panusi Gakrepuil B 3TuX Huiax (Provorov, Vorobyov, 2010b).
Panee mnpu aHanu3e napayieNbHOrO TEHETHIECKOTO
BApbUPOBaHHUs 000OBBIX H PU30OUH BBIICHHJIOCH, YTO MOBbI-
enue 3(p(heKTHBHOCTH CHMON03a TECHO CBSI3aHO C BO3pac-
TanueM ero crietduuHoct (ITpoopos, Tuxonosuy, 2003).

KomrbloTepHble KCMepUMEHTbl MOKasaju, 4TOo 3Ta CBAA3b
oTpeie/IIeTCs  MOBLILIEHHOW HHTEHCUBHOCTBIO  OTOOpA
B MOJIb3Yy crieluruHbIX MyTyaauctoB M1 u M2 no cpas-
HeHHIO ¢ HecrenuduuubiM Mytyasucrom M3 (Ilpoopos,
Bopo6bes, 2010). Bosee Toro, MyTyanuam okasaJgcs 3BO-
JIIOLUMOHHO CTaOMJIbHBIM TOJIbKO B CHELU(PUUHBIX KOM-
6unauusx napraepos (I'l—MI1, I'2—M2), nas KOTOpBIX
KOpPEJIALMH MX TEHOTHITMUYECKUX YACTOT BCErA MOJOXKH-
Tesbhbl (r=+0,57..40,62; P <0,01). B necneuuduunbix
KOMOUHAIMAX JIaHHble KOppessiuu JUO0 OTPULATE/bHbI
(r=—20,58..—0,66; P <0,01 pna 'l =M2,2—M1), tu60
HelocToBepHbl (r=—0,42... 4+ 0,03 s ['1 —=M3, [2—M3),
MoKa3biBasi BOJIOIMOHHYI0 HeCTaOWJIbHOCTb MyTyasn3Mma,
NPOSIBJISIIONIEr0 TEHEHIIHIO K TpaHC(HOpPMaLK B KOMMeHca -
Jiu3M un antaronnsm (Provorov, Vorobyov, 2012). laBsienust
ot6opa (paccunTaHHblEe HA OCHOBE CJIBUTOB MeHOTHIHUECKHUX
YacTOT, BbI3BAHHBIX (DJIYKTyalUSIMH CHCTEMHbBIX TTAPAMETPOB )
B M0J1b3y CMelUPUUHBIX MyTyaaucToB M1 1 M2 cocrasitor
0,019—0,037, cyliecTBEHHO MpeBbIlIAs 1aBJAEHHUS B M0JIb3Y
HecneuuduuHoro myryanucra M3 (0,003—0,008). [Tosto-
My JJIsl aHaJIM3a COOTHOLLIEHHUS aJlaliTUBHOK M MPOTPECCHB-
HOM 3BOJIIOIIMKM CHMOKMO03a ee HeOOXOIMMO H3ydaTh UMEHHO
B CMEIU(PUUHbIX TeHOTHTTHYECKUX KOMOUHAIMSAX NapTHEPOB.
Jl1si MoneupoBaHUs MaKpO3IBOJIOUMK CHMOHO03a Mbl
BBeJIM B HexoaHylo cxemy passutust BPC (S, xapakrepusy-
€MyI0 CMELIAHHOW HHOKYJISALHMEN KJIyOeHbKOBBIX HUIL BCEMH
ILITAMMAMH PH300HiT) CEpHI0 TeCT-H3MEHEeHHH, KOTOpble
NPENCTABMASAIOT TePeXojibl OT CMELIaHHOTO K KJOHAJIbHO-
My MH(HUIMPOBAHHIO PACTEHHH, a TaKXKe OT BHEKJETOUHO-
ro K BHYTPHKJIETOUHOMY noaaepanuio N, -(QHKCHPYIOLHX
6akreponnoB (Bopobbes, [Tposopos, 2010). C nomotiibio
9THUX TECT-U3MEHEHHH Mbl Al MaTeMaTHUeCKoe OMUCaHHe
NPOIECCOB, MPECTaBJEHHbIX Ha PUCYHKe 1, M Tokasai,
YTO MPOrPECCHBHAS SBOJIIOIUS CUMOH03a, OCYyLIeCTBIsAeMast
OJIHUM U3 PaCTUTEJbHBIX reHOTUNOB (I'1), NPUBOUT K MOBbI-
LIEHHIO €0 IKOJIOTHUECKOH MPUCITOCOOJEHHOCTH (UACTOThI
B CHCTEME), COMPOBOXKAAEMON BO3paCTaHUEM MPUCMOCO6-
JIEHHOCTH €T0 creluduuHoro cum6uonra, M1 (raba. 1).

Tabauya 1
9 dheKTHBHOCTD U LIEJOCTHOCTb 6000BO-PU300UAIbHBIX CHCTEM, 00/1aJal0LIMX PAa3IHYHBIMUA CXEMaMH Pa3BUTHUS
Hacrotsl [ToBbiienne 9MC
Hunekcnbl o
CxeMbl pa3BuTHsi cumM61o3a * DUC (In)** (%) o cpaBHetHIo
I'l M1 CO cXeMoi S #**
Sy (pacTeHust KOJIOHU3UPYIOTCST BCEMH ITAMMaMK GaKTepHii ) 0,50 | 0,244 0,216 0
Si (6/10KHpOBaHA KOJIOHU3ALIUS PACTEHHH LITaMMOM P) 0,58 | 0,301 0,245 +20
S, (6s10KMpOBaHa KOJIOHW3ALMS pacTenuil mrammamu P u M2) 0,68 | 0,438 0,899 +39
S (ckopocTh pasMHOKeHHs raMmoB M1 u M3 nosbiiena Ha 50 %) 0,74 | 0,450 0,935 +65
S, (asoTuKcHpyloLIas AKTUBHOCTL TaMMoB M1 u M3 noseimena na 50 %) | 0,84 | 0,554 0,977 +160

* DBOJIIOLKMS POrPaMM Pa3BHTHst ciMGHOo3a (puc. 1) orpannyena renotunom I'l, ayist renoTuna I'2 paspuTHe Beera MPOMCXOMT MO cxeMe S,
Jlnst Mozie/IMpoBaHKst 3BOJIIOLMH HCTIOJIb30BAHA CHCTEMA, MPEICTAB/EHHAs Ha pUcyHKe 2 (1uTamm P oGpasyet ¢ 060MMH pacTHTEJIbHBIMH re-
HOTHIAMK He (DUKCHPYIOLLHe a30T KiayGeHbkH ). ** HaeKkeb! yHKUHOHANBHO! HHTerpupoBaHHOCTH cumMOno3a, PUC (In) paccuntbiBasu
nyTeM (paKTOPHOro aHa/M3a KOBapHallui MeHOTUITHUECKHX YacToT napTHepoB (Provorov, Vorobyov, 2010b); npu MakcHMaJibHO# HHTETrpHpO-
BaHHOCTH In=1; npu ee orcyrerBun In= 0. ***9ddexruBHOCTb MyTyaucTHUecKoro cumouosda (IMC) st pactutesibHoro reHoruna I'l
onpeJie/Isiii KaK MOBbILLIEHHE €r0 CeMEHHOH NPOIYKTHBHOCTH, JIOCTHIaeMOE B Pe3yJibTate CHMOHOTHUECKOTO B3AaHMOJIEACTBHS]
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Jnst anamuza (PyHKUMOHAJBHOH HMHTErpHPOBAHHOCTH
cumbrnosa (PHC) Ml pazpaboTany aaropuT™M KOMITbIO-
TEPHBIX KCIIEPUMEHTOB, KOTOPBIH BKJOUaeT: 1) BBeleHHE
B crucTeMy Maabix (+1 %) usmenenuit 45 6a30BbIX napa-
METPOB, MOJEJNUPYIOLIHUX BAHSHUE (DAYKTyallUil CPeLOBbIX
(haKTOpPOB Ha TEHETHUYECKYI CTPYKTYPYy CHCTEMbI; 2) orfl-
pejleNieHHe CJIBUTOB YACTOT KaxKAOTO PACTHTENBHOTO HJH
OaKTepuasLHOTO TEeHOTUTA TIOJ, IEHCTBUEM 3THX (DIIYKTY-
auuit; 3) Beiuncaenne unaekcoB PHMC (0< In< 1) nyrem
(haKTOPHOTrO aHaNN3a KOBAPHALMH T€HOTHITHIECKUX YaCTOT
MapTHEPOB.

Mcrnosb3oBanue 3TOro airopuTMa Mokasano, 4To MpH
MPOXOXKIEHHH CHMOMOCHCTEMOH PACCMOTPEHHOTO  BBILIE
sBoJitolMoHHOro nyTH (puc. 1) uHaekesl 9MC n OUC
BO3pacCTaloT Mapasiie/lbHO, OJHAKO HX AMHAMMKA Cyllec-
TBEHHO passuuaetcs (Taba. 1). Peskoe yBennuenne OHC
HaG/oa1M Npy nepexone S, — S, KOTOPbIH COOTBETCTBY -
€T CTaHOBJIEHUIO KJIOHAJIbHOTO THIMA MHMUIMPOBAHUS KJIy-
6eHbKOB. JTo Bo3dpacranue OHC 6bl10 MpeAnoCHITKON
as1st oseitiennst IMC, kotopoe HanboJsiee BBIpaXKeHO MPH
nepexojie K HeoOpaTUMON JIHthepeHIIMPOBKe GAKTEPOHIOB
(cxema S,). HanGosee ananTuBHO 3HAYMMBIMH ABJISIOTCS
nepexoiabl S, —S,u S,—S,, Npx KOTOPbIX NPHOABKH Yac-
toT ['l 1 M1 makcumaisibHbI (Tabd1. 1). ITH yacTOTHI A0CTO-
BEPHO KOPpeIMPYIOT Mexkay coboii (r=+0,989; P <0,01),
a takxke ¢ ungekcamn PUC nu IMC (r=+0,906... + 0,943;
P,<0,05), Torna kak Koppesisilus 9THX HHAEKCOB HEJ0CTO-
BepHa (r=+0,734; P,>0,05).

PaznuuHasi 1uHaMHKa (YHKUIHOHAJILHOH HHTETPUPO-
BAHHOCTH M 39KOJOTMYECKOH 3(P(PEKTUBHOCTH CUMOHO3a
MOJKET OTpakaTb HAJHUYHE B €ro 3BOJIOLHUHU JBYX (a3, Ko-
TOpPbIE COOTBETCTBYIOT O€3KJIyOEHbKOBOH U KJIYOECHBKOBOK
topmam BPC (Bryan et al., 1996; I1poBopos, Bopo6beB,
2012 a; puc. 1), OCHOBaHHBIM Ha PEryJATOPHBIX (CHHTE3
ropMoHoB) W Tpodudeckux (N,-dukcauus) szanmonelic-
TBUSIX COOTBETCTBEHHO. [10CKOJIbKY TJIaBHOH (yHKIMEN
PEryJsiTOPHLIX (POPM PACTUTENBHO-MUKPOOHOTO CUMOHO-
3a OOBIYHO fABJIIETCA aAaNTalMs K aOHOTHYECKUM CTpec-
cam (Rodriguez et al., 2009; Dodd et al., 2010), soruuto
NPeANoNoXKUTh, uTo 3BoJtolus BPC non nefictBHeM 3THX
CTPeCCOB COMPOBOXKAAMACH TMOBBIIIEHHEM LEJOCTHOCTH
cuMOHo3a.

5. BAKJIOHEHWE W NEPCTIEKTVBbI

CooTHolIIeHHe MeXaHU3MOB aIaNTHBHON M MPOTPECCHB-
HOH 3BOJIIOIMK (MUKPO- W MaKpO3BOJIOIMH) MPOJOKAET
0CTaBaTbCs OJHOH M3 HauOOJIee JTUCKYCCHOHHBIX MPOOJeM
3BOJIIOLIMOHHON Ouodiornu (Hasapos, 2005; ITTonos, 2005).
Tesuc 0 TOM, UTO MpOTpPeCcCHBHAS IBOJIOLUSA MOXKET ObITh
CBeJleHa K KOHTPOJIUPYeMOMY OTGOPOM HAKOMJEHHIO Ma-
JIbIX, adalTHBHO 3HAYHUMbIX HacCJIEACTBEHHBLIX U3MeHeHHUH
(Maiip, 1970; Tumopdeer-Pecosckuii u 1p., 1977), npen-
CTaBJISIETCAd B HacCTosillee BpeMsi COMHUTEJbHBIM JaxKe
NoC/Ie/IoBaTe/bHLIM CTOPOHHHKAM JapBHUHU3Ma, KOTOpbIE

MPU3HAIOT, YTO JACHCTBUE OTOOpPA HE CO3/aeT TNMPEeAnoChl-
JIOK Y151 [IOBbILIEHHs] YPOBHS OMOJIOMMUECKON OpraHu3aLuu
(Mopnanckuii, 2010).

[1pofyKTUBHOI MOMBITKOH YCTAHOBHUTb CBSI3b MEXIy
MPOrPECCUBHON M aJaNTHBHON 3BOJIOLHMEH ABUIACH MPE-
aoxenHasi M. V. llImanbrayzenom (1982, 1983) konuen-
LMSl LEJOCTHOCTH OPraHU3MOB, paccMaTpUBAaeMOH Kak
110KasareJib UX 3BOJIIOLMOHHOIO Nporpecca U OHOBPEMEeH-
HO KaK Mepa MX alanTHBHOTO ToTeHuuata. OnHako u 3Ta
KOHLIENIHUsST He cBoOOAHA OT mpoTuBopeunii. OCHOBHOE
M3 HUX — CBEJIeHHe 3BOJIOLMH Ha MOBbILIEHHE LEeJ0CT-
HOCTH K JIEUCTBHIO CTaOMJIM3UPYIOLIero 0TOopa, KOTOPLIH,
O4EBHJIHO, HE MOXKET CII0COOCTBOBATL CTAHOBJIEHHUIO 3BO-
JIIOLIMOHHBIX HOBALM.

Bbixox M3 3THX NPOTHBOPEYHUH JAeT HCIOJb30BAHUE
CUMOMOTHYECKUX MOJIeJIeH, MOCKOJIbKY CHMOMO3 MNpej-
crapJisieT coO60l cnocob 3KOJIOTHYECKOH agamnTaluu, A0-
CTHraeMoil TyTeM NMpuoGpeTeHUst HOBOH MOp(odH3H0JI0-
ruyeckoil opranuzauuu (de Bary, 1879). Ono npuBoaut
K BO3pACTaHHUIO LeJIOCTHOCTH HAIBUIOBOH CHUCTEMbI, [1PO-
MCXOJSILIEMY MO/ AaBJeHHeM ABHKy1llero ot6opa (I 1poso-
poB, BopoGres, 2012a). B nacrosiieil cratbe Mbl MoKa-
3aJI, YTO CBA3b aJaNITHBHON U MPOTPECCHBHON 3BOJIIOLHH
cUMOMO03a MOXKeT ObITh MpecTaBjeHa Kak napaJjiiesbHoe
BO3pacTaHue SKOJOTHUECKOH 3(h(eKTHBHOCTH U (PyHKIH-
OHaJIbHOH LeJIOCTHOCTH HAJBUIOBOH CHCTEMBl, a TaKxKe
FeHOTHMHYECKOH CMelU(UIHOCTH B3aUMOAEHCTBHS MapT-
HepoB. Ha moziesin BPC BrisiBaisieTcst psimasi CBA3b MEXKIY
pPa3BUTHEM y PACTeHHUI HOBLIX CYOKJETOYHLIX KOMIApT-
MEeHTOB J/isl pagMmelleHnst 6akTepuil (KoTopoe onpenessier
11eJJOCTHOCTb CUMOH03a) W MHIAyKUHMEH B HX MOMYJSLHAX
CeJIeKTUBHbIX [aBJIEHUH, HANpPaBJIEHHLIX HAa MOBbILIEHHE
N, -cbukcupyrouteilt akTHBHOCTH (ompeaensiioT spdeKTHB-
HOCTh CUMOM03a).

AHaJIOTHYHBIA TIOAXOJ, MOXKET ObITb MCMOJb30BaH IS
LIMPOKOTO Kpyra CMMOMO030B, 00pa3dyeMbIX MHUKPOOPraHH3-
MaMM C pacTeHUSIMH W >KUBOTHBIMH, KOTOpble Pa3BHBAIOT
CrielHaJ/bHble OpraHbl (Ka1yOeHbKH GOOGOBBIX, pyOell H KH-
IIEYHHK JKHUBOTHBIX, MHLIETOMBI TJIEH, TPO(POCOMBI MOTOHO-
top) s nomnep:kanusi aHnocuMouonToB (Douglas, 1994;
Seckbach, 2002). Onu 06pa3dytoT B CHMOHOTHUECKHX Opra-
HaX MHOTOYHCJIEHHble, MeTa00IHYeCKH aKTHBHbIE U IIyOOKO
CTPYKTYpUPOBaHHblE MOMYJISLHUKU, KOTOPble 3BOJIOLUOHUPY-
I0T TIOZ IeHCTBHEM TPO(HIECKUX U PETyJSITOPHBIX CBSI3eH
¢ xo3siuHOM. [l/11 M3ydeHUsi 3TOH IBOJIOLMH HEOOXOIUMO
[IPOAHAJU3UPOBATL B3aUMOCBSI3b MEXKIy Pa3BUTHEM KOM-
[1apTMEHTOB, KOTOPble X035IHH NPELOCTABJSET Y1l XOCTHHTa
CUMOHOTHYECKHUX MUKPOOOB, ¢ U3MEHEHUSIMU UX MOITYJIsILIU -
OHHBIX CTPYKTYp, OMPEAENAEMbIX CMELUPUUHBIMU /IS CHM-
6uosa hopmamu otbopa.

MopenupoBaHue pa3BuTHs KJ1yOeHbKOB 6060BbIX 10Ka3a-
JIO, UTO FeHeTHUECKAsT U STTUreHeTHIecKast AnhepeHIIPOBKa
pHU300HaIbHBIX TIOMYJALMHA B KOMIApPTMEHTaX, MPeJoCTaB-
JISIeMbIX XO35IMHOM, ofecreyuBaeT pU300UAM I10MyJISALMOH-
HYIO CTPYKTYPY, ONTHMaJIbHYIO sl akTHBHOH ukcaumn N,
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Tabauya 2

aBOJIlOI.lVIOHHble nocaeacTBus CTaHOBJEHUSA KJOHaJbHOM CTPYKTYPbI GaKTepl/laJlele I'lOl'lleﬂl.lldﬁ
B 9HILOCMM6]/IOTI/I'-leCKl/lX KOMNapTMeHTax

PeopraHHsaan nonyJigaMHOHHbIX
CTPYKTYP

KomnaprmeHThl,
cojieprKalle pusoouu

Mexannambl ycunenusi N, -(pukcaumnm B

OHTOreHe3e CUMOKMO03a DBOJIIOLIMK cuMOH03a

[eHeTnyecKue: NpeuMyLLIECTBEHHOE
pasmHoxeHue Fix*-reHotunon
(otHocHTesIbHO FiXx ~-TeHOTHIIOB)

MHdeKIHOHHbIE HUTH
(BHEKJIETOYHBIE )

Pacnpenenenne C-coenynenuit
B Fix*-kiy6eHbKuy;
«CAHKUHMHU» NPOTHB GAKTePHH
B Fix ™ -kiy6eHbKax

MexzaemoBbI# 0TOOP (0CHOBAH
Ha KOHKYPEHLHH MEX]Ly
Fix* u Fix " -renotunamu

3a C-coe/lMHeHHs1)

AnureHeTHYeCKUe: UHIYLHpyeMast
X03sIMHOM JihhepeHIIHPOBKA KJle-
ToK FiX*-reHoTHIIOB B HeCrocoOHbIe
K pa3MHOXKEHHI0 GaKTePOU/IbI

CumM6UOCOMBI
(BHYTPHKJIETOUYHBIE )

Yennenue noroka C-coeauHeHu
B Fix*-Kk1y6eHbKH, BbI3BaHHOE
pe3KO MOBLILIEHHOH HUTPOTreHa-

3HOM aKTHBHOCTbIO GaKTEPOUIOB

Poncrsennbiit ot6op (ocHoBaH
Ha aJIbTPynu3Me GAKTPOUJIOB MO
OTHOLIEHHIO K He (PUKCHPYIOLLUM
N, 6akrepusim)

(Taba. 2). dra MudpPepeHIHPOBKA CTUMYIUPYET IBOJIOLHIO
pu30o6uil Gnaronapsi: 1) HM3MeHeHHIO cOCTaBa MOMYJSILH
B 1o/b3y N,-(pHKCHPYIOLIMX ITAMMOB (TOBbILIEHHE KJ/IO-
HAJILHOCTH MOMYJIALUMIH, 00€CIeYnBAIOLICH aKTUBHOE PA3MHO-
xenne Ny-cukcatopos); 2) pasnesnentio N, -(DHKCHPYIOLIHX
KJIOHOB Ha JIOHOPOB asikTpyu3Ma (HeoGpatumo auddepen-
LMPOBAHHbIE OAKTEPOUIbI, KOTOPBIE 00JIaIAl0T Ype3Bbluali-
HO BBICOKOH HUTPOTEHA3HOH aKTHBHOCTbIO) M PELMITHUEHTOB
anstpynama (HeaudhepeHIMpoBaHHbIE PU300HH, KOTOpBIE
He ukeupylor N,, onHako noTpe6IsioT NocTaBseMble X0351-
MHOM THTaTesbHble BelllecTBa, o6ecrneynBasi BbICOKYIO MpPH-
Cnoco6/IeHHOCTh BCEro KIyOeHbKOBOTO KJIOHA ).

Mrak, BblcOKast LeJIOCTHOCTb CHMOK03a, Olpe/iesisiioLas
€ro 3(eKTUBHOCTD U CMEUGHUIHOCTD, BBISBJSETCS HA IBYX
YPOBHSX: @) 9HAOCHMOUOTHUECKUX MUKPOGHBIX MOMYJISILIUH,
KOTOpblE MOYKHO pAacCMaTpHBaTh KaK KOJOHHAJIBHBIX 3H-
nodutoB (Brewin, 1991), 3Bo/i0IIMOHUPYIOIIKX MOJ, A€HC-
TBHEM TpyMnmnoBoro or6opa; 6) HAABHAOBBIX KOMIJIEKCOB,
06J1aialoX OObEIMHEHHBIMM CHUCTEMAaMH HaCJIe/ICTBEH-
Hoct — cumOuoreHomamu (Tuxonosuy, [TpoBopos, 2012).
JanbHelmii anaau3 B3auMOCBsI3H MPOrPecCBHON U anar-
TUBHOH 3BoJoLMH BPC M0OXKeT MPOBOAMTLCSA B HECKOJIBKHX
HarpaBJIeHUSIX.

OnHO M3 HUX 3aKJ/0UYaeTcsl B U3yUeHUH CHelU(pUUHbIX
JUisi cuMOH03a (opM oTOOpa, AEHCTBYIOIIMX B MOMYAALMH
opranu3mMoB-xo3sieB. [lpeacraBisieTcsi HeOOXOAUMBIM Bbl-
SICHUTb, Y€M OTJIMYaeTCsl OTOOpP PACTEHHH Ha IOBbLILIEHHE
3¢ eKTHBHOCTH cHMOH03a ¢ MHKPOOPraHu3MaMH (KoTopoe
TECHO CBSI3aHO C 3BOJIOLMEN HOBBIX TKAHEBBIX H KJI€TOUHBIX
CTPYKTyp) OT OTOOpa Ha YCTOHYHBOCTb K aOHOTHUECKHM
cTpeccam (Kotopasi OObIMHO OTrpaHMYeHa (PU3HOJOrHUeC-
KMUMH afantauusiMu). PellieHne 3Toro Bompoca MO3BOJHT
COMOCTaBUTb MEXaHW3Mbl M 3BOJIIOLIMOHHBIE TOCJEICTBHS
orbopa, IeHCTBYIOIIEro Ha BHYTPUBHIOBOM YPOBHE (B TO-
MYJISILUAX CHHTYJISIPHBIX OPTaHU3MOB) W HA YPOBHE CHMOM-
OTHUECKHX cHcTeM («xoJioOuoHTOB»; Zilber-Rosenberg,
Rosenberg, 2008), cpeant KOTOpbIX HauboJee U3yUeHHBIMH
SIBJISIIOTCST PACTUTEIbHO-MUKPOGHBIE KOMITJIEKCHI.

Jpyroe nepcrnekTHBHOe HanpaBJjeHHe HCCle0BaHUM
3aKJI0YaeTCsl B aHAJU3e BJUSHUS CMEeLU(HIHOTO ISl CHM-
6u03a rpynnoBoro oréopa Ha TeHOMHYIO OpPraHH3aLMIo

OaKTepHil, KOTOpasi Pe3KO Pas3yMyaeTcss y CHMOHOTHYECKUX
(hopM 1 HX CBOOOHOMKHBYIINX aHAJIOTOB. BosbiIoit HHTEpec
NPEACTABJsAET CBA3b MEXKy ACHCTBUEM Ha OAKTEePUU TpyTl-
MOBOTO 0TGOPA M MX MEePEXoJIoM OT «KOJMMIHON» (Xapakrep-
HOH JyIt CBOGOIHOKHUBYIIMX (POPM) OpraHH3alid reHoMa
K €r0 MHOTOKOMITOHEHTHOH OpraHU3alliH, XapaKTepHOH JiIs
9KOJIOTHYECKH 0O/IUraTHbIX CHMOMOHTOB, BKJIOYAsl pU300Hit
(Downie, Young, 2001).

Elrte 60s1ee HHTPUTYIOLUM SIBJISIETCS BOMPOC 06 IBOJIO-
LIHOHHOH POJIH MHIYLHUPYEMbIX XO35HHOM (PEHOTHMHUECKHUX
(3MUreHeTHUECKUX ) U3MeHeHUI MUKPoOpranuaMoB. OcoOblit
MHTEpeC MpeCTaBAseT H3yueHle BO3MOXKHOCTH Hac/Ie10Ba-
HUSI TOJIE3HBbIX /151 X035IMHa (DEeHOTUNOB, MPHOOPETAEMBIX
pU306USIMU TIOfL A€HCTBHEM PACTHTENBHBIX CHTHAJOB (MH-
TencuBHast dukcauua N, in planta, neo6patumas aude-
PEHIMPOBKA GAKTEPOHIOB). DIUreHeTHYeCKoe HAC/Ie10Ba-
HUe OblJI0 BBISBJEHO B UMCTBIX KyJbTypax Bacillus subtilus:
0Ka3aJ10Ch, UTO MeTab0JMUECKHe PA3/INUUsl, BO3HHUKAIOLIHE
B TIOMyJSLMH, MOTYT MOJJIEPKUBATLCS B Py KJAE€TOUHBIX
TIOKOJIEHHI!, BBI3BIBASI CITOPYJISILUIO HEKOTOPBIX KIETOK, TOT-
Ja KaK JIpyryve KJIeTKH COXPaHSIOT COCOGHOCTD K Je/eHHI0
(Veening et al., 2008). JIoruuHO MpeANONOXKHUTh, UTO HMEH-
HO criel(pHIHbIe /151 CHMOH03a TeHeTHUEeCKHe U 3ITHreHe-
THUECKHE MEXaHH3Mbl MHKPO3BOJIOLMHK (TabJ. 2) ompeje-
JISTIOT CTAHOBJIEHHE HA/IBUJIOBBIX CHCTEM HAC/EACTBEHHOCTH,
xosioreHoMoB (Zilber-Rosenberg, Rosenberg, 2008) wiu
cum6uorenomos ( Tuxonosuy, [1poBopos, 2012), npeacras-
JISTIOLUX COOOM MPOIYKTbl HHTETPallud HEPOACTBEHHBIX Op-
raHHU3MOB.
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ADAPTIVE AND PROGRESSIVE EVOLUTION
OF PLANT-MICROBE SYMBIOSIS

Provorov N. A. , Vorobyeu N. I.

# SUMMARY: In N,-fixing symbionts of leguminous plants (rhizobia)
evolution of the host-beneficial (“altruistic”) traits occurs in popula-
tions colonizing the subcellular compartments in nodules (infection
threads, symbiosomes). These compartments are developed as a re-
sult of partners’ coevolution related to complications of trophic and
regulatory interactions elevating the ecological efficiency of symbio-
sis. Their analysis enables us to study correlations between genetic
mechanisms of adaptive and progressive symbiosis evolution which
remain obscure in free-living organisms.

% KEY WORDS: plant-microbe interactions; symbiotic N,-fixation; legu-
minous plants; root nodule bacteria (rhizobium); macro- and microevolution
(progressive and adaptive evolution); efficiency, specificity and integrity of
symbiosis.
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