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AAITTUBHAA MAKPOSBOIIOIWA BOBOBO-PU30BUAJIIBHOT'O
CUMBHO3A"

H.A. TPOBOPOB

Bo6oBo-pusobuampueni cuMouo3 (BPC) mpencrasiaser co6oii YHUKAILHYI0 MOMEIb 3BO-
JIIOITMOHHOM OMOJIOTHH, KOTOpas IO3BOJISTIET M3YyJaTh COOTHONICHHE aMAlITUBHOM WM IIPOTPECCHBHOM
3BOMIOIMU B OMOCHCTEMax, 00pasyeMBIX IIPOKAPHMOTAMH M 3yKapmoTamu. MakposBoimormsa BPC
3aKJTI09aeTCA B CTAHOBIICHUMH CHCTEMEI KOMITAPTMEHTOB JJII XOCTUHTa MUKPOCHMOMOHTOB, KOTODHIE
aKTHBUPYIOT pasBuTHEe N)-(DHKCHPYIOIUX KIyOSHBKOB CIICITMAIBHEIMH CHTHAJIAMH — JIMIIOXUTO-
oymrocaxapuaHeiMu Nod-dakropamu. DBomoimss BPC pasneeHa Ha psiii 3TAIlOB, CBSI3aHHLIX CO
CTaHOBJICHMEM SHIO(MUTHBIX KIyOeHBKOBHIX accolMalMii (aHmecTpaibHble (GOPMEI pU300Mii, CO-
XPaHUBIIHE XapaKTEePHYIO I UX IPEeIKoB cmoco6HocTh (hukcupoBath COy m Ny B UMCTOM KYJIBTY-
pe, 3aHMMalOT MEXKJICTOUYHEIC IPOCTPAHCTBA KIYOCHBKOB); IPMMHUTABHOIO CYOKJIETOYHOTO CHM-
6mo3a (pu3obum, yrpaTuBime crocobHocTh dukcupoBars CO,, pacnosnaraiorcs B MHOEKIMOHHBIX
HHUTIX, He TIPOHUKAasd B PACTUTEIbHEIC KJICTKHM); BHYTPHKICTOUYHOTO MyTyamM3Ma (pU300MH, IIPO-
HHMKIIIME B PAaCTUTEIBHEIE KJIETKH, O0pasyloT HeCIeIMAIN3MPOBaHHEIE CHMOHOCOMEL, THe GUKCH-
py1oT Nj, coxpaHsas pelpoAyKTHBHYIO aKTUBHOCTB); CUMOMO3a aJbTPYMCTUYECKOTO TUIIAa (PU300MH
B CIICIMAIM3HPOBAHHBIX CUMOMocoMax auddbepeHIMPYIOTCs B 0aKTepOUIbl, KOTOPEIE HEOOpaTuMo
YTpaurMBalOT PETPOAYKTUBHYIO aKTUBHOCTD, UTO OOECIIEUMBACT PE3KOE HMOBHINNCHUE MHTEHCHBHOCTH
N,-dukcarmm). Dra SBOMOIMS IIPOUCXOTUT IION ACHCTBUEM MHIYIMPYEMOIO B SHIOCHMMOMOTHIE-
CKHX TIOIYJISIMMSAX pU306Hii 0TOOpa, KOTOPHII MOXET OHITh MHIUBUAYAILHHIM (IapBUHOBCKMI, Yac-
TOTHO-3aBHCHMBIi) WM TPYIIIOBEIM (MEXIEMOBEIA, POICTBEHHBIN) B 3aBUCHMOCTH OT CTPYKTYPHI
MUKPOOGHBIX IOy, OIpeNeIsIeMoil MeXaHM3MaMu MHOHUIMPOBAHUSA pacTeHuMii-xo3sdeB. Ilon
IeHCTBHEM 3TOTO OTGOpa BO3pacTaeT CIOXHOCTh OPTaHM3aIMK U IeslocTHOCTh BPC, KoTophie ciry-
XaT KPUTEPHSMH €TI0 5BOMIOIMOHHOIO IIPOrpecca, a Takke 3Kojormdeckas 3¢ dextnBaOCTE BPC —
€T0 BIMSHWE Ha PEMPONYKTHBHYIO aKTHBHOCTDH ITapTHEPOB. IIpu 3TOM B3aMMOmeHCTBHS GakTepuii 1
pacTeHIi 3BOIOIMOHMPYIOT OT ILICHOTPOITHOTO CHMMOMO3a (IIOIBIDKHOE PAaBHOBECHE OTHOIIMCHMIMA
MyTyaiM3Ma M aHTarOHM3Ma) K B3aMMHOM SKCIUIyaTallud TApTHEPOB (MX SKBUBAICHTHHIN OOMEH
npomyktaMu Nj-dukcarmmu 1 GOTOCHHTE3a) U Hajee K BEICOKO3(DGHEKTUBHOMY MYyTyalu3My allb-
TPYHCTUIECKOTO THUIIa (BEICOKAsS MHTCHCHMBHOCTb CHMOHMOTpPOGMHOTO IMTaHUSI pPacTCHHI a30TOM
TpencTaRiIgeT coboif CIeNCTBHE YTpaThl XU3HECIOCOOHOCTH OaKkTepomaaMm). XapaKTepHCTHKaA
TIPOIECCOB MaKpO- M MHUKPO3BOMIONMHA CUMOMO03a OTKPHIBAET NMUPOKAE MEPCIEKTUBE I KOHCT-
pyupoBaHua BEICOKO3GdekTuBHEX (GopM BPC, BKimodasd co3maHWe <«aJbTPYMCTHYCCKHX» IITaM-
MOB pM300uii (Y KOTOpHIX IMOBEIIIEHHas cuMOumoTudgeckas 3¢dHeKTUBHOCTD COUeTaeTCsI CO CHHU-
XEHHOM BEDXMBAEMOCTHIO BHE PacTeHUIT), a TaKKe KOMOMHMPOBAHUE ABTCPHATUBHHIX IIPOTPaMM
pasButus 3¢ dGexTMBHOTO cCUMOMO3a (3aTpaTHas M SKOHOMHAs), HE3aBUCUMO BO3HUKIIMX B pa3-
HBIX TpyImax 6000BBIX.

KitoueBrie ciioBa: MHKPOGHO-PaCTUTEIbHBI CHMOMO03, SBOJIOINS, aAXallTallMs, €CTeCT-
BEHHEI 0TO0p, TEHETHIECKOe KOHCTPYHPOBAHME.

WUcnonb3oBaHue CUMOMOTUYECKHUX MOJIENE OTKpbIBaeT ILIMPOKUE BO3-
MOXHOCTU IJIsI pa3pabOTKM KIIHOYEBbIX MpoOjeM 3BOJIIOLMOHHOK OWOJIOTUH,
BKJIIOYAsi COOTHOILUEHUE IPOrpPecCMBHOM M aJalTHMBHOW 3BOJIOLMU (MaKpo- U
MUKPO3BOJIIOLIMHA) OPraHU3MOB. B3misiibl Ha 3TO COOTHOLIEHNE BapbUPYIOT OT
MOJIHOTO CBEJAEHUSI MaKpPO3BOJIOLMOHHBIX Mpeo0pa3oBaHUl K JAEUCTBUIO €CTe-
cTBeHHOro orboopa (1, 2) 10 oTpuLIaHUSI TPUUMHHO-CIEACTBEHHbBIX CBSI3eH MEX-
Iy Makpo- U MUKpo3Bojouueit (3, 4). DHEPIUUHYIO MOMbBITKY MPUMUPUTH 3TU
B3rsiael npeanpuHsut M. IlImaneraysen (5, 6) Ha OCHOBE KOHLEILIMM LIEJIO-
CTHOCTH, KOTOpasi paccMaTpUBalach KaK KPUTEPUiIl 3BOJIOLIMOHHOIO Tporpecca
OpraHu3MOB U B TO K€ BpeMsl KakK MokKazaTeslb UX MPUCIIOCOOJEHHOCTU K Cpee.
OpHako MpU3HAHUE OCHOBHBIM (DaKTOPOM 3BOJIOLWU LEJTOCTHOCTU CTaOWIU3U-
pyroliero otoopa (5) NpUBEJO 3Ty KOHLEMIUI K MPOTUBOPEUUIO, MOCKOJIBKY
BO3HUKHOBEHME HOBBIX CTPYKTYp U (DYHKUMI CUMOMO3a HEBO3MOXHO O€3 JBU-

* Pa6ora momaepxaHa rpaHToM Poccuiickoro HayuHoro ¢donma No 14-26-00094.
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XKyuero otoopa (7).

Bbob6oBo-puzoduanbHbiii cumouo3 (bPC) npeacrasisieT coboii YHUKaAb-
HYIO MOJENb IIJIT aHAJIN3a COOTHOIICHUS MaKpo- M MUKPO3BOJIOIMOHHBIX TIPO-
IIECCOB, KOTOpBIE TPUWBEIN K BO3PACTAHMIO, BO-TIEPBBIX, OPTraHWM30BAHHOCTHU
KIyOeHBKOB U LIEJIOCTHOCTH HAaABUIOBOIM CUCTEMBI (TTEPEXON OT MEXKIIETOUHOTO
K BHYTPUKJICTOYHOMY CHUMOMO3y, KOHTPOJIMPYEMOMY CHUCTEMOM OOpaTHBIX CBS-
3¢l MEXIy KOPHEBHIMU KITyOeHbKAMW M Ham3eMHBIMM OpraHaMM PAacTeHWUi, a
TaKke MeXIy OaKTepHMaJbHBIMA W PACTUTCIBHBIMUA KJIETKAMM); BO-BTOPBHIX,
9KOJIOTHUECKOM 3(PGEKTUBHOCT CUMOMO03a — €T0 BIMSHMS Ha PEerpOIyKTUB-
HYIO aKTUBHOCTb TTAPTHEPOB, OIpeAesieMy0 MHTEHCUBHOCTBIO (prkcamm Ny 1
COTIPSTKEHHBIMU € HEell MeTabOJTMIeCKMMU TIpolieccaMy (3HeprocHaOXeHe HUT-
pOreHa3HOro KOMILIeKca, aCCUMUIISIUS nmpoaykKroB Nr-uxkcauuu) (7). B Ha-
1Iefl cTaTbe PaCCMOTPEH MarucTpajbHbIi MyTh Makpo3Boouuu BPC kak cra-
HOBJICHUSI CHUCTEMBI CYOKJIICTOUHBIX KOMIIAPTMEHTOB, B KOTOPBIX OCYIIIECTBIISICT-
¢Sl XOCTUHT MUKPOOHBIX TTOIYJISIIAIN M CO3MAIOTCST YCIIOBHS TS IEUCTBUS B HUAX
0co0bIX (hopM oTOOpa, OOECIEYMBAIOIIMX TIOBBIIIEHNE WHTEHCUBHOCTU No-
¢ukcanun. MzydyeHue sBosouny 3(PEEeKTUBHOIO CUMOKMO3a HEOOXOAUMO [JIsI
pa3paboTKM TIporpaMM KOHCTPYMPOBAHMS CHMOMOCHCTEM, HAIIpaBJICHHOTO Ha
TTOBBIIIEHNE BKJIama OGMOJIOTHYECKOTO a30Ta B 3eMIICACIINC.

CTpyKTypHasI MHTETpalusa MapTHEPOB: OT MEXKIETOYHOTO
K BHYTPHUKJIETOYHOMY cuMMOMO3y. Ha ocHOBe aHanm3a IIMPOKOTO Kpyra
SKCIIEPUMCHTAIBHBIX M MaTeMaTWYeCKUX MOIEJeH MOXKeT OBITh IpeIIokeHa
WHTerpajabHasl cxema sBoitounu bPC, Bkiroualoiast yeTbipe sTamna (puc. 1).

Puc. 1. OCHOBHBEIC 3Tambl IIPOTPECCHBHOM 3BOJIIO-
U 6000BO-pH300MATEHOT0 CHMOHO3a.

PacruTenn- D1 — aHUECTPaJbHBII MEXKJIETOYHBII
Has KJIeTKa

CUMOMO3: XapaKTepu3yeTcsi 00pa3oBaHMEM CMellaH-
HBIX 3HZLOCV[M6VIOTV['~{€CKV[X l'lOl'ly.J'lﬂLll/ll‘/)l7 COCTOSILLIUX
U3 duxkcupymolnx 1 He dukcupyrommx Ny mraMm-
] MOB pU300Uil (0003HAYEHBI CEpbIMU U OEbIMU OBa-

a1

JJaMM, COOTBETCTBEHHO).

D2 — NPUMUTUBHBIN BHEKJIETOUYHBIA MY-
Tyanu3M: OakTepuu O0pa3yloT KJIOHAJIbHbIE MOMYJsi-
UMY Gyarofapsi HEMOJHOMY 3HIOLMTO3Y €IMHUYHBIX
OakTepuil KJIeTKaMM 3MuiepMuca ¢ oOpa3oBaHUEM
uH@ekumoHHbIX HUTelr (MH), B KOoTOpBIX pU306HM
COXPAHSIIOT BHEKJIETOYHOE PACITONIOXKEHHUE.

D3 — BHYTPUKJICTOUYHBIN MYTyalu3M: Majlo
nuddepeHIIMpOBaHHbIE 0aKTepOUIbl, COXPAaHUBILIME
PEenpoOayKTUBHYIO aKTUBHOCTh, (UKCUPYIOT Ny B He-
crieuuanM3upoBaHHbix cumornocomax (HC), koto-
pble hopMUPYIOTCS Giarogapsi dHAOLMTO3Y pU300Uit
KJIETKaMU LIEHTPaJIbHOI 30HBI KIYOEHbKA.

D4 — cuMOMO3 AIBTPYUCTUUYECKOTO THUIIA!
HeoOpatuMo nuddepeHIIMpOBaHHbIE OAKTEPOUIbI, HE
CIOCOOHbBIE K Pa3MHOXEHHUIO U Pe3Ko M3MeHuBLIME Mopdosoruo, Gukcupyor Ny B crieuuainiu-
poBaHHbIX cumorocomax (CC).

2

Ha nepBom stane (B1) u3 pusocdepHbIX U 3HAOPUTHBIX accolualuit
pacTeHUil ¢ TOYBEHHBIMU AMa30TpodaMM BO3HUKIU aHILECTpaibHble (OPMbI
BPC, koropbie pa3BUBaIOTCS Ha OCHOBE <«IIPUMUTUBHON» WHOKYJSILIMU pacTe-
HUM OakTepusiMUA 4epe3 pas3pbiBbl dnuaepMuca (BO3HUKAILIUE MPU MOpaHEeHU-
SIX WIM TIpU POCTe OOKOBBIX KOpHEIt), MpUBOAMAILIECH K (DOPMUPOBAHUIO CMe-
LLIAHHBIX SHIOCUMOMOTUYECKMX TTOMYISILMI, B KOTOPBIX TOJbKO YacCTh 1ITAMMOB
(«<MCTUHHBIE MYTYaJIMCThl») CIIOCOOHA (pMKCHUpOBaTh a30T in planta. AHIECT-
paJibHble KJTyOeHbKOBbIE CMMOMO3bl MOTJIM BO3HUKHYTh U3 PU3OC(EPHBIX acco-
Luanuii, oopazyeMblx OaKTepUsIMU, PONCTBEHHbIMU AZzospirillum, KOTOpble Ha-
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psiny ¢ ¢uxcauueit Ny aKTUBHO NPOAYLUPYIOT ayKCHUHBI, YCUJIMBAIOIIUE POCT
KOpHEl, a TakxKe UX aCCUMUJISITOPHYIO U CEKpeTOpHYI0 (pyHKuuu. MMEeHHO 3Tu
3 deKTh JgeXaT B OCHOBE (PUTOCTUMYJIUPYIOLIEH aKTMBHOCTY a30CIIUPWILI TIpU
3aceJIeHUM MMM KOPHEBbIX MoBepxHocTel (8). OmHaKo Mpu 3acejieHUU TICEeBI0-
KJyOEHbKOB, BO3HMKAIOIIMX Ha KOPHSX 3JIaKOB (IMIIEHULIA, KyKypy3a) MpU BO3-
JNEWCTBUU ayKCUH-TI0g00HOro repounmaa 2,4-D, y 6akrepuil akTuBupyeTcs: (puk-
canusi Ny, KOTOpasi CTaHOBUTCSI OCHOBHBIM (haKTOPOM MUTaHUsI pacTeHuit (9).

ITpoaykToM TepBOro 3Tara 3TOM 3BOJIOLUU CleAyeT CUMTaTh aHLECT-
panbHble wTamMmMbl Bradyrhizobium (BTAil, ORS278), koTopble poACTBEHHBI
MOYBEHHBIM M pusocPepHbIM amaszoTpodaM pomoB Rhodopseudomonas n
Azospirillum, a Takxe MPOSBISIOT CIOCOOHOCTh K (hOTOTPODHOMY POCTY €x
planta (10). OTcyTcTBUE Yy aHILIECTPaJIbHBIX PU300UIi CIIOCOOHOCTU CUHTE3UPO-
BaTh JIUITOXUTOOJUTrocaxapuaHble Nod-dakTopbl, XapakTepHble 151 OOJIbIIMH-
CTBa pU300MIi U oOecrneynBarlIue peryaspHoe oopa3doBaHUe KIyOeHbKOB, MO-
3BOJISIET CUMTAaTh 3aBUCUMOCTb JaHHBIX OaKTepuil OT X03s1€B (PaKyJbTaTUBHOM,
a obpazyeMyr0 MUKPOOHO-PACTUTEIbHYIO CUCTEMY OTHOCUTh K YUCIY «IIeio-
TPOIHBIX CUMOMO30B», XapaKTepU3YEeMbIX IOABMXXHBIM PaBHOBECUEM MYTya-
JIMCTUYECKUX U aHTAarOHUCTUUYECKUX OTHOIUeHUI mapTHepoB (11). MHmykius
9TUMU OAKTEePUSIMU PA3BUTUSI Y PACTEHUMN KIyOEHBKOB OCYILECTBISIETCS LM-
TOKWUHUH-TIOJOOHBIMU CUTHAJIAMU, YTO OTJMYAET aHILECTpajbHbIe PU300UU
OT a30CNUPUILI, aKTUBUPYIOLIUX PAa3BUTHE U CEKPETOPHYIO aKTUBHOCTb KOP-
HEW ayKCUHAMM.

YyuteiBasi CMelIaHHBINM XapakTep 3HAOCUMOUOTUYECKUX MMKPOOHBIX
MOMyJsuuid B oO0pasdyeMbIX aHLECTPaJbHBIMU PU300USIMU KJTyO€HbKaxX, JJOTMYHO
MPEANOJ0XUTb, YTO 3BOJIOLNSI CUMOMOTHYECKOU N)-(ukcanuu B JAHHOM cUC-
TeMe MPOMCXOAUT TJIaBHBIM 00pa3oM MOA JeMCTBMEM WHAMBUAYaJIbHOTO (Aap-
BUHOBCKOro) orbopa. OH momuep:KuBaeT COCOOHOCTb OakTepuil (hUKCUPOBAThH
N, B ycioBusix in planta, KoTopble, B OTJIMUME OT 3KOXMMMWYECKUX YCIOBUIA
MOYBBI, XapaKTepU3YyIOTCsl HU3KOU KoHuUeHTpauueir O, M TMOBBIIIEHHOM KOH-
LIEHTpalMeil a30THBIX coeauHeHMi. sl momaepKaHusi BBICOKON HUTpPOTeHas-
HOI aKTMBHOCTU B 3TUX YCJIOBUSIX, UHTMOUpYIOLIUX ukcauuio N, cBOOOIHO-
KUBYILIUMU 1ua3oTpodamMu, OakTepuu NpUOOpeard CUCTEMY fiX-T€HOB, BbISIB-
JIEHHBIX KaK y aHLEeCTpaJibHbIX Opaaupu3obuii, TaKk U y a30COUPWII U obecrie-
YMBAKOIIKUX PEryIsaUui0 HUTPOTeHa3HOW akTUBHOCTM in planta (12). Huzkwuii
YPOBEHb CIleUaNIM3aly Opagupu300Mii K CMMOMO3Y IOKa3bIBAETCSI M «yHU-
TapHOW» OpraHM3alMei X reHOMOB (OHM COAEpXkKaT TOJbKO OIMH TTOCTOSIHHBIN
reHo(op — XpOMOCOMY), XOTSI UX pa3Mephl CYIIECTBEHHO BbIllIe, YeM Yy BEepO-
STHBIX TIpeakoB (Rhodopseudomonas), 4To OTpaxaeT BO3HUKHOBEHUE HOBBIX
TEHHBIX CUCTEM cuMOMo3a (puc. 2).

Rhodopsedomonas [5460] Puc. 2. Bo3HUKHOBEHHME PasNM4IHHIX GOpM pH-

fix 300Mit Ha MOCJIEeI0BAaTEIbHEIX 3TAlaX 3BOJIIOIMU
crmmM6bmo3a (D1-94 cm. puc. 1). DBomoust pu3oouii
OCHOBaHa Ha TpaHc(opMaLMsIX MOYBeHHbIX (Rho-
doseudomonas) 1100 acCOUMMPOBAHHBIX C PAaCTEHUsI-

Bradyrhizobium spp.

Ol (BTAi1, ORS278) [7500-8400]

nod mu (Phyllobacterium, Agrobacterium) 6akTepuii B
Bradyrhizobium Ki1yOeHbKoBble N)-ukcatopsl — pr300MM (CILIOLL-

D2 japonicum s, ~ HbIE CTPEJIKW) B COYETAHMM C TFOPU3OHTAJIbHBIM Il€e-
[9100] ~ \’3@-} A Phyliobacterium PEHOCOM CHCTEM SYIT-TEHOB (MyHKTUPHBIE CTPEJIKH),
[4900] BKJIIoYas nif-, fix- n nod-peryjaoHbl (fix-peryJoHbl

Mesorhizobium € #,,,. ~ chopmupoBatMch npu TpaHchopMauuu Rhodopseu-

33 [7200] ~ ~ }@22: A domonas B Bradyrhizobium spp., nod-peryjioHbl —
' bacterium  PY TPaHCopyMawmu Bradyrhizobium spp. B B. ja-

[5g600] ponicum). B kBagpaTHBIX CKOOKax yKa3aHbl pas-

Rhizobium,

B4 Sinorhizobium 15600-6500] Mepbl T€HOMOB (T.M.H.) y THUIMOBBIX IITAMMOB

(TpaHcopMalMsi pa3IUYHbIX OakTepuil B pHU30-
OMU COMPOBOXIAETCS YBEIMYEHUEM UX TEHOMOB).
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Ha cnenyromem stane sBomouun bPC (D2) BO3HUK NMPUHLUNUAIBHO
HOBBIM MeXaHU3M WHOKYJISILUMU KJIyOeHbKOB, CBSI3aHHBIM C MpUOOpEeTeHUEM
oaktepusmu cuHTe3a Nod-dakropoB. CneumUUHBINA I CUMMOMO3a IIyTh
MPOHUKHOBEHUSI PU300UI B KOPEeHb, OTKPbIBAEMBI 3TUMU CUTHAIaAMU, OII-
penensieTcsl akTUBHBIM TIOTJIOLIEHUEM MMKPOOHBIX KJIETOK WM MMKPOKOJO-
HUN 1ehOPMUPOBAHHBIMU («CKPYUYEHHBIMU») KOPHEBBIMM BOJIOCKAMU MO-
CPEeJCTBOM MeXaHH3Ma, CXOJHOro ¢ 3HaouuTo3oM. OOpaszyemble B KOPHEBbBIX
BOJIOCKAX TYOYJISIpHbIe CTPYKTYpbl — HMH(eKkunoHHele Hutu (MH) — obecrne-
YUBAIOT aKTUBHOE U B TO Xe BpeMsl CTPOro KOHTPOJUPYEMOE XO3SIMHOM pa3-
MHOXeHHe OaKTepuil U MX MHTPOAYKIMIO B LIEHTPAJbHYIO 4acThb KiIyOeHbKa,
re CO3JalTCsl ONTUMAJIbHBIE YCIOBUS IJISI cCUMOMOTUYEeCKO Nj-pukcaluu.
bnaromapss aToMy MeXaHU3MY CTPYKTYpbl 3HAOCHMOUOTUYECKUX MO
pu3o0Uii MproOpPeETAIOT KJIOHAJIbHBIM XapaKTep, YTO 0OyCIOBIMBaAeT ACMCTBUE
MEXIEeMOBOIO OTOOpa, OOBEKTOM KOTOPOTO SIBJISIIOTCS HE OTAEIbHbIE MUK-
pOOHbBIE KJIETKU, a BHYTPUKIYOEHBKOBbBIE KJIOHBI, pa3idyaroliuecs: mo aKTHUB-
HocTu Nj-dukcaluu.

Ha stom stamne sBomounu BPC pr3obum yrpauynMBalOT CIIOCOOHOCTb K
¢oToCHHTE3y, UTO AEJaeT UX 3aBUCMMOCTb OT CHUMOMO3a 3KOJOTMYeCcKd OOJIv-
raTHOUW B CBSI3U C TepexodoM K nutaHuio C-coeauHEHUSIMU, TOCTaBJISIEMbIMU
x03siuHOM. OnHako jokKanauzalusi 6akrepuil B KIyOeHbKaX IpU 3TOM OCTaeTcCs
BHeKJIeTouHoU (13): puzobuu orpaHumyeHbl B cCBoeM pacrnpoctpaHeHuu WMH, B
KOTOPBIX OCYIIECTBISIETCSI KaK PEenpoOAyKLMsl, CBI3aHHas C WHIWBUIYaJbHOM
ajanTauueil 6akTepuil K BBKMBAHUIO B CUCTEME «pacTeHUe—IoYBa» (OCHOBaHa
Ha MCMOJIb30BAHUM MPOAYKTOB (POTOCHUHTE3a ISl YBEJUUEHUS UYMCICHHOCTU
MOMYJISILUK), TaK U cumMOuoTuueckast No-ukcaiysi, CBsi3aHHasi ¢ KOonepaTuB-
HOM aganTanyeit 0akTepuii M pacTeHUM (OCHOBaHa Ha MPOAYLMPOBAaHUM OaKTe-
pUsIMA aMMOHMSI, TiepeaaBaeMoro xoasieBaM). CTpyKTypHasi pa3rpaHUYeHHOCTD
MUKPOOHBIX U PACTUTEJbHBIX KJIETOK 3aTPyAHSIET MX METaboJIMyYecKue B3auMO-
JeCcTBUSI, KOTOpble CBOASATCSI K odmeHy C- u N-MetaboauTamMu: OTHOLLIEHMUS
MapTHEPOB B 3TOM CJy4yae MOTYT ObITb KBaJM(MUIIMPOBAHbI KaK «B3auMMHasi 3KC-
IUlyaTaluus», Mpu KOTopoi 3¢h¢GeKTUBHOCTh CUMOMOTPOMHOrO MUTAHUSI pacTe-
HUI a30TOM OCTaeTCsl HEBBICOKOM.

BaxxHO OTMETUTbH, YTO MEXaHU3MbI 3BOJIOLIMU T€HHBIX CUCTEM CUMOUO-
3a Ha 9Tarne D2 He orpaHWYeHbl BHYTPUTEHOMHBIMU MepecTpoiikaMu (Ha OCHO-
Be KOTOPHIX nod- W nif] fix-perylIoHbl pu300Mii BO3HUKIIN M3 TEHOB, paHEe BBI-
TIOJTHSABIIMX HE CBI3aHHBIE APYT C APYToM (PYHKUIMW), OHU BKJIIOYAJIU M TOpH-
30HTaJIbHBIN MepeHoc reHoB. Ha ero ocHoBe pm3o0OuMM IpuoOpesn, B YacTHO-
CTU, TeH nodA, KOIUPYIOIIMA KiIoueBylo cTaguio cuHTe3a Nod-dakropa —
NpUCOeAUHEHNE AlWJIbHOW TPYMIIbl K OJMTOXUTUHOBOM uienu (14). YuurtbiBas,
YTO JTOHOpPAMU CUMOMOTUYECKM 3HAYMMBIX T€HOB B 3BOJIIOLIMU PU300MI MOTJIU
OBITb I'PAMITIOJIOXKUTEIbHbIE OAKTEPUU WJIM MUKOPU3HBIE TPUOBI, JOTUYHO NP -
MOJIOKUTb, YTO BaXXKHbI MEXaHM3M 3TOM 3BOJIOLMUA — YaCTOTHO-3aBUCUMBIIA
OTOOp, KOTOpPBLIM ObLI OMMCaH HaMM paHee IPU MOMOIIM MaTeMaTU4eCKOro
MOJIEJIMPOBAHUSI 3BOJIOLUM CUMOMO3a KakK (akTop 3aKperieHusI B CUCTEME
MPOAYKTOB PEAKUX TeHETUYECKUX COObITUIA (15).

Crenyrolum 3Tanom 3Booluu (D3) crano npuodpeTeHue napTHepaMu
CMOCOOHOCTU K BHYTPUKJIETOUHOMY CUMOMO3Y, CBSI3aHHOMY C TMepexoioM Oak-
tepuii 13 MH B LuTOIIa3My pacTUTENbHBIX KJIETOK M C 0Opa3oBaHUEM CHM-
OMOCOM, OKPYXEHHBIX PaCTUTEJbHBIMU MeMOpaHaMu — MPOU3BOAHBIMU 3HIO-
I1a3MaTUYECKOTo peTukyaoma U amnmapaTta l'odapmku. DTOT mpouecc CXOAeH ¢
9HAOLIMTO30M M KOHTpoJupyeTcs OakTepuaibHbIMM Nod-dakropamu. CTpyk-
TypHasli MHTeTpalus KJIETOK IMapTHEPOB cos3dajia YCJIOBUS JJII UX TECHOM MeTa-
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Oosmyeckoil Koorepaluu — o0pa30BaHUSI MEXOPraHU3MEHHBIX MyTeil a30THO-
yraepoaHoro ooMeHa. Ha aToMm aTare 3BOMIOLMU CUMOMOCUCTEMbI MTPOU3OIILIO
pasjieneHue OaKTepuaJlbHOU TMOMYJSILIMM Ha BHYTPUKJIETOUHYIO (B CMMOMOCO-
Max) U BHekieTouHyio (B MMH) cybnonynsuuu: mepBasi BbINOJHSIET (yHK-
LIMM, CBSI3aHHBIE C KOOMEepaTUBHON ajanTalideil MapTHEpoOB, a BTopas cyO-
nonyasuus — QYHKUUU UHAUBUAYAIbHOW aganTalllu.

BaxHo oTMeTUThb, UTO 3KoJjioruyeckasi 3(p@peKTUBHOCTL CMMOMO3a Ha
3TOM 3Tafe CYILIECTBEHHO MOBBICWIACH MJII OOOMX MapTHEpOB Ojarogapsi WMH-
TeHCUBHOM (pukcaluu Ny, UTO CO3/[aJI0 OCHOBY JJISI IeMICTBUS OTOOpa Ha ypOB-
He Bcell cumOuocucreMbl — xosioouoHTa (16). Ha ypoBHe GakTepuaibHOM IMO-
OyJISIAU TIPU 3TOM HabJII0JaeTcsl yCUaeHUe MEXIPYIIIOBOro oToopa B IMOJb3y
asorpurcupyomnx (Fix™) KI0HOB, OCHOBAHHOTIO Ha YBEJIWMYEHWN ITIOTOKA IIPO-
JIYKTOB (DOTOCHMHTE3a B aKTUBHO (ukcupyroime N, KIyOeHbKM, a TakKKe Ha
«CaHKIIUSIX» TTPOTUB OakTepuid, HaxoAsuxcsl B Fix~ kiybeHbKax (orpaHuyeHue
MUTaHUS, 3alIUTHBIE PEaKIIUU).

MonexynsipHble MexaHu3Mbl 3BoJoIMUM BPC Ha atane 93 HOMOJIHSIOT-
Csl MHTEHCUBHBIM TIEPEHOCOM CHUCTeMBI Sym-TeHOB (nod- W nif] fix-peryioHbl)
U3 «MEePBUYHBIX» pu300uil (Bradyrhizobium) B snudutHble (Phyllobacterium)
uin ¢uronaroreHHble (Agrobacterium) OGakTepuu, KOTOPbII MPUBEI K TOSIB-
JIEHUIO «BTOPUYHBIX» pu3oduit (Mesorhizobium, Rhizobium, Sinorhizobium)
(puc. 2). IMeHHO ¢ 3TuUM MEepeHOCOM MOXET ObITb CBSI3aH IMepexO SyMm-TeHOB B
COCTaB MOOWMJIBHBIX 3JIEMEHTOB (T€eHOMHbIE ocTpoBa Mesorhizobium, Sym-tinas-
muabl Rhizobium w Sinorhizobium), KOTOpbIiA He xapakTepeH misi Bradyrhizo-
bium. Bo3HuKaBIIMe MPU 3TOM BUIbI pU300Mii JIMOO MPUOOPETAIN Y3KYIO XO3SIii-
ckyto cnieuuduyHocts (R. leguminosarum, S. meliloti), TMOO COXpaHSUIU ILIUPO-
Ky10 cneuuM(UIHOCTb, TUTIMUHYIO 1J1s NMpeakoBbIX ¢opM (R. tropici, S. fredii).

DOyHKUIMOHANbHASA WHTErpalusd NTapTHEPOB. 3aTpaTHAs U
9KOHOMHAas cTpaTteruu 3¢dekTuBHOro cumoObuosza. CraHOBIEHUE
BHYTPUKJIETOUHOTO 00O0BO-pU300MATBLHOIO CUMOMO3a OTKPBLIO IIIMPOKHUE BO3-
MOXHOCTHU JIJISI €70 3BOJIOLMUM Ha ToBbIlIeHUEe 3(PheKTUBHOCTU Nj-Dukcauuu.
OpHa U3 ee cTpaTeruii, peaau3oBaHHas Ha 4-M 3Tane (popMUpOBaHUS CUMOUO-
TUYECKUX KoMmapTMeHTOB (B4, cM. puc. 1), ocHoBaHa Ha IUQdepeHIIMPOBKE
«BTOPUYHBIX» pu3oduit (Rhizobium, Sinorhizobium) B He CHOCOOHBIE K pa3-
MHOXEHUIO0 0aKTepOUbl, KOTOpPblE PAa3BMBAIOT AaHOMAJbHO BBICOKYIO HUTpOIe-
Ha3HYI aKTUBHOCTb Ojlarojapsi penpeccuu OOJbIIMHCTBA (hyHKLUK CBOOOJHO-
KUBYLIUX KieToK. Co CTOpOHBI pacTeHUM 3Ta auddepeHIMPOBKa KOHTPOJIUPY-
ercss NCR-reHaMu, KOOAUPYIOLIMMU LCTeuH-0orarble 0eaku (17), co CTOpOHbI
OakTepuii — reHaMu bacA u minE, KOAUPYIOIIMMU KOMIIOHEHTHI KJIETOYHOM
CTeHKM, KOTOpasi CTPYKTYpHO M3MeHeHa y OakTepounoB (18, 19).

Ha 3T0ii 0OCHOBEe B 3HIOCUMOMOTUYECKHUX MUKPOOHBIX MOMYJSLIUSIX MO-
TYT BO3HMKATb OTHOILEHUSI OMOJOTMYECKOTO albTpyudMma (€ro JIOHOPHI — He-
JKU3HECIIOCOOHbIe OakTepouibl B CUMOMOCOMAX, a PeLUUNUEHThl — >KM3HECTO-
cobHbie Oaktepuu B WMH), mommepxuBaeMOro poacTBEeHHbIM OTOOpoM (20).
Yyactre B 3TUX OTHOIIEHMSIX XO35IMHA B KayecTBe MOCpPeAHMKA MpU Iepeaaue
aJIbTPyUCTUUECKUX 3(PPEKTOB OT UX JOHOPOB K PELIMITMEHTAMM T103BOJIMIO0 HaM
(21) xBanupuUUPOBATh OPraHU3ALMI0 CUCTEMbl KaK MEXBUIOBOU albTPyU3M,
KOTOpBIN peanu3yercs Onarogapsi myOOKOM MHTerpaluyd MapTHEPOB, OCHOBAH-
HOI Ha MEepPeKPEeCTHOM PeryJisiliui reHOB cCUuMOMO03a.

HecmoTpst Ha npuoOpeTeHUe prU30OMSIMU HOBBIX CUMOMOTUYECKUX MPU-
3HAKOB, MX X035€Ba, BKJII0Uasl 3BOJIOLIMOHHO MPOABUHYTbIE O0OOOBbIEC rajerous-
Horo Komruiekca (Tpubnl Galegeae, Trifolieae, Vicieae), COXpaHWIN MCXOMHbIE
YyepThl OpraHU3aluKu KIyOeHbKOB: HEAETEPMMHMPOBAHHBIM pOCT (Ompenesse-
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MbIf CTaOMJIBHBIMU ANMKaJbHBIMU MEPUCTEMaMM) U aMUJIHBIA MyTh aCCUMUJISI-
MM a3oTa (C ydyacTueM TIJIyTaAMUHCHUHTETa3bl, IJIyTaMaTCUHTAa3bl U acraparuH-
CUHTeTa3bl, 00pa3ylolluecs Mpu 3TOM TpaHCHOPTHbIE (OpMbI a30Ta — TLJIyTa-
MUH U acnaparuH cogepxaT 1 atom N Ha 2-3 atroma C). HoBu3Ha BO3HUKIIIEH
Mpy 3TOM OpraHU3alMM KIYOEHbKOB KacaeTcsl CUMOMOCOM: OHM CTaju OJHO-
KJIETOYHbIMU (comepxkaT Mo 1 GakTepouay); MpOCTPaHCTBO MeXAY OaKTepouaoM
U CUMOMOCOMHOI MeMOpaHOU pe3KO peaylUpOBAHO, UTO OOECTEYMSIO TECHBIN
MeTa00JIMYEeCKNI KOHTAKT MapTHEPOB.

AJIbTEpHATUBHASI CTpaTeTusl 3BOJIIOLMY BbICOKOA(h(HEKTUBHOIO CUMOMO-
3a CBSI3aHa C YCJIOXHEHUEM acCCUMWJIILUMU KITyOeHbKaMu (PUKCMPOBAHHOTO a30-
Ta (ero TpaHCIOPTHLIMU (popMaMu SIBISIIOTCSL ypeuabl — aJJaHTOUH U aJljlaH-
TOMHOBAsl KUCJIOTa, B KOTOpbIX cooTHoluieHue N:C 6au3ko K 1), a Takxke ¢
yTpaToil UMU CIMOCOOHOCTU K HEAETePMUHUPOBAHHOMY DPOCTY, TpeOyloleMy
OOJIBIIMX 3aTpaT 3HEPTUU. DTa CTpaTeTrusl xapakTepHa 1Jisi 6000BBIX TPUObI
Phaseoleae, y KOTOpbIX HaXOASIIIKECS B MHOTOKJIETOYHBIX CMMOMOCOMax OakTe-
POUIBI COXPAHSIOT CMOCOOHOCTh K pa3MHOXeHU10. OUeBUIHO, UYTO OIMCaHHas
cTpaTerysl HarpaBjieHa Ha MaKCHMMaJlbHO 3KOHOMHOE WCIIOJIb30BaHUE pacTe-
HUusMu No-(puUKcupyoolero noreHiyana pu3oouii, Toraa Kak «3aTpaTrHas» CTpa-
Teruss OCHOBaHa Ha MHTeHcuduKamum N,-(UKcalMu, COMNPSKEHHON ¢ 00JIb-
LLIUM PacXxoJOM SHEPTHUU.

MHorue rajerongHble OOOOBBIC, peaM3YIOLIME 3aTPaTHYIO CTpPaTETHIO
cuM0Ouo3a, SBJSIIOTCSI MHOTOJIETHUKAMM, U UX KIyOeHbKU MOTYT (DYHKIIMOHU-
poOBaThb B TEYEHUE HECKOJbKUX CE30HOB, MPUYEM B OCEHHE-3MMHMIA TEepUO.I
OHM TIEPEKJTI0YAIOTCS Ha BBHIMIOJHEHME 3amacaionieil (pyHKIMM, YTo OBIJIO ITOKa-
3aHo mns Lathyrus maritimus (22). B To ke BpeMsl 9KOHOMHasi CTparerusi CUuM-
01o03a OCYLUECTBISIETCS OAHOJETHUKAMM, JJISI KOTOPBIX BBIMOJHEHUE KITyOeHb-
KaMu 3amacarollieil ¢pyHKUUM He XapakTepHo. Y jsaBeHUeB (Lotus spp.) aeTep-
MUHUPOBAHHbIN MOP(MOTUIT KITYOEHBKOB COYETaeTCsl ¢ aMUIHBIM YCBOEHUEM
¢uKcUpoBaHHOTO a3oTa (23), mokasbiBasi, YTO CTAHOBJIEHWE 3TOro MopdoTuna
MOTJIO MpPEAlIeCTBOBAaTh CTAHOBJICHUIO YPEUTHOTO MeTaboau3Ma KiyOoeHbKOB.

Takum oOpazoM, Nj,-¢pukcupylolmnii 6000BO-pU300MaTbHBIN CUMOUO3
CIIy>KUT yIOOHOM Mojenbio [Jis1 pa3paboTKu psiga MpobjeM 3BOJIIOLIMOHHOM
OuoJoruy, BKJIKOYas IUCKYCCUOHHBIA BOMNPOC O COOTHOLIEHWM TIPOLECCOB
aJanTUBHOM M TMporpeccuBHOi 3BojoLMU. B ocHoBe sBomtonuu bPC, kak u
OOJILIIMHCTBA CUMOMO30B TMPO- U 3YKAPUOT, JIEXKUT CTAHOBJIEHUE CUCTEMBbI CyO-
KJIeTOYHbIX KoMmnapTMeHTOB (MH, cumMOnocoMbl), TIpeaoCTaBAsIeMbIX X03s€BaMu
JUJISI XOCTMHTa MUKPOOPraHM3MOB. Pu30o0uu, Haxomsichb B 3TUX KOMIApTMEHTaXx,
CTAaHOBSTCSI OObEKTaMU ASHCTBHUS CIIeM(PUYHBIX IJII cuMoOuo3a dopm otdopa,
B pe3yJibTaTe KOTOPOIro IOBBILIAETCS CTPYKTYPHO-(hYHKLMOHANbHAS CJIOXK-
HOCTb U LIEJIOCTHOCTb HaJBUIOBOM CHUCTEMBbI, a TakKXe €€ aJalTUBHBIU Mo-
TeHuuaa. BakHO OTMETUTb, YTO 3TO IOBbILIEHUE MPOUCXOAUT MO AEUCTBUEM
JBWXYILIEro OTOOpa, KOTOPbIM M OOecCleuyMBaeT COMpsDKEHWE MPOLIECCOB aaar-
TUBHOU U TMPOrPEeCCUBHOMN 3BOJIOLUU CUMOUOCUCTEM.

PesynpTaToM neicTBUS 3TOro OTOOpa CIYXUT MOBbIIeHUE 3((EKTUB-
HOCTHU CUMOMO3a B XO[¢ peaJu3allii JABYX CTpaTeruil ero 3BOJIOLIMU — 3aTpar-
HOI U BKOHOMHOM. 3aTpaTHasl cTpaTrerdsi OCHOBaHa Ha 3BOJIIOLIMA MUKPOOHOTO
KOMITOHEHTa — PE3KOM MOBBIILIEHUN HUTPOT€HA3HOW aKTMBHOCTU HEOOpaTUMO
IuddepeHIMPOBAaHHBIX O0AKTEPOUIOB, COMNPSIKEHHOM C CY:XXEHMEM Cleuupuy-
HOCTH B3aMMOJICUCTBUS MapTHEPOB. DTa 3BOJIIOLMS COUeTalaCh C COXpaHEHUEM
HWCXOIHBIX CBOMCTB KJIyOeHBKOB: HEAETEPMUHUPOBAHHOU CTPYKTYPbl U aMUIHOM
aCCUMWJISIUMU TPOAYKTOB Nj-(UKcallMM, CXOAHON C aCCUMWISILIMEN a30THBIX
COEIMHEHUU MOUYBbl. DKOHOMHAs CTpaTerus OCHOBaHA Ha COXpaHEHUU OTHOCU-
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TEJIbHO HEBBICOKOW HUTPOTeHA3HOW aKTMBHOCTH, XapaKTepHON IS CTPYKTYPHO
He auddepeHIMpoBaHHBIX OakTepouaoB. B aToM ciaydyae cumOuoTruyeckast ag-
(eKTUBHOCTD TOBBILLIAIACH O1arogapsi 3BOJIOLMU PACTUTEIBHOIO KOMIOHEHTA —
MIPUOOPETECHNIO IETEPMUHUPOBAHHON CTPYKTYPBl KIYOCHBKOB M «yPEUITHON»
aCCUMWJISILIMU a30Ta, YTO MPUBEJO K CYILIECTBEHHOMY CHUWXEHMIO 3aTpaT yrJie-
pojia M SHEPTUu Ha CUMOMO3.

BoisicHeHUe TyTeli 1 MeXaHM3MOB aJalnTUBHOU MakposBojwouuu bPC —
BaxkHOE YCJIOBUE AJs1 pa3pabOTKU METOIOB KOHCTPYUPOBAHUSI XO3SIUCTBEH-
HO-LIEHHBIX CMMOMO030B. OJHUM M3 €ro HampaBJeHUId MOXET ObITh IoJyde-
HUE ILITaMMOB PU300MI, HE TOJBKO «HACTPOEHHBIX» HAa COBMECTHYIO C pac-
TEHUSAMM aJanTaluio K BHEIIHel cpele, HO W TPOSBISIONINX IO OTHOIIE-
HUIO K HUM TPU3HAKUA aJbTpyM3Ma, ITOCKOJBKY Yy ATUX IITAMMOB CHIDKEHA
CIIOCOOHOCTh K MHAMBUAYAJIbHBIM amanTaiusaM. Takue OMOTeXHOJIOTHYECKH
IEHHBIC IITaMMBbl MOXKHO ITOJy4YaTh IPW WHAKTUBAIIUM HETATUBHBIX PETYIIS-
TOpPOB cUMOMO3a (eff~TeHOB), KOTOpasi MPUBOAUT K TOBBILLIEHWIO CUMOUOTHU-
YyeCcKO aKTMBHOCTU, HO CHMXKAeT CIMOCOOHOCTh OaKTepuil aganTupoBaThCsl K
YCJIOBUSIM TOYBHI (24).

MakcumalibHOE TIpOsIBJIeHe CUMOMOTUYECKOro IMOTeHLMala TeHeThve-
CKM CKOHCTPYMPOBAHHBLIX INITAMMOB BO3MOXKHO JIUINb B COYETAHWUM CO CIICIIH-
abHO CO3MaHHBIMU CHUMOMOTPOGHBIMM (POopMaMU pacTeHU, KOTOPhIE MOTYT
OBITH ITOJTYYEHEI C TIOMOIIBIO KaK TPATUIIMOHHBIX TEHETUKO-CEeJICKIIMOHHBIX, TaK
W HOBBIX OMOMHXEHEPHBIX MoAXomoB. K 4mciay mepBBIX MOXET OBITH OTHECEHA
CeNleKIMsl pacTeHUM IO aKTUBHOCTU HUTporeHasbl (25) wiau KiyOeHeK-cIie-
urpuuHbix uzodepmento C- u N-merabonusma (26). K yuciay BTOpbIX OTHO-
CUTCS TIEPEHOC TeHOB KIYyOeHbKOOOpa3oBaHUsI B HEO0OOBbIE (HAIIpUMED, 3J1aKO-
BBbI€) pacTECHMS, a TakKkKe KOMOMHMPOBAHME TEHETHMUECKNX (DAKTOPOB pPa3BUTHS
3aTPaTHOTO U SKOHOMHOTro cumbuosa (27). KoMruieKCHOEe MCMOAb30BAHUE 3TUX
MOJIXOJ0B MO3BOJUT CO3/1aBaTh HOBbIE CUMOMOCHUCTEMBI, B KOTOPBIX BbICOKAS
N,-ukcupyomas aKTMBHOCTh OaKTepWid COUYETaeTCsI ¢ ONTUMAJIBHBIMU PEKH-
MaMM 9HEpProcHabXeHUs CuMOMO03a U aCCUMWISIUM a30Ta, MaKCUMAaJIbHO TMOJI-
HO BOBJIEKAeMOro B (popMHUpOBaHUE ypoxkKasi paCTeHUIA.

Wrak, nna sBomonum 0000BO-pr300MaIbHOTO CHMMOMO3a XapaKTepHO
3aKOHOMEPHOE TMOBBILIEHUE CTPYKTYPHO-(PYHKIMOHAIBHON OpraHM30BaHHOCTU
(cTaHOBNICHNE CUCTEMBI MEXKKIIETOUHBIX, a 3aTEM M BHYTPUKIETOYHEBIX KOMITap-
TMEHTOB IJIS XOCTMHTAa MUKPOCHUMOMOHTOB), KOTOPOE COIPSIKEHO C IEeMCTBHIEM
cneluUUHbIX 1S cuMOuro3a Gopm orbopa U 00eCreUrMBaeT BbICOKYIO 3KOJIO0-
rmIecKyio 3¢ (MeKTUBHOCTh B3aMMOICHCTBUSA MapTHEpOB. PeanmayeMblit TakKuM
o0pa3oM clieHapuii aJlanTUBHOM MaKpO3BOJIOLUMHU BKJIKOYAET IEepPeXOibl CUM-
01o3a OT MJIEHOTPOITHOTO B3aMMOIEHUCTBUSI MapTHEPOB (MOABUKHOE paBHOBECUE
OTHOILIEHWI MyTyaJIM3Ma M aHTarOHW3Ma) K WX B3aMMHOM 3KCIUTyaTaluu (9K-
BUBAJICHTHBIN OOMeH OakTepuii M pacTeHUi IpoaykraMu N,-¢dukcauuud u (o-
TOCHHTE3a) M K MYTYaJIM3MYy aJbTPYMCTUICCKOTO THUIIA (TIOBEHIIIICHNE WHTEHCHUB-
HOCTH CMMOUTPOGHOTO TMMUTAHUS PACTCHUI a30TOM BCJICACTBHME YTPaThl XKM3HE-
cnocobHoCcTU OGakTepounaMu). B 3BOJIIOLIMOHHON TepCHEKTUBE TaKOUW ClieHapuid
CO37aeT YCJOBUS IJIs Tepexoja IMapTHEPOB K IFeHeTUYeCKU (CTpOro) oodnurat-
HBIM (opMaM MyTyaJam3Ma, B KOTOPBIX T€HOMBI MUKPOCHMOMOHTOB IIpeTepIie-
BalOT MIYOOKYIO peayKIUi0 U oObeIUHEHNE C TeHOMaMU XO03sieB, oOecrevyunBast
TpaHchopMalLo OaKTEPUil B MOCTOSIHHBIE KJIETOUHbIE OpPraHesUIbl.
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Abstract

Legume-rhizobia symbiosis (LRS) is considered as a unique model of evolutionary biology,
which allows us to study the trade-off between the adaptive and progressive evolution in biological
systems formed by prokaryotes and eukaryotes. Macroevolution of LRS results is establishing the
compartments for hosting microsymbionts that activate the development of Nj-fixing nodules by
special signals — lipo-chito-oligosaccharide Nod-factors. This evolution is dissected into a number of
stages connected with the formation of: a) nodule endophytic associations (ancestral forms of rhizo-
bia which retained the ability to fix CO, and N, in pure culture characteristic for their ancestors, oc-
cupy the intercellular spaces in nodules); b) primitive subcellular symbiosis (rhizobia which lost the
ability to fix CO; are located in infection threads penetrating into plant cells); ¢) intracellular mutu-
alism (rhizobia, penetrated the plant cells to form the non-specialized symbiosomes where fix Ny,
maintaining the reproductive activity); d) symbiosis of altruistic type (rhizobia in specialized symbio-
somes differentiate into bacteroids which irreversibly lost their reproductive activity providing a sharp
increase in the Nj-fixation intensity). This evolution occurs under the influence of natural selection
induced in endosymbiotic populations, which can be individual (Darwinian, frequency-dependent) or
group (inter-deme, kin) depending on the structure of microbial populations defined by mechanisms
of host infection. Under the influence of this selection, complexity of the organization and the integ-
rity of the LRS are increased, which serve as criteria for its evolutionary progress, as well as ecologi-
cal efficiency of symbiosis (its impact on the partners’ productivity). This interaction between bacte-
ria and plants has been evolved from pleiotropic symbioses (dynamic equilibrium between mutualism
and antagonism) to the mutual partners’ exploitation (their equivalent exchange by products of N,
fixation and photosynthesis) and then to a highly-efficient mutualism of «altruistic» type (increased
intensity of the symbiotrophic plant nutrition by nitrogen is the result of viability loss by bacteroids).
Characteristics of macro- and microevolution of symbiosis opens the broad prospects for the con-
struction of highly efficient forms of LRS, including the creation of «altruistic» rhizobia strains (in
which an increased symbiotic efficiency is combined with a reduced survival outside plant) as well as
a combination of alternative development programs for effective symbiosis (expensive and economi-
cal) independently arisen in different groups of legumes.

Keywords: microbe-plant symbiosis, evolution, adaptation, natural selection, genetic con-
struction.
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