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OBOMIOINOHHO-TEHETUYECKUE OCHOBbBI CUMBUOTUYECKON
WHXEHEPUU PACTEHUU: MUHU-OB30P”

H.A. TIPOBOPOB, O.I1. OHNIIYK

MMuKpoOHO-pacTUTEbHBIE CHMOMO3bI UTPAIOT OTPOMHYIO POJIb B PA3BUTHH M IBOJIONMH pac-
TeHHii, o0ecneynBasi MX MUHepaibHOe (a30THOe, ¢ocdopHOE) MAUTAHHE, YCTONYMBOCTh K NMATOTEHHBIM
MHKPOOPraHM3MaM M KMBOTHbIM-puTO(aram, a Takxke peryJsuyio Pa3sBUTHS B CTPECCOBBIX YCJIOBHSAX
(R.J. Rodriguez ¢ coasr., 2009). KonctpyupoBanue BbicOK03(heKTHBHBIX CHMOMO30B J10JLKHO 0a3upo-
BaTbCA HA 3HAHMM MEXAHH3MOB KOJIBOJIOUMH MMKDOOPraHM3MOB M PACTEHHMi B MPUPOIHBIX IKOCHCTEMAX
U arponeHo3ax. Ha npumepe azordukcupyromero 6000B0-pru300HaIbHOr0 CUMOMO03a MbI MOKA3a/H, 4TO
OCHOBHbIE 3TAMNbI KOIBOJIIONMH MOTYT ObITh BOCHPOM3BENEHBI C UCNOJIb30BAHHEM MOAX0J0B CUMOMOTHYE-
cKkoii mmkeHepud. OHAa HampaBjeHa HA ONTHMHM3AIMIO NMPOILECCOB NMEPEeHOCa MEXIY MapTHEPaMH COEIu-
HEeHMii a30Ta W YIJIepoaa, CBI3aHHOTO C 00pPa3oBaHMEM OObeINHEHHbIX MyTeii 00OMeHa BEMIECTB M JHEp-
IMM; ocjadjeHde KOHKYpPEeHUMH MAPTHEPOB 3a TpoduuecKue W IHEPreTHYECKHe Pecypchbl OKpyKaroleii
cpenpl; BCTYIUIEHHE NMAPTHEPOB B OTHOLICHHS AJbTPYH3Ma, OCHOBAHHBIE HA OTKa3e MMKPOCHMOMOHTOB
OT aBTOHOMHOTO CYHIECTBOBAHMS, HApUMep 0Opa3oBaHUe PU300MAMH HECNOCOOHBIX K Pa3MHOKEHHIO
oakTepounos. [lepBoe HampaBjieHne KOHCTPYMPOBAHMS CBSI3aHO C AKTHBANMEH TPAHCNOPTa B OaKTepuu
JMKAapPOOHOBBIX KHCJIOT, KOTOPbIe MCHOJB3YIOTCA Ui MATAHUS OakTepouaos. Peaquzanms 3Toro moaxo-
Ja CBSI3aHA C MOJy4eHHeM PEKOMOMHAHTHBIX LITAMMOB PH300Mii, KOTOPbIE COJEPKAT JAONOJHUTE/IbHbIE
KOMMHU nif- u dct-reHOB, KOAMPYIOMIMX CHHTE3 HUTPOTeHAa3bl M ee CHaOxkenwe dHeprueii. OmHako mc-
NOJIb30BaHKE ITOr0 MOAXOJA OrPAHMYEHO HApylIeHHeM OajaHca OMOXMMHYECKHX M POCTOBBIX MpOIEC-
COB, B CBAI3U C 4eM 3HauuTesbHoe (Ha 70-80 %) noBbineHne a30THUKCHPYIOMIEi AKTHBHOCTH PU300HMiA
CONPOBOXKAAETCA ropas3ao MeHblueil MpudaBkoii Maccol pacrenuii (15-20 %). D10 orpaHuyeHnHe MoOKeT
OBbITH MPEOOJIEHO NMOCPEACTBOM CO3TAHMS O0AKTEPHAJbHBIX IITAMMOB, ONTUMH3MPYIOIIMX PA3BUTHE pac-
TeHHil HA OCHOBE CHHTE3a OMOJIOrMYecKMe AKTHBHBIX BellecTB ((pUTOropMOHOB, BATAMMHOB, JIOMHXPO-
Ma), KOTOpble 00eCNeYnBal0T MAKCMMAJILHO TOJIHOE BOBJI€YEHHE MPOIYKTOB a30Tdukcamuu B ¢opMupo-
BaHue ypoxas. Bropoe HampaBieHHe KOHCTPYMPOBAHHMS CBSI3aHO C MOBBIIIEHHMEM CIIOCOOHOCTH MPOM3-
BOJCTBEHHBIX IITAMMOB PH300Mii KOHKYPHPOBATb 32 MHOKYJISLMIO PACTEHHI ¢ a0OPUIeHHHIMH MOYBEH-
HbIMH IITAMMAMH, 00/1aJAI0IIMMH BbICOKO BMPYJIEHTHOCTBIO B COYETAHHM C HU3KOWM a30T(HMKCUpYIOIEi
AKTHBHOCTBIO. DTOT MOAX0. 0a3UpyeTcsl HA MHAKTUBALMH T€HOB, CJIYKAIIMX HEraTMBHBIMM pPeryJsTopa-
MH PaHHHX CTAIMiA Pa3BUTHS CMMOMO3a, 2 TAKXKE HA AMIUIM(UKAIMK €ro MO3MTHBHBIX peryasTopo. Tpe-
The HamMpaBjieHHe KOHCTPYMPOBAHMS CBS3aHO ¢ MOAM(MHMKAIMAMM MOAYJIATOPOB 3(heKTHBHOCTH CHMOM-
03a — eff-reHOB, KOTOpble OBLIM BBISIBJIEHbI Yy ObICTPOpACTYIIMX pu300wWii mouepHnl (Sinorhizobium
meliloti) npsiMbiM 0T60poM TnS5-MyTaHaTOB, CIIOCOOHBIX MOBBIMIATH YPOXKAWHOCTh pacteHuii. Bo3pacra-
HHe CUMOMOTHYECKOi 3()¢GeKTHBHOCTH MPM MHAKTHBALMH ITHX I€HOB OCHOBAHO HA yTpaTe pU300MSIMHI
(hyHKumii, He0OXOAMMBIX IJIsi ABTOHOMHOTO CYHIECTBOBAHHS B T0YBE, HO CHUIKAIOIIMX CHMOMOTHYECKYIO
apdekTnBHOCTh. K MX yncily OTHOCHTCS CHHTE3 3amMACHBIX MHTATEJNbHbIX BEHIECTB (MOJH-f-THIPOKCH-
OyTupara, IJIMKOTeHa), aCCUMMIISAIMS «HECUMOMOTHIECKNX» (HE MCMOJIb3yeMbIX Jisi MATAHUS OaKTepou-
JI0B) MCTOYHMKOB YIJiepoJa — €axapoB, a Takxke (GopMHPOBAHME MOBEPXHOCTHBIX KOMIOHEHTOB KJIETKH,
AKTHBUPYIOIIMX 3AIUTHBIE PeAKUMH pacTeHuii (MMo- W 3K3omoimcaxapunos). O0cyxknawTcs nepcnek-
THBbI CO3JAHMS CMCTEM CHUMOMOTPO(HOro NMUTAHUSA A30TOM Y HeOOOOBBIX (HAMPUMEp, 3J1aKOBBIX) pacTe-
HMii, BKJI0Yas (popMupoBaHHe MMH a30T(HUKCHPYIOLIMX KIy0eHbKOB HA OCHOBE MCIOJIb30BAHUS TOMOJIO-
roB Sym-reHoB 0000Bbix pactennii (G. Oldroyd c coasrt., 2014); BBeneHne nif-reHOB B MUTOXOHIPHUH
WK IJIACTHIbI, KOTOPbI€ BO3HMKIM M3 a30THUKCUPYIOIIMX OAKTEpHii B Mpolecce CHMOMOTeHHOM 3BOJII0-
muu dykapuotnueckoii Kinetkn (G. Lypez-Torrejyn ¢ coasr., 2016); KOHCTpyMpoBaHHE HOBBIX KJIETOY-
HBIX OpPraHe/;yl — aMMOHHOILIACTOB, KOTOPOE MOXKET ObITh CBA3aHO ¢ Momubukammeir cumonocom 6000-
BbIX, 00€CIeYMBAIONIMX ONTHUMAJIbHbIE YCIOBHUS IS CHHTE3a ¥ (DYHKIMOHMPOBAHUS HUTPOTEHA3bI.

KioueBble Cli0Ba: MUKPOOHO-PACTHTEIbHbIE B3aMMOAECTBHUA, Onoaormyeckas N;-dukcamus,
KJIyOeHbKOBbIE OAKTepHH, TreHeTHYeCKOe KOHCTPYMPOBAaHHE, CHMOMOTHYECKAs WHIKEHEpHUs, KJIeTOYHbIe
opraHeJuibl, CHMOMOTpPO()HOE MUTAHME PACTEHMIi, IKOJOTHYECKH YCTOYMBOE PACTEHHEBOICTBO.

MukpobHo-pacTutenbHble cuMouo3bl (MPC) urpaior Kio4yeBylo poib B
MUTAaHUU pacTeHuil (pukcauust Ny, acCCUMWISLIMS MUTATEIbHBIX BELECTB IOY-
Bbl), MX 3alllUTe OT IMATOreHOB U (uTodaroB (CMHTE3 AaHTUOMOTUKOB M TOKCU-
HOB), a TaKKe B peTyJsILiMK pa3BUTHS M amanTalUdM K cTpeccaM (CHMHTe3 (puTo-
TOPMOHOB U BUTAMUHOB, BJUSIOIIMX Ha POCTOBbIe Mpoliecchl) (1). Dkonoruye-

" Pa6ora nogaepxkaHa PH®, rpant Ne 14-26-0009411.
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ckag 3HauuMoctb MPC omnpezensieTcst TeM, 4TO HazeMHbIe pacTeHUs IpeacTaB-
JISIIOT OO0 CMMOMOIEHHYIO IO MPOUCXOXACHUIO (POPMY XKU3HU: OHU KOJOHU-
3UPOBaJIM CYIIY B TECHOM KOOIlepalud ¢ MUKPOOHBIMM COOOIIeCTBAMU, COCTO-
SIBIIMMU U3 MUKOPHU3HBIX TPUOOB-IJIOMEPOMUILIETOB, ACCOLIMMPOBAHHBIX ¢ (hO-
TO- U retepoTpodHbIMU OakTepusmu (2). Co3maHue 3KOJIOTUUYECKU YCTOMUUBBIX
arpoleHO030B, BBICOKAs IPOAYKTUBHOCTb KOTOPBIX HOCTUIAETCsS IMPU MUHU-
MaJIbHOM KCIIOJIb30BAHUU XUMUYECKMX YIOOPEHUIN U CPEICTB 3allUThI, TpeOyeT
CYILIECTBEHHOTO MOBBILLIEHUS] CUMOMOTUYECKO aKTUBHOCTU pacTeHuil (3, 4).

HecMmoTpst Ha BBICOKYIO TeHETUYECKYI0 M3ydyeHHOCTh MPC, MUKpOOHEIE
npenaparbl i1 UHOKYJISILIMU CEIbCKOXO3SIMCTBEHHBIX KYJILTYp OO CUX IIOp To-
TOBST IOYTH UCKJIIOUMTEIBHO Ha ITaMMaX AUKOTO TUIA, BBIIEJICHHBIX U3 MPU-
POMHBIX MCTOYHUKOB (pacTeHMH, MOYBBI) METONAMU aHATUTHYECKON CeIeKLINU
(5, 6). XOTs reHeTUYECKMIA KOHTPOJIb cMMOnoTidecKoi addexkrusHoctr (CH) —
CMOCOOHOCTY MUKPOOPTaHM3MOB TOBBIIIATH MPOAYKTMBHOCTb PACTeHU — U3Yy-
YyeH BecbMa MoapoOHoO (7), TeHHO-UHXXEHEePHbIE M OMOTEXHOJIOTMUECKUE TTOIXOIbI
MOKa He HallIM IIMPOKOIo MPUMEHEHMS I yaydllieHus1 3Toro npusHaka. [lpu-
YHUHBI 3TOTO 3aKIIOYAIOTCSI B CJIOXHOCTM KOHTpoist CH, Koropasi 3aBUCHUT OT
MHOTo()akKTOPHOIO B3aMMOICHCTBUSI TEHOTUIIOB HECKOJBbKMX MapTHEPOB, Haxo-
ISIIUXCSL TION BIMSIHMEM BapbUPYIOIIMX BHELIHMX YCJIOBUI, a Takke B OTCYT-
CTBUM TE€HETMYECKM OOOCHOBAHHBIX MpOrpaMM YIIpaBIeHUSI CUMOUOTPOGMHBIM
pa3BUTUEM PACTEHUI. DTU MPOTrpaMMbl JOKHBI ObITh OCHOBAaHbI Ha MEXaHU3Max
X MPUPOTHON KO3BOMIOLMU C MUKPOOPraHM3MaMM, KOTOpasi MOXET ObITb M3Y-
yeHa Ha eHoTUnMueckoM (8), reHoMHoM (9) 1 TpaHckuntoMHoM (10) ypoBHSIX.

OntuMaiabHas MOAeJb ISl pa3paboTKU METOIO0JIOTMU KOHCTPYUPOBAHMS
MPC — Nj-¢puxcupyonuii 6060Bo-prU300MalbHBI CUMOMO03, Pa3BUTUE KOTO-
pOro Co CTOPOHBI OakTepuil ompenessieTcss IBYMs IpyIIaMu T'eHOB. DTO nod-
TeHBbl, KOHTPOJUPYIOLINE CHHTE3 JIMIIO-XUTO-OJurocaxapuaHbix Nod-¢akTopos
(NF), xoTopble aKTUBUPYIOT MPOrpaMMy KIyOeHbKOOOpa3oBaHUs, U Aif/fix-TeHbl,
omnpeensolye cuHTe3 U (yHKIMOHMPOBAHUE HUTPOTEHA3HOTo KOMIUIEKca in
planta (1). M3yuyeHue 6000BO-pMU300MAIBHOTO CUMOMO3a T0KA3ajlo, YTO B MpPU-
ponmHbIX yciaoBusx aBosouus MPC HampasieHa Ha noBbllieHUe (D GEKTUBHOCTH
KOOMEpPaTUBHOIO (MyTYaJIMCTUYECKOI0) B3aMMOACMCTBMSI MApTHEPOB, OIpeaesie-
MOl Ha OCHOBE IOKa3zaTesell UX OMOJOTMYECKON MPOMYKTUBHOCTM — YUCJIEHHO-
CTU TMOMYJISILUIA, CKOPOCTH pa3MHOXeHus1, 6uomacchl. [Ipu 3ToM MOryT OBbITh
BbIACJEHBI TPU 3Tara 3BOJIOLMM CUMOMO3a, Ha KOTOPBIX Bo3pacTaeT CH.

[InetoTponHbIl CMMOMO3 — HaMMeHee CIleLIMaIu3UpoBaHHAsl ero (op-
Ma, XapakTepu3yeMasi MOABWKHBIM pPaBHOBECHEM KOOIEPaTUBHBIX U aHTarOHU-
ctuueckux 3pdexkroB. OHO 3aBUCUT HE TOJBKO OT MPOSIBIEHUS MUKpOOpra-
HU3MaMM OJIarONpMSITHBIX ISl XO3siIMHA TpU3HAKOB (Hampumep, N,-UKCU-
pylolIeid akTUBHOCTH), HO U OT B3aUMOIECWCTBUS CUMOMOHTOB C 3alllUTHBIMM
CUCTeMaMM pacTeHMI, KOHTPOJIMPYIOIIMMU TOMEOCTa3 MX BHYTPEHHEH Cpebl.
IIneitoTponHbie CUMOMO3bI OCHOBaHbLI Ha OTPHULIATEbHBIX OOPATHBIX CBSI3SIX
MapTHEPOB, 00eCHeUYMBaIOIIMX CTAOMIBHOE COCYLIECTBOBAHUE PACTEHUI M MUK-
pOOpPraHU3MOB, a TakXke MX COAJJaHCMPOBAHHBINA MOJIMMOPGU3M MO MPpU3HAKAM
cumbuosa (11).

BzaumHas skcriyatauusi mapTHepoB — OoJiee clielMaiu3MpoBaHHaAs U
addexTrBHas dhopMa cUMOMO3a, OCHOBAaHHAsl Ha SKBUBAJIEHTHOM MeTabOIMye-
CKOM O0OMeHe pacTeHUId U MMKPOOPraHM3MOB, BKJIOYasi (popMHpOBaHME BCTped-
HBIX TIOTOKOB yriepoia M aszora (12, 13). bmarogapsi craHoOBIeHUIO Hagopra-
HU3MEHHBIX TyTell 0OMeHa BeIleCTB M SHEPIUM MeXIy MapTHepaMuy yCTaHaBIM-
BAIOTCS TOJIOXKUTEJbHbIE OOpaTHbIE CBSI3U: YeM OoJbliie MPoayKToB N,-(HK-
caluMy ToJIlyyaeT pacTeHHUE, TeM BbIlE aKTUBHOCTh (POTOCHHTE3a U TeM OOJIbliie
C-coenMHEeHMI OHO MOCTaBJSIET CBOMM MUKPOCUMOMOHTaM. BaxxHylo posb B 1mo-
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BoilieHMM CD MIpaloT ociablicHWe aHTaroHW3Ma IIapTHEepOB, HalpuMep, yrpara
MEeIJICHHOPACTYILIMMU PU300OUSIMU CUHTE3a PU300MOTOKCHHOB (14), 1 momudu-
Kallys CUTHAJIBHO-PELEHTOPHBIX KOMILIEKCOB, BKJIIOYasi 0Opa3oBaHUE PU300Ms-
My NF ¥ IOBepXHOCTHBIX ITOJIMCAXapHIOB, a TaKXkKe OeIKOB-3(P(hEKTOpOB, mepe-
JIABaeMbIX B PaCTUTEIbHbIC KIETKU Yepe3 CUCTEMBI CeKpelly TpeTbero Tvmna (15).

MexXBUIOBOM aJbIpyu3M — IJIyOOKO CIeLMalu3upoBaHHas (opMa
cuMOMO3a, OCHOBAaHHAs Ha YTpaTe XM3HECIIOCOOHOCTUM BHYTPUKIETOUYHBIMU
MMKPOCUMOMOHTaMU, MOIU(DULIIMPOBAHHBIMU IS BBIIIOJHEHMS IIOJIC3HBIX XO-
3IMHY (PYHKIUI, HAIpuMep OakTepoumaMu pU300Mii, pa3BUBAIOIIMMM aHO-
MaJIbHO BBICOKYIO HUTPOI€HA3HYI0 aKTHBHOCTh, YTO COIIPOBOXIACTCS <«OTKa-
30M» OT pa3MHoxeHMs. [lpy 3TOoM 0O6Iass IPUCIOCOOIEHHOCTh ITOITYJISILIMIA
MMKPOCUMOMOHTOB BO3pacTaeT Ojaromapsl TpPyIIIOBOMY (MEXIEMOBOMY, DPOJ-
CTBEHHOMY) OTOOpY B I10JIb3Y KJIOHOB-aJIbTPYUCTOB, O0JIaIAIONIMX ITOBBIILICHHOMI
CD (16). B mporecce 3BOTIOLNUM YBEIMYMBACTCS 1LIEJIOCTHOCTh CUMOMO3a, OCHO-
BaHHAasl HA YCTOMYMBBIX PETYJISITOPHBIX CBSI3SIX MEXIY MUKPOOHBIMM M PaCTH-
TEJbHBIMU KJIETKaMM KIIyOeHBKa, a TakKKe MeXIy KIyOeHbKaMU M Hal3eMHbIMU
opraHaMy pacTeHHI, B KOTOPHIX ocyliecTrisiercs dukcanust N, u CO,.

B Hamreit craThe mpeacTaBieHA SBOJIOIMOHHO OOOCHOBaHHAS CxeMa
KOHCTPYUPOBAaHUS BHICOKO3(P(EKTUBHBIX MUKPOOHO-PACTUTEIBHBIX CUMOMO30B.
OHa BKJIIOYAeT aKTMBALMIO 1IEJICBOII MeTaboIMUeCKOl (PYHKIMU CUMOMOHTOB B
COYCTAaHMH C IOBBIIICHHON CIIOCOOHOCTHIO KOHKYPHMPOBATh 3a MHOUIIMPOBAHUE
X03s€B; MPUAAHUE CUMOMOHTAM HOBBIX POCTCTHMYJIMPYIOIIMX (DYHKIIMI, KOTO-
pble 00eCIIeUMBAOT MIEPEKIIOYCHUE X0359€B Ha CUMOMOTPOGHOE pa3BUTHE; COLJIA-
COBaHHOE ITOBBILICHUE MOPGOMETPUUSCKUX U OMOXMMUYECKUX ITapaMeTpPOB pac-
TEHMIA TTOCPEICTBOM YCHIICHUSI «aJIbTPYUCTHUYECKIX» CBOMCTB MX CUMOVOHTOB.

1. IloBbleHHe HOMYIAUMOHHOW KOHKYpeHTOCcmocooHocTn (HKC) pu3odumii mpu u3-
MEHEHHUSX N'eHOB, KOHTPOJMPYIOIIUX PAHHHE CTaauu cumMOuo3a (17)

Buner Rhizobium P r Bospacranue
W Sinorhizobium ACTEHUSI-X035€Ba eHbI (UX IPOIYKTHI) HKC (%)
AMnaiudukanums TEHOB — NO3UTUBHBX peryastopos HKC

R. leguminosarum

bv. trifolii Trifolium pratense rosR (akTUBaTOp CHMHTE3a SK30MOINCAXaPUIOB) 41 — 69
S. meliloti Medicago sativa cmp-107 (ruapodoOHbIii GeJTOK C HEM3BECTHOM 40 — 51

dyHKuMeit)
S. meliloti M. sativa putA (IpOTMH-IeTHAPOreHa3a) 71 — 87
MuakxTuBammsgs TeHOB — HeratTuBHBX peryastopoB HKC

S. medicae M. truncatula, M. sativa  nolR (penipeccop nod-reHOB) 25 - 71
S. meliloti M. sativa SMb21195 (ABC-1iepeHOCYHK OJTMTOMENTUIOB) 57 — 85
S. meliloti M. truncatula, M. sativa  truB (HAO®-3aBrcumasi 1eruaporeHasa) 50 — 68
R. leguminosarum

bv. viciae Pisum sativum praR (penipeccop 06pa3oBaHUsI GUOTLIEHOK ) 10 — 90

Mpumeuanue. Bospacranne HKC omnpenensiin mpu cOBMECTHONW MHOKYJISILIMM PACTEHHIA TEHETMYECKH MO-
IUOUIIMPOBAHHBIMU U POIUTETbCKUMU 1TaMMamu (1:1).

KoHkypeHTHBIe mpollecChl. B3auMOBEIrOmHas KoomepalMsl MHK-
pPOOPraHMU3MOB M PACTeHU B CHUCTEMax MYTYaJIMCTHMYECKOTO CHMMOMO3a COIPO-
BOXIACTCS MHTEHCUBHOM KOHKYPEHIIVEH, MPOMCXOMSIIE KaK MEXIY B3aMMO-
JIEMCTBYIOIMMY IIapTHEpaMU, TaK W B IIOMY/ISILIMSIX Kaxaoro u3 Hux. Hambosee
JKECTKasl KOHKYPSHIIMSI HaOJII0maeTcs] MeXIy pa3HbIMM T€HOTUIIAMM CUMOMOH-
TOB NpY MHGULMPOBAHUH XO3sIeB. Y pHU300Uii CIIOCOOHOCTh KOHKYPHUPOBATh 3a
obpa3oBaHUe KIyOeHbKOB (HOOYJISILIMOHHAS KOHKYypeHTocmocooHocTh, HKC)
OIIpele/IsIeTCSl OOLIMPHONM CUCTEMOM cmp-TeHOB, BKIIOYAIOIIEH IMO3UTHUBHBIE U
HETaTUBHBIC PETYJIATOPhl PAHHUX CUMOMOTHYECKUX (DYHKIWM — y3HABAHUS XO-
351€B U CUTHAJIBHOTO B3aMMOIEUMCTBUS ¢ HUMHU, KOJIOHU3ALUKU pU3ocdepsl U pH-
30IL1aHbI, UHGULIMpoBaHUs KopHeit (17). X udyyeHue MO3BOJUIO MPEaIOXUTh
pa3HooOpa3Hble TeHeTHYeCKre mnoaxoibl K IoBbiueHuio HKC, Bkiouas am-
IIM(PUKALINIO O3UTUBHBIX PEryJISITOPOB 3TOr0 IIPM3HAKA M MHAKTMBAIIAIO €r0
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HeraTUBHBIX PETYJISITOPOB (Taba. 1), a Takxke COBMELIEHUE B OAHOM MMKPOOHOM
reHorure ¢akropoB Beicokoit CO n HKC.

Ha nosmHux ctamusx pa3BUTHUSI KIYOEHBKOB, CBSI3AHHBIX C MEPEXOAOM
pacTeHuili K CMMOMOTPO(HOMY NMUTAHUIO a30TOM, YCUJIMBACTCS KOHKYpPEHIIMS
MEXIy OaKTepUsSIMU M PacTUTEIbHBIMM KJIeTKaMM KIyOeHbKa 3a MpPOAYKTHI (ho-
TOCHHTE3a, KOTOpbIe MOCTYNAIOT M3 HAA3€MHBIX OPraHOB U HCIOJb3YIOTCS PU-
300MsIMU [IJ1s1 9HEproodecneyeHus: a30T(PUKCLIMKA U pa3MHOXEHUs. B aToi KOH-
KYpPEHLIMM MOTYT ObITh 3a1eliCTBOBaHbI (DAKTOPHI aHTArOHU3Ma MUKPOCUMOVOH-
TOB C XO3sieBaMM, BKJIIOUasi pM300MOTOKCHUHBI, Halpumep 2-aMuHO-4-(2-aMu-
HO-3-TUAPOIPOIIOKCH)-TPaHC-3-€HOMKOBYIO KMCJIOTY, 00pa3yeMyl0 3BOJIIOLIM-
OHHO MNPUMUTUBHBIMU MEIJICHHOPACTYILIUMU CUMOUOHTaMU Bradyrhizobium el-
kanii, a Takxe 6enKu-3(GEKTOpHI, NepeaaBaeMble 0OaKTEPUSIMU B PaCTUTEIbHbIE
KJIETKU 4Yepe3 cucTeMbl cekpeuuu Tpetbero tumna (CC3T).

OTu (dakTophl, XapakKTepHble IS MPUMUTUBHBIX (OpM CUMOMO3a, IO
Mepe MOBBILICHUS ero 3(pHeKTUBHOCTU SBOJIOLUOHUPYIOT B CTOPOHY CMSITye-
HUs maToreHHBIX 3¢ ¢ekToB. Tak, B 3BOMIOUUU MEIJEHHOPACTYILIMX PU300UI
MPOMCXOIWIa yTpaTa CHHTe3a PU30OMOTOKCHMHOB, KOTOpas COIPOBOXKIAIAChH
noBbilIeHHueM Njy-(pUKCcUpyoleil aKTUBHOCTU KiyOoeHbKOB (14). MHble 3aKko-
HOMEpHOCTU xapakTepHbl 1151 aBomouuu CC3T, koTopble B mpoliecce ITUBEp-
cupuKauum pu300Uil YCIOXHSIUCH U Y ObICTpOpacTyluuXx pu3oouii (Rhizobium,
Sinorhizobium) npuobpenn (GYHKIUU OOMOJHUTEIBHBIX MO OTHolIeHUI0 K NF
peryasTopoB Xxo3stiickoi crietmguuHoctu (15). Bonee Toro, B 3BOJIOLMOHHO
MPOABUHYTHIX 0000BO-pU300MAIBbHBIX CHMMOMO3ax (baKTOpbhl aHTAarOHM3Ma MC-
MOJIB3YIOTCS /11 TOBBIIIeHUST 3(PHEeKTUBHOCTU Koormepaluy napTHepoB. Hampu-
Mmep, Ooratble LUcTenHOM NCR-0e1ku 000OBBIX TajeroMIHOrO KOMILIEKCA,
CXOIHBIE C (haKTOpaMU 3allIMThl PACTEHUM OT maToreHoB (AedeH3MHAMM), CIy-
KaT UHAYKTOpaMu Au¢GepeHINPOBKU d9HAOCUMOMOTUYECKUX KIETOK Rhizobium
u Sinorhizobium B HecOCOOHBIE K pPa3MHOXEHUIO OakTepounbl, oOJamaloliue
Ype3BbIUYATHO BBICOKOM HUTPOreHa3HOM aKTMBHOCTHIO (18).

CumbuorpocdHoe pas3BuTtue pacTeHUi. [loNbITKM KOHCTPYM-
pOBaHHUS IUTAMMOB pMU300Mii ¢ mMOBBIIEHHON CD mokazaau, 4YTO YCUJICHME
TOJIBKO OfHOI ueneBoit ¢yHKUUU (Np-puKcaunm) BHI3bIBAET OTrpaHUYEHHBIN
3 deKT: peKOMOMHAHTBI PU300Mii NMoUepHBl (Sinorhizobium meliloti) ¢ TOBBI-
LIeHHBIM (0T 1 10 2-5) YucaoM KOMUI T'€HOB, KOHTPOJIUPYIOLIUX CUHTE3 HUT-
poreHasbl (nif) 1 cHabXeHUE OAKTepPOUAOB AMKAPOOHOBLIMU KHUcIOTamMu (dct),
ob6ecneunBaior 70-80 % npubaBKU IT0 HAKOIUICHMIO a30Ta B PACTEHMSIX, OMHAKO
HUX Macca BoapacTtaeT Juilb Ha 15-20 % (19). Dra muchnporopius, IT0-BUIK-
MOMY, CBsI3aHa C TeM, YTO PAaCTUTEJIbHbIE U MUKPOOHBIE KJIETKU KOHKYPUPYIOT
3a YIJIeBOIbI, HEOOXOAUMbBIE ISl SHEProodecreyeHus] HUTPOreHa3HOM peaKiuy
U I acCCUMWISILMU ee MpoAaykToB. IIpu ycuiieHMM KOHKYPEHLMHU MapTHEPOB
3a yIJIepoJ BO3MOXKHO 3aMellJIeHHWe OTTOKAa a30THBIX COCOMHEHWI B Haa3eMHbIe
opranbl. OgHaKoO Takas KOHKYpPEHLMS MOXET ObITh OrpaHMYeHa IOCPEeICTBOM
CO3/IaHUs LITAaMMOB PU300UIA, CTUMYJIMPYIOIIUX PAa3BUTHE MOOETOBLIX MEPUCTEM
Omarogapst cuHTe3y (UTOropMoHoB uau BuTamMuHOB (20). IIpu 3TOM BO3pacraer
COOTHOLLIEHUE MEXAY [UIMHOM M Maccoil MOOEeroB U KOpHIMU (M3MEHSIeTCsl Tabu-
TyC pacTeHMUii), YTO MPUBOAUT K Hauboee MOJHOMY MCIOJb30BAHUIO PACTEHUSI-
MU (PUMKCHUPYEMOIO a30Ta, a TakKe IPEeoAOoJIEHUI0 MeTaboIMyecKoro aucoaiaHca
CUMOMOCHCTEMBI, KOTODBI OMpeaesseTcsl IepepacXoJoM BSHEPrMU B CBSI3U C
ycuieHueM Ny-(QUKCUPYIOIIeil aKTUBHOCTH.

B sBomouuu 6000BO-pHU300MaIbBHOTO CUMOMO3a MoBbIIeHUe CD mo-
cturajgoch AByMms1 crocobamu (1): pe3kum Bo3pacTaHueM N,-(UKCUPYIOLIEH
aKTUBHOCTM OakTepuii, MpeoOpa3yeMbIX B HEXM3HECIOCOOHBIE OaKTEPOUIbI,
YTO XapaKTEepHO MJISI MUKPOCMMOMOHTOB OOOOBBIX TaJIETOMAHOIO KOMILIEKCA
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(Bxirouast Tpubbl Galegae, Trifolieae n Vicieae), 1 TepexomoM pacTeHUI K je-
TEPMUHUPOBAHHOM CTPYKTYpe KIyOEHbKOB, TUIMYHOW [JIs1 TpuO Loteae u
Phaseoleae (B 2TOM ciyyae GakTepOMIbl COXPAHSIOT CIIOCOOHOCTb K Pa3MHOXKe-
HUIO U TI0CJI€ OTMUPAHUST KITYOeHBKOB MEPeXOAsT B COCTaB MOYBEHHBIX MOMYJISI-
uuit). Peanuzanusi BToporo («3KOHOMHOTO») criocoba obecrieumsiia CylecTBEeH-
HO€ CHIDKEHME DHEProeMKOCTM CMMOUo3a, a B Tpube Phaseoleae — Taxxe nu-
BepcudUKalMIO MyTeil YCBOEHUS (DMKCHPOBAHHOIO M IMOYBEHHOIO azora. DTa
nuBepcudurKalus CBsI3aHa ¢ TeM, YTO B KiIyOeHbKax acoyiv U cou (UKCUPO-
BaHHBIN a30T BKJIIOYAETCS B COCTaB OCOOBIX TPAHCIIOPTHBLIX (DOPM — ypeunIoB
(amaHTOMHA M aJUIAHTOMHOBOU KUCJOThI), KOTOphIE IMepeaaloTcs B Haa3eMHbIe
OpraHbl, MO3BOJISII PACTEHUSIM COYeTaTb CUMOUOTPOGHOE U aBTOTpoGHOE a30T-
Hoe muTaHue. B To e Bpems Mpu peajv3aliiu IepBOro («3aTpaTHOro») CIoco-
0a cuMOUOTpOHOE MUTAHUE OTPAaHUYEHO, TTOCKOJbKY B KIYOEHbKAX JIIOLEPHEI,
ropoxa u KjeBepa TPaHCIOPTHLIMU (hOpMaMH a30Ta CIyXaT Te Xe aMUbl, KO-
TOpble 00Pa3yIOTCS MPU YCBOSHUM a30THBIX YIOOPEHUIA.

B cBs3u ¢ 3TUM OINHUM M3 HaIpaBJieHU KOHCTPYMPOBAHUS CUMOMO-
TPpOMHBIX pacTeHUI MOXKET ObITh COBMEILEHUE AeTePMUHUPOBAHHON CTPYKTYPHI
KJIYyOeHBKOB CO CIIOCOOHOCTBIO aKTUBMPOBaTh AvGdepeHLIMPOBKY PU300UIl B
HeXu3HecrnocoOHble OakTepouabl (21). Bo3MOXHOCTb TAKOro COBMEILIEHUST Obl-
Jla TToOKa3aHa B OIBITax IO MepeHOoCy OT OAHOJeTHel JouepHbl (Medicago trun-
catula) B nsaaseHel] snoHckuii (Lotus japonicus) reHa dfnl- 1, KOHTPOJIUPYIOLLETO
pa3BuUTHE OakTepouaoB. B pedynbrare MHTPOAYKLMU AUKOTO ajliessl 9TOro reHa
JISIABEHELl, COXPAaHUB JETEPMUHUPOBAHHYIO CTPYKTYPY KIYOEHBKOB, MpUOOpes
XapaKTEepHYIO IS JIIOLEPHBI CMIOCOOHOCTh (hOPMUPOBATh MOHOOAKTEepUAIbHBIC
CUMOMOCOMBI C TIOBBILIEHHON cTerneHblo auddepeHIpoBKy 6akTepouaos (18).

MexBuagoBoil anbTpyu3M. YTpaTa OakrepusiMu YHKUUIA CBOOO/I-
HOTO CYIIECTBOBAaHUSI — BaXKHEMIIMN (akTop MX mepexoga K MyTyalucTuye-
CKOMY B3aUMMOJAEMCTBUIO C pacTeHUssMU. Ha paHHMX 3Tamax 3BOJIOLMHU KITy-
OEHBLKOBOIO CMMOMO3a y MeMJIeHHOpACTYIIUX puszobuit (Bradyrhizobium) tipo-
usolia yrpara GororpodHocTH (oHa ObUTa (PYHKIIMOHAILHO 3aMellleHa CUCTe-
MOl KIIyOeHbKOOOpa30BaHUsI, 00eCHeUMBIIe OaKTepUsIM OOCTYIT K IMPOIYyKTaM
pacTtuteabHOro hOTOCHMHTE3a) U AMAa30TPOMHOCTHU (B CBI3U CO CIeLIMaTU3aliei
nif-reHoB K (YHKUMOHMpOBaHMUIO in planta) (22). Dra TeHASCHUMS MNOJIy4YWsa
pa3BUTHE Ha IMO3OHMX 3Tarax 3BOJIOLMK CUMOMO3a, KOrda Y ObICTPOPACTYIIUX
puzobuii (Rhizobium, Sinorhizobium) BO3HUKIIA CIIOCOOHOCTb K TpaHC(HOpMaLun
B HEXM3HECHOCOOHBIe OaKTepOuIbl, O0Jagaolre Ype3BblYaliHO BBICOKON Nj-
duxcupyloleii akTuBHOCTbI0. NCR-0enky pacTeHuii, CTUMYJIUPYIOLLIME BTy
TpaHchopmauuio (23), ceirpanu pojib KIOUYEBBIX (PaKTOPOB Mepexona IapTHe-
POB K aJIbTPYUCTUYECKUM OTHOIICHMSIM, KOTOpbIE MO Mepe IOBBILLIEHUS 1ie-
JIOCTHOCTM cMMOHO3a Tpeodpa3yloTcs M3 BHYTPUBMAOBOTO aJlalNTUBHOIO Mexa-
HU3Ma, OTPaHUYEHHOTO TOMYyJIlUUeil CUMOMOHTOB, B KOHTPOJUPYEMbI XO35U-
HOM «MEXBWIOBOU anbTpyusm» (16, 24).

B pamkax reHHO-MHXXEHEpPHBIX IpPOrpaMM yCWIeHHUE 3TOM TEeHIEeHLUH
MOXET ObITh JOCTUTHYTO MOCPEACTBOM MHAKTUBAIIMU eff-TeHOB pU300uii, ompe-
nensioinieid mopbllieHre CHO Omaromapst yrpaTte (PyHKIUI, KOTOpble HEOOXOmu-
MbI JUIS1 aBTOHOMHOTI'O BBIKMBaHUSI OaKTepUil B MOYBE, OAHAKO MHTepGhEPUPYIOT
¢ pa3ButueM 3¢ dekTuBHOro cuMmbuosza. K ux ymciay oTHOCUTCS CUHTE3 OakTe-
pMSIMU 3amlacHbIX MUTATEJbHBIX BELIECTB (KOHKYpPHpYET ¢ KaTaboJM3MOM IpO-
IYKTOB (DOTOCHMHTE3a, CHAOXalollero HMTPOTeHA3HbI KOMIUIEKC 3SHEprue),
YCBOGHUE <«HECUMOMOTUYECKUX» (HE YYACTBYIOIIMX B MUTAaHUU OaKTEPOUOOB)
WCTOYHUKOB yriepona (HampuMmep, caxapoB), a Takxke oOpa3oBaHUE MOBEPX-
HOCTHBIX KOMIIOHEHTOB MMKPOOHOI KJIETKM (2K30- U JIMIIONOJIMCAaXapuaoB),
KOTOpBbIE CHyKaT 3JIMCUTOPAaMU 3alLMTHBIX PeaklMil pacTeHWi, OrpaHU4YMBaIO-

468



IIUX pa3MHOXEHHe B3HAOCUMOMOHTOB (25). B cucreme S. meliloti—M. sativa
yIpaTa OGakTepusIMU 3TUX (PYHKIUI CONpPOBOXIACTCS COaJaHCHMPOBAHHBIM IIO-
BBIIICHMEM OMOMAcChl M HAKOIUICHMSI a30Ta y PacTeHMil, YTO CBUIETEIBCTBYET
00 ONTUMM3ALMKU COOTHOLICHUS X OMOXMMUYECKUX M MOp(POMETPUIeCKHX Ia-
paMeTpoOB. AKTYaJbHOCTh 3TOIO HAIIpaBJICHUS CUMOMOTMYECKON WHXKEHEPUU
OIIpeNe/IsICTCS TeM, YTO IIPU Pa3BUTUM OakKTepHWii B IOYBE OHM YacTO TEPSIOT
MPU3HAKK MYTyaju3Ma, OMHAKO COXPAHSIOT BUPYJCHTHOCTb U MEPEXOIAT K Ia-
pasUTUPOBaHUIO Ha pacTeHUsIx (26). OueBMIHO, YTO amaNTUBHBINA TTOTEHIAT
HaIBUIOBOI CHCTEMBI MOXKET OBITh IIOJIHOCTBIO PEaJM30BaH TOJBKO C HCITOJb-
30BaHMEM METOJIOB CMMOMOTUYECKONM MHXEHEPUU U arpOOMOTEXHOJIOIMH, KOTO-
pble TIO3BOJISIT IPEIOTBPAaTUTh YIpaTy OaKTepUsIMHU MPU3HAKOB MyTyalld3Ma, Ja-
CTO MPOUCXOISAIIYIO B CTPECCOBBIX YCIIOBHSIX.

[lepcnekTuBB CHMOMOTHMYECKMI HMHXeHepuu. PaccmorpeH-
HbIe ITOAXOABl K KOHCTPYMPOBAaHMIO BBICOKO3(MdeKTuBHEIX MPC Moryr OBITh
00beIVHEHBl B YHUBEPCAIbHBIM T€HHO-MHXEHEPHBIA aJTOPUTM CO CJICTYIOLIM-
MM COCTaBJISIIOIIMMU: YCWICHUE 1IeIeBbIX OMOXUMHUYECKMX (DYHKIMI CMMOMO03a;
HUX KOOpIWHALIMS ¢ POCTOBBIMU IIpolleccamu, obecredyrBaroliasi cuMOUOTpod-
HOE pa3BUTHE pACTCHUIM; CHIDKEHUE BBDKMBAEMOCTM MMKPOCMMOMOHTOB BO
BHEIIIHEH cpeme, obecreuynBaoliee Bo3pacTaHue 3P@(EKTUBHOCTH UX B3aMMO-
JIeficTBUS C X03deBaMU (pUC.).

A B B
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o : 50 ) 50 )
® E 404 40+ 60-
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o 401
£ 2 20 201
S g 104 10 201
o v

0 0- 0

e M N M N M N

OcHOBHbIE 3Tanbl KOHCTPYMPOBAHUS BbICOKOI()(EKTUBHBIX MHKDPOOHO-PACTHTEIbHBIX CHMOMO30B (Ha
npuvepe N;-dukcupyomero 6000B0-pu300MaTLHOT0 CUMOMO03a): A — TMOBBIIIEHUE HUTPOTEHA3HOM
aKTUBHOCTU OakTepuii, b — onTuMmusaumst rabuTtyca pacTeHuii-xo3seB, B — mHakTuBammst 6akre-
pUAIbHBIX TEHOB — HETaTHBHBIX PEryJsiTOpOB cuMOMo3a; M — Ham3eMHast Macca pacteHuid, N —
HaKOIJICHWe a30Ta B HaJ3eMHOMW Macce.

H3ydyeHue 6060BO-pr300MaIbHOIO CMMOMO3a MOKa3aja0, YTO IIePEeKIIIo-
yeHue OO0OOBBIX C aBTOTPOGHOro IMUTAHUS a30TOM (YCBOGHHUS YIOOpEeHUH M
a30THBIX COENMHEHUWI TMOYBBI) Ha CUMOUOTpoHOE NUTaHUE (AaCCUMUJISLMIO
nponykToB Nj-(pukcauuu) COIpsLKEHO C U3MEHEHHMEM OOIIEero rulaHa pa3BUTHUS
pacteHuil. Ilpyu MHOKYAALMM PU3OOMSIMM HX TaOUTYC MEHSIETCSI B IIOJIb3Y
HaA3eMHOM 4YacTU. DTO MOXKET ObITh CBSI3aHO C aKTUBallMel MUKPOCUMOUOHTA-
MM Pa3BUTHUS MOOETOBBIX MEPUCTEM JIMOO ¢ MHIMOMPOBAHUEM KOPHEBBIX MEpU-
CTeM, YTO MOBbIIIAET 3(PEKTUBHOCTh MCMHOJAb30BaHUS IMPOMYKTOB Nj-hrKca-
Uy ajs1 GopMUPOBAaHUS BereTaTUBHOM Macchl U ceMsiH (20).

IIpennoxeHHBI# HAMU AJITOPUTM CUMOMOTMYECKOW WHXEHEPUU MOXKET
ObITb MCIIOJb30BaH JUISI TIOBBILIEHUS] 3(h@MEKTUBHOCTU YX€ CYLIECTBYIOIIMX
¢opm MPC, ogHako nJi1 KOHCTPYUPOBAHUST HOBBIX CHUMOMO30B HEOOXOIUMBI
MPUHLUITMAIBHO WHbIE TMOAXOAbl. B HacTosiee BpeMsl ILIMPOKO OOCYXKIAeTcCs
co3naHue a3oT(HUKCUPYIOLIUX CUCTEM Yy HEOOOOBBIX (31aKOBBIX) KYJIBTYp, KOTO-
poe eiie 6osee 40 et Hazan ObLIO OMNpeaeaeHO B KaueCTBE MPUOPUTETHOM 3a-
JlauM TEeHEeTUYeCKOoil uHxXeHepuu pacteHuir (27). OmHAKO o0OKa3zalaoch, 4YTO
Hauboyiee MPOCTOM MyTh PELIEHMST ITOM 3aJayu, CBSI3aHHBI C MHTPOMYKIIMENH
TreHOB a30T¢UKCAIIMU B SAEpHbIE TEHOMBI PACTeHWM, HE ONTHMMAaJIEH: SKCIIpec-
cUsl OaKTepUaJIbHBIX Aif-TeHOB U (OPMUPOBAHMWE AKTMBHOW HUTPOIEHA3bl in
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planta 3aTpygHEHBI, IIOCKOJIBKY paboTa 3TOro ()epMeHTa 10 HEIOHSATHBIM IOKa
MNpUYMHAM HECOBMECTMMA ¢ METabOJIM3MOM 3yKapuoTUdecKoit kietku (27, 28).

2. ITomxompl 111 KOHCTPYHpPOBaHUs a30T(UKCcUpyonmx pacrenuii (27, 39)

DKCHepuMeHTalIbHOE
TTonxon JlocToMHCTBa OrpaHuyeHUS
000CHOBaHUE
Beenenue nif-renoB B CrabuibHoe HacienoBa- Hemocrarounoe (N,-dukcupytonime OTCYTCTBUE SKCIPECCUU nif-
sIIEPHBIE XPOMOCOMBI  HUE Mif-T€HOB 9YKapuOThl HEM3BECTHBI) reHoB (cuHTe3a HYHKIMO-
pacreHuit HAJIbHO aKTUBHOW HUTpOTE-

Ha3bl) B LIUTO30JI€ dYKapro-
TUYECKOW KJIETKU
Coznanne N)-bukcu- M3omnsuus HUTporeHassl [eHeTnueckoe poacTBo opraHeult 1 OrpaHMYeHHBIT 00beM U
PYIOIIMX OpPTaHeJl Ha OT IIUTO30JIs1 PACTUTENb- CBOOOAHOXUBYIINX N)-PUKCcaTOpOB HM3KAask CTaAOMIBLHOCTD Te-
OCHOBE MUTOXOH/IPUI HOM KJIETKU HOMOB OpTaHeJlt
WJIY TUTACTUT
Co3znanne He0000BbIX BO3MOXHOCTD UCTONBb- AKTHBAIMSI TOMOJIOTOB Sym-reHoB  HemomnHast aKkcnpeccus
(371aKOBBIX) PaCT€HMIi, 30BaTh roMoJioru Sym-  OakrepuanbHbIMU curHanamu (Nod- Sym-reHoB y HeO0OOBBIX
CIIOCOOHBIX (hDOPMHUPO- TEHOB, LIMPOKO pacrpo- ¢akropamu). OO0pa3oBaHue MpPU ACii- MPU MHOKYJISILIUU PU300OMSI-
BaTh N)-(DUKCUpPYIO- CTpaHEHHbIE Y BBICHIMX CTBUM 2,4-IUXJIOPPEHOKCUYKCYC- MM, HU3Kasl CTaOMIbHOCTD
1H1e KIYyOeHbKHU pacTeHuit HOI KucnoThl (2,4-D) ki1yGeHbKOIO- 00pa3yeMbIX MPU 3TOM
TOOHBIX CTPYKTYD, 3aCEISIeMbIX PU- CUMOMOTUYECKUX CTPYKTYP
3ochepHbIMU Nj-puKkcaTopamu
(Azospirillum)

Boiee peaaucTUYHBIM MPENCTABIISIETCS MCIIOIb30BAaHUE ITOAXOAO0B CHM-
OMOTEeHEeTHKM, BKJIIOYAsi BBEIACHME nif~-T€HOB B OpraHeUIbl PacTUTEIbHOM KIIeT-
K — MUTOXOHAPWM WIM IUIACTUABI, MHOTHE CBOOOMHOXMUBYIIME aHAJOTU KO-
TOpbIX (0-IPOTEO0AKTEpUM M LIMAHOOAKTEpHMM) CIIOCOOHBI K a30TdUKcaluu
(Tabn. 2). B MoaeabHBIX OIbITaX ObLIO MOKA3aHO, YTO (PYHKIIMOHALHO aKTUBHbBIC
OeJIKM-HUTPOreHA3bl MOIYT OBITh CHMHTE3UPOBAHBI B MUTOXOHIPUSIX IPOXCKE,
OIHAKO B MX LIMTO30JIe 3TU OEJIKM OCTAIOTCS HEaKTUBHBIMM JaXKe B TOM cliydae,
eCIM APOXKU KYJIbTMBUPYIOT B aHa3pOOHBIX YCJIOBUSX, OJIATONPUATHBIX IS
paboThl HUTpOTeHa3sl (Tabma. 3).

3. Obpa3zopanne (hyHKIHOHAILHO AKTHBHOI MaJioii cyObeauuuibl HuTporenasnl (Fe-
oenka NifH) B pekoMOMHaHTHBIX Apoxakax (40)

Jlokanuzauus cunre3a NifH B kietkax AKTUBHOCTh PEAYKLIMU

CH, | N,

Ko-cuHrte3upyemble Gelku

JIPOXKEM
MUTOXOHIPUN NifM 1600127 826%60
MutoxoHapun OTCyTCTBYIOT 0 0
Lwurozons (+ Oy) NifM 0 0
Lurozonb (- Oy) NifM 10212 0
KoHnrponbHble 6enku u3 Azotobacter vinelandii 1652423 849125

IIpumeyaHue. AKTUBHOCTb PENyKIIMM U3MEPsUIH in vitro B pacuere Ha 1 mr MoFe-6enka NifDK (6ombioit
cyOobenuHuIbl HUTporeHashl): i CoHy — mo obpasoBanuio stuneHa HM/muH, s Np — no o6pa3oBaHUIO
aMMOHMUSI, HM /MUH.

BaxHo OTMeTUTh, UTO CMMOMOCOMBI C OakTepouaamu, oOpasyeMble B
KITyOeHbKax OOOOBBIX M IIPEACTABISIONIME COOOM CTPYKTYPHO-(YHKIIMOHAIb-
HbI€ aHAJIOI'M MUTOXOHAPUI U TJIACTHUI, C KOTOPHIMUA CUMOMOCOMBI BCTYMAIOT B
TeCHbIe MeTabOJIMYeCKNe OTHOIICHMS, MOTYT pacCMaTPpMBATLCS KaK MPOTOTMIILI
HOBBIX KJIETOYHBIX OpraHesl — aMMoHuoIacToB (29). HavanbHble 3Tambl UX
BO3HUKHOBEHUS WJITIOCTPUPYIOT T€HETUYECKM pPeIylLiIMpOBaHHbIE ILIMaHOOaKTe-
puu Nostoc azollae — ctporo obauraTHbie CUMOMOHTHI maropoTHuka Azolla fil-
iculoides, nepegaBaeMble BEpTUKAJIbHO TIPU €T0 CIIopoBoM pasMmHoxkeHuu (30). B
cinyyae 6000BO-pHU300MATBLHOIO CMMOMO3a OMHUM U3 MOAXOJO0B IIJis BOBJICUEHUS
TaKMX OpraHesul B KJI€TOUYHBIMA LMK PaCTEeHUN MOXET OBbITh MX pereHeparius u3
KYJIBTYp KJIETOK, CoAepKalliX CUMOMOCOMBI ¢ OaKTEepOUIaMU.

Ewie ogHo mepcneKTUBHOE HarpaBiieHUe HUHXKeHepuu N,-(UKCUpPYIO-
1ero cuMbrosa — opMHUpOBaHUE Y HEOOOOBBIX PACTEHUI TeHETHMYECKUX IPo-
rpaMM pa3BUTHS KIYOEHBKOB. 151 3TOro MOTyT OBITh MCITOJIb30BaHbI TOMOJIOTH
Sym-reHoB 0000BbIX, MHOTME U3 KOTOphIX (reHbl LysM- u LRR-comepskaimx
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PELIENITOPOB) MMEIOTCSL Y BCEX BBICIIMX PACTEHUI W B OIpPEIeIeHHBIX YCIOBMSIX
aktuBupytorcst Nod-gakropamu puzobduii (31). ¥ 371aK0OBbIX KyAbTyp (IILIEHU-
LBl ¥ KyKypy3bl) IIOCPEICTBOM OOpPabOTKM aHAJIOIOM ayKCHMHa — 2,4-ITHUXJIOp-
¢deHoKcnykcycHoi kucnoroi (2,4-D) ymanoch MHAYLUUPOBaTh pa3BUTUE KITy-
OeHBKOMIOIOOHBIX CTPYKTYP, KOTOpHIE OKAa3aJMCh YOOOHBIMU HUIIAMU IS XO-
cTuHTa pu3ocepHBIX a30TduKcatopoB, Hampumep Azospirillum. Tlocenssich B
STUX <«IICeBIOKIYOCHbKAX», a30CIHPUJUIBI pa3BHUBAIOT ropaszao 0ojiee BBICOKYIO
HUTPOICHA3HYI0 aKTMBHOCTh, YeM Ha IIOBEPXHOCTU KOpHEH, a Takke 3dhdex-
TUBHO TIepeAaloT pacTeHUsIM NpoAayKThl Nj-dukcanum (32).

HanpHelilliee pa3BUTHE CUMOMOTUYECKONM WHXXEHEPUU MOXET OBITh CBSI-
3aHO C MCMHOJb30BaHMEM SHAO(PUTHBIX OakTepuii (33), B IEpBYIO oyepedb TeX,
KOTOphIE HACIEOyIOTCS pacTeHUsIMM uyepe3 ceMeHa (34). DToil cnoCOOHOCTBIO
obnamaloT Takxke 3HA0PUTHBIE TpUObl cemeiiTBa CrniopbiHbeBble (Neotyphodium),
CIIOCOOHBIC TTONABJIATh BpEeAUTEJICH 3¢pPHOBBIX KYJIBTYP IIOCPEICTBOM BBIPAOOTKU
TOKCUYHBIX ajKajaounoB (35). Iy cuMOMOTHYECKOM MHXEHEPUH IIPEACTABIISIOT
HHTepec B-npoTeobakTepun pona Burkholderia, BxIouamouiero (purornaToreH-
Hble U CUMOMOTHYECKUE, B TOM uucie N,-dukcupyromue, ¢opmbl. [TokazaHo,
YTO GMOKOHTPOJIb NAapa3sUTUIECKUX IITAMMOB B. glumae MOXeT OBITH OCYILECTB-
JIeH CUMOMOTUYECKUM IUTaMMOM Burkholderia sp. ¢ BBeAeHHBIM B HETO T€HOM
iiaA, KOTOPBI HapyllaeT 3KCIPECCHI0 T¢HOB BHUPYJICHTHOCTU IIATOICHA, OIIpe-
JIeNIIEMYI0 MEXaHU3MOM «4JyBCTBO KBOpyMa» (quorum sensing) (36). 3HaunTenb-
HbIM (PUTOCTUMYJIMPYIOIIMM IIOTCHLIMAJIOM O0JIAmaloT 3HAO(PUTBL JIUCTBEB —
SBOJIIOLIMOHHO MOJIOAAs IPYIIla CUMOMOTUYECKUX OaKTepHii, CLIOCOOHBIX CTUMY-
JUpoBaTh (POTOCUHTE3 U TOAABISITh Pa3BUTUE JMCTOBBIX IaroreHoB (37). Orpa-
HUYCHUsI, HaKJIaablBaeMble Ha SBOJIOLIMIO IepeurcieHHbIX TuiioB MPC ycio-
BUSIMM TIPUPOIAHBIX SKOCHCTEM, MOTYT OBITh IIPEOIOJICHBI C IIOMOIIbI0 METOIOB
TeHHOM M KJIETOYHOI MHXEHEPUU, CUMOUOTEHETUKMN U OuoTexHosoruu (38).

TakuMm oOpa3oM, B HACTOSIILEe BpeMsI HAKOIUIEHB! OOLIMPHEIC JaHHBIE O
TeHETUYECKOM KOHTPOJIe, MOJIEKY/IIPHOI OpraHM3aldi M MeXaHU3MaX 3BOJIO-
LMY MMKPOOHO-PACTUTEIBHBIX CUMOMO30B, YTO MO3BOJIIET (POPMUPOBATh IeHE-
TUYECKU OOOCHOBAHHBIE IIPOTPAMMBI MX KOHCTPYUPOBAaHMS UL agalTUBHOIO
3eMIedeNIds. MU PaCTEHUEBOACTBA. DTO ITO3BOJUT 3aMEHUTh 3KOJOTMYECKU OIlac-
HbIe arpoXuMUKaThl (YIOOpeHMs, CPeICTBa 3alllUThl PACTEHMII) COBEPIICHHO
Oe3omacHBIMKA M Topa3mo OoJiee IeIIeBHIMU MUKPOOHBIMHM Iipermapatamu. Co-
3IaHUE XO3SMCTBEHHO LIEHHBIX MUKPOOHO-PACTUTEIbHBIX CUMOMO30B BKJIIOYAET
IIBE 3aa4M: TeHETUIECKOe YIyYllleHue CUMMOMO30B, C(hOPMHUPOBABILMXCSI B IIPO-
lecce IMPUPOIHOM KOSBOJIOLMM MMKPOOOB M PAaCTEHMiIl, 1 KOHCTPYUPOBAHUE
MPUHLIUIMAIBHO HOBBIX CHUMOMO30B. YCIICIIHOE pPa3BUTHE CUMOMOTHYECKOI
MHXEeHepHUM TpeOyeT IIMPOKOM KOOIMepalyy CIeIUAINCTOB pa3HOro npoduis u
OCTaeTcs OMHOM 13 HanboJiee aKTyaJdbHBIX 3aa4 COBPEMEHHOI arpoOMOJIOTUH.

DI'FHY Bcepoccuiickuti HUH ceavckoxozsaiicmeeHHOU ITlocmynuna é pedakuyuro
MUKpOOUOAO2UL, & Hosbpsa 2017 eoda
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Abstract

Microbe-plant symbioses have a great role in development and evolution of plants provid-
ing their mineral (nitrogenous, phosphorous) nutrition, resistance to pathogens and phytophagans
and the developmental regulation under stress conditions (R.J. Rodriguez et al., 2009). Construction
of the highly efficient symbioses should be based on the knowledge on pathways and mechanisms of
partners’ coevolution occurring in the natural ecosystems and agrocenoses. Using the model of N-
fixing legume-rhizobia symbiosis we show that three major stages of its evolution should be simulated
using the methods of symbiotic engineering. It should be aimed at: (i) optimization of partners’ ex-
change by C- and N-compounds; (ii) suppression of partners’ competition for nutrients and energy
obtained from the environment; (iii) activation of partners’ altruistic interactions based on the de-
crease of microsymbiont survival, for example, development of non-reproducible bacteroids by rhizo-
bia. The first approach may be achieved by an increased assimilation by bacteria of the plant-
delivered dicarboxylic acids required for the bacteroid nutrition. It is based on the generation of rhi-
zobia recombinants containing the amplified copies of nif and dct genes encoding for the synthesis
and energy supply of nitrogenase. However, this approach is limited by disbalancing the biochemical
and developmental processes: a significant (by 70-80 %) increase in N-fixing activity is accompa-
nied by a limited increase of plant biomass (by 15-20 %). This limitation can be overcome via con-
struction of bacterial strains optimizing the plant development using the biologically active substances
(phytohormones, vitamins, lumichrome) ensuring a complete involvement of N, fixation products in
the yield formation. The second approach may be implemented by improving the ability of commer-
cial rhizobia genotypes to compete for inoculation of host plants with the aboriginal strains which
possess a high virulence combined with a low N,-fixing activity. Realization of this approach is based
on inactivation of genes regulating negatively the early stages of symbiosis development and on the
amplification of genes regulating this development positively. The third approach may be realized via
manipulations with the rhizobia eff genes identified using Tn5 mutants selected directly in fast-
growing alfalfa rhizobia (Sinorhizobium meliloti) for an increased symbiotic efficiency, i.e. the impact
of bacteria on the plant yield. This increase is achieved by knockout of the functions required for
autonomous (ex planta) bacteria survival in soil but interfering with the symbiotic cooperation. These
functions include synthesis of storage compounds (poly-B-hydroxybutyrate, glycogen), assimilation of
«non-symbiotic» (not involved in the nutrition bacteroid) carbon sources (sugars) and formation of
the cell surface components inducing the host defense responses (lipo- and exopolysaccharides).
Prospects for the further increasing the input of «biological» nitrogen in crop nutrition are associated
with establishing the nodular symbiosis in the non-legume (e.g., cereal) plants. The relevant ap-
proaches include establishment of the plant ability to form N,-fixing nodules based on modifications
of homologs of legume Sym genes (G. Oldroyd et al., 2014), introduction of nif genes into mito-
chondria or plastids which originated from N,-fixing bacteria during symbiogenes of eukaryotic cell
(G. Lypez-Torrejyn et al., 2016), and the construction of novel N,-fixing cellular organelles (am-
monioplasts) providing the optimal conditions for the nitrogenase synthesis and operation.

Keywords: microbial-plant interactions, biological N, fixation, nodule bacteria, genetic
construction, symbiotic engineering, cellular organelles, symbiotrophic plant nutrition, sustainable
crop production.
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