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% [IposiB/ieHne KOJMIECTBEHHBIX IPU3HAKOB, XapaKTePU3YIOIIHX CHMOHO03 KJIyGEeHbKOBBIX OaKTepHil (pu3o6Hil) ¢ 6060BbIMU pacTe-
HUSIMU, CBSI3aHO C JIEHCTBHEM 3BOJIIOLIMOHHO CJIOXKHMBILIMXCS MOJHUTEHHBIX CUCTEM, KOTOPbIE KOHTPOJIMPYIOT CUMOMOTHYECKYIO 3(heK-
THBHOCTb (C3) (BJIMsSHHE MHOKYJSLMK HA NMPOJYKTHBHOCTb PACTEHHI) U HOAYJSLMOHHYIO KOHKypeHTocrnocoGHocTh (HKC) (dop-
MHUpOBaHHe OaKTePUsIMH KJIYOGEeHbKOB B YCJOBHSIX CMeLIAaHHOH HHOKYJsiK). OnTHMH3aLus GaslaHca MO3HTHBHBIX H HEraTHBHbBIX
peryasaTopoB 3(pPeKTHBHOrO CHMOHO03a, HarpaBJeHHas! Ha MOBbILIEHHE aKTHBHOCTH HUTPOTEHA3bl U MAKCHMAJILHO MOJIHOE BOBJIE-
YeHHe MPOJYKTOB ee JIeHCTBHS B MeTab0o/IM3M PACTeHHI, O3BOJISIET CO3aBaTh LITAMMbI PU300HH ¢ BLICOKAM YPOBHEM TIPOSIBJIEHHST
C3 u HKC. MHakTHBalysi reHOB — HEeraTHBHBIX PEryJIiTOPOB CUMOHO3a — 4aCTO COMPOBOMIAETCS CHHXKEHHEM BbIKUBAEMOCTH
pU300OHIt MpH IEHCTBHH 31a(pHUECKIX CTPECCOB, OHAKO o0ecreurBaeT cGasaHCHPOBaHHOE MOBbILIeHHe GHOMACCh PACTEHHH 1 Ha-
KOTJIeHHe B HUX a30Ta. DTO MOBbILIeHHe TpeOyeT B3aUMOJEHCTBHSI PU30OUH C reHEeTHIECKH CKOHCTPYHPOBAHHBIMH COPTaMH 6060-
BbIX, KOTOpble OTOHPAIOT U3 MOUBbI aKTHBHO (huKcupylotne N,-1ITaMMbl, a TakKe 00ecreuuBaloT UX H30HpaTeslbHoe Pa3MHOKeHHe
B KiyGeHbKax. Coznanue BICOKO3(hEKTHBHBIX 6000BO-PH300HABHBIX CHCTEM JIOJIZKHO Ga3HPOBATLCS HA KOOPAMHHPOBAHHBIX MO-
JUUKALHAX MEXaHH3MOB KOHTPOJISE HaJl pa3BUTHEM CHMOHO03a CO CTOPOHBI GaKTepuil 1 pacTeHuH, 06eCcreunBaroLIUX MoIeprKaHe
N, -ukcupyromeii soubl Kiy6enbka u cuntes NCR-6eskoB, aktupipyrouyx auddepeHIuposKy 6akTepouIoB.

% KatoueBble c10Ba: MUKPOOHO-PACTHTE/IbHbIE B3AHMOLEHCTBYS; KlyOeHbKOBbIe GaKkTepuu (pU300HH ); 6000BbIE PACTEHHS; CHM-
Guorudeckast N,-(uKcalus; NO3UTHBHbBIE W HEraTHBHbIE PEryJsTOpbl CHMOMO3a; CHIHaJ/bHbIE B3aHMOJICHCTBHSI; CHCTeMHasl pery-
JIAILMSL Pa3BUTHSL KiIyOEHBKOB; 9BOJIIOLMS CUMOM03a; MeHEeTHYECKOe KOHCTPYHPOBaHHE.
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% Expression of quantitative traits characterizing the N,-fixing symbiosis of nodule bacteria and leguminous plants is associated
with operation of the evolutionary derived polygenic systems controlling the symbiotic efficiency (SE) (impact of inoculation on the
plant productivity) and nodulation competitiveness (NC) (formation of nodules by rhizobia under mixed inoculation). Optimiza-
tion of balance between positive and negative symbiotic regulators aimed at an increase of nitrogenase activity and at a complete
allocation of its products into the plant metabolism provides the generation of rhizobia strains with high SE and NC. Inactivation
of the negative symbiotic regulators often results in a decreased survival of rhizobia under the edaphic stresses but is responsible
for a balanced increase of plant biomass and N accumulation. Improvement of symbiotic activity is to be based on the complemen-
tary interactions of microorganisms with the genetically engineered plant cultivars which are able for selection from soil of actively
fixing N, rhizobia strains and for their preferential multiplication in nodules. Construction of highly effective microbe-plant systems
should be based on modifications of mechanisms controlling symbiosis development from the plant and bacterial sides providing the
maintenance of N,-fixing zone in nodules and synthesis of NCR proteins activating the bacteroid differentiation.

% Keywords: microbe-plant interactions; nodule bacteria (rhizobia); leguminous plants; symbiotic nitrogen fixation; positive
and negative regulators of symbiosis; signal interactions; systemic regulation of nodule development; evolution of symbiosis;
genetic engineering.

BBEEHUE ¢ 6060BBIMH pACTEHUSIMH, — OCHOBHOH HMCTOUHHK «OHO-
Cumbunotnueckas  N,-ukcauusi, — ocyliecTBjasgemasi — JIOPHYECKOr0» a3oTa, ONPeAeAIOLIMI BbICOKYIO MPOIyK-
NpU B3aUMOJIEHCTBUU KJIyOEHbKOBBIX GaKkTepuil (pH300Hil) THBHOCTb W 9KOJOTHUECKYD 6e30MacHOCTh arpoleHO30B
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npu JeuiuTe TPOhUIECKUX pecypcoB mouBbl. HeemoTps
Ha XOPOUIYI0 F€HETHYECKYI H3Y4eHHOCTh OOOO0BO-PH300HU-
a/JIbHOro CUMOMO03a, 3HAHHSl O MeXaHH3Max JAeTepMHHALUHU
ero 3(PQEeKTUBHOCTH MaJi0 HCIMOJb3YIOTCS /IS KOHCTPYH-
POBaHUsA XO3AHCTBEHHO LeHHbIX N, -(PUKCHPYIOLIMX CHCTEM.
DTO CBSI3aHO CO CJOXKHOCTBIO KOHTPOJIST KOJTMUECTBEHHBIX
[PU3HAKOB CHMOMO03a, KOTOpble ONpelessioTest GOJbLIMM
4uCIOM  (PYHKIHOHAJBHO ~Pa3HOPOAHBIX OaKTepHaJbHBIX
reHOB, a TaKXKe 3aBHCAT OT TeHETHUECKH MOJUMOPQHBIX
pacTeHH-X0351eB U OT LUMPOKOr0 KOMILIEKCA HEKOHTPOJIH-
pYEMbIX 3KOJIOTHUEeCKHX (hakTopos [1].

HauGonee wusyyennbivu yuyactuukamu  N,-dukcnpy-
IOLLEr0 CUMOMO03a ABJAIOTCA PHU30OMH — 4YpPEe3BbIYAMHO
BaxKHasl YISl [IPAKTHKK IPyIIa MHKPOOPraHU3MOB: MacLLTa-
Obl MX MCIOJ/b30BaHUS UCUMC/IAIOTCS COTHAMH MHJIJIHOHOB
reKTapoB, a KOJHYECTBO €KEroJHO [10CTYNAlOLUX B MOYBY
GakTepuasbHbiX KaeToK cocrasjsier 109—10%" [2]. B ua-
LIed CTaTbe PACCMOTPEH TEHETHMYECKMH KOHTPOJIb XO351H-
CTBEHHO LICHHBIX MPU3HAKOB PU30OUH — CHUMOHOTHYECKOH
stpdpextuBHocTH (CI) (BAMSHHE HA MPOJYKTHBHOCTH pacTe-
HUH) M HOJYJALUMOHHONH KoHKypeHTocnocoOHocTH (HKC)
(crocoGHOCTL (hOPMUPOBATH KIYOEHbKH MPH CMellaHHOM
VHOKYJISILMH  PACTEHHIl MPOU3BOACTBEHHLIMH M MECTHbI-
mMu 1uTaMmamiu). TlposiBienne 3THX TMPU3HAKOB 3aBHUCHT
OT B3aMMOJIEHCTBUA PHU300MI C TE€HHBIMM CHCTEMAMH pa-
CTEHWH, OMNpEeNeJIAIIIMMH XOCTHHT OaKTepHUil Ha paHHMX
CTaausIX CUMOM03a U MAKCUMaJIbHO [OJIHOE HUCIIOJb30BaHUe
nponykToB N,-ukcauuu Ha ero nosanux craausx. Ilpen-
JIO?KEHHbIE TOJIXO/IbI JUIsT KOHCTPYHPOBAHHST BBICOKO3(heK-
THBHBIX CHMOHO30B OCHOBAHbI Ha COTVIACOBAHHBIX MOAH(DH-
KALMSIX CHCTEM HX [O3UTHBHON W HEraTHBHOH peryJisiLuu
CO CTOPOHb! GAKTepUH, a TakKe MEeXaHH3MOB MX KOHTPOJIS
CO CTOPOHbI PACTEHUI-XO035EB.

JBOJIOUMOHHO-TEHETUYECKWE OCHOBbI
JOOEKTNBHOI0 CNUMBUO3A

KoncTpynpoBaHue arpoHOMHYECKH LEHHBIX MHUKPOGHO-
pacTUTEeJbHBIX cuMOHO030B JIOJI2ZKHO 6a3l/lpOBaTbCﬂ Ha 3HaHUH
3aKOHOMEPHOCTEH W MEXaHU3MOB HX MPUPOAHOH 3BOJIIOLMH,
M3YUeHHI0 KOTOpOH B HACTOsilllee BpeMsi YieJsieTcsi MpH-
crajbHoe BHUMaHue [1]. B ocHoBe 6060B0-pu30GHaIBbHO-
ro cMMOMO3a JIEXKUT conpsikenue npoueccos N, -dukcaumu
1 (boTocHHTE3a, CBsI3aHHOE C (POPMHPOBAHHEM TMapTHepa-
Mi oObeauHenHol cuctembl C/N-meraGonuama [3]. Ee
SBOJIIOLMA  Havyajach C TOSIBJIEHHEM MEIEHHOPACTYLIHX
pusobuit (Bradyrhizobium), KoTopble COXpaHWJIH Xapak-
TepHyl0 Ui MpenKoBbIx  dopm  (Rhodopseudomonas)
CrocoGHOCTb K (POTOCHHTE3Y, a TakkKe K HCIOJb30BAHHIO
nponyktoB N,-pukcalun st coOCTBEHHOro nutanus [4].
Anuecrpanbhble witammbl Bradyrhizobium He mMoryT CHH-
TE3UPOBATb CHUTrHaJIbHbIE JIUTIO-XUTO-OJIMTOCaxapuHbie
Nod-akropbl, XapakTepHble Jyisi JPyruX pPU300HHA: OHH
MPOHMKAIOT B PACTEHHsl Yyepe3 Pas3pbiBbl 3IHAEPMHCA, CTH-
MYJIUPYsl PA3BUTHE MPHMHUTHBHBIX IO CTPYKTYpe KiyOeHb-
KOB, B KOTOpbIX N,-(HKcHpylolme GaKTepuH COXpaHsoT

BHEKJIETOUHYIO JlOKasM3auuio. [lepexon K mnuranuio yrie-
POZIOM, MOCTABJSIEMBIM PACTEHUSIMH, ObLI CBSI3aH C YTPaTOH
pPU300USIMH COOCTBEHHOTO (DOTOCHHTE3a. DTO MPOUCXOIHUIO
napaiesbHo ¢ POPMUPOBAHUEM CHCTEMBI 110 -TEHOB, KOTO-
pele komupyioT cunte3 Nod-dakropos (NF), akTHBHpytOIINX
paHHHe CTaIuM CUMOH03a — 3aKJAAKy KITyOeHbKOBBIX MpPH-
MOp/IHEB 1 TIPOHUKHOBEHHE PH30OHH B pacTHTE/bHBIE TKAHH.
Ipomouust NF 6bl1a 06yc/10BI€HA FeHOMHBIMH MEePeCcTpoH-
KaMM, a BO3MOXKHO, M TIpHOOpETeHHeM TeHOB CHHTE3a XH-
THHOBBIX BEIIECTB OT HEPOACTBEHHBIX PH300HSIM OpraHu3-
MOB — TpHUOOB JINGO PAMIOJIOKUTENbHBIX OAKTEpHit [5].

Wtorom sT0it 3BOJMOLMH CTAN0 (DOPMHPOBAHHE Y PH30-
Oufi  OOLIMPHOM  CHUCTEMbI  SYM-TEHOB,  BKJIOUAIOLIEH
nod-renbl (o6pazoBanue NF), nif-reHbl (CHHTE3 HUTPO-
reHasbl), fix- W dct-reHbl (perynsiiysi CHHTe3a HUTpOreHa-
3bl U 3HEpreTHYecKoe obecreyeHre ee akTHBHOCTH ). JlaHHble
reHbl MOTYT PACCMAaTPHBATHCSI B KAUECTBE TIO3UTHBHBIX Pery-
JsTopoB CJ, MOCKOJIbKY YCHJIEHHE HX AKTHBHOCTH OOBIYHO
MPUBOJIUT K MOBBILIEHHIO CKOPOCTH (PUKCALUH N,, a Taxxe
YBEJIMUEHHIO MACChl PACTEHWH, YHCIa CeMSIH W HAKOTJIEHHST
asora. Hanpumep, y pusobuii JiouepHnl (Sinorhizobium
meliloti) amnindukauus dct-reHoB (KOHTPOJMPYIOT TpaH-
CrIOPT B GaKTepOMbl AUKAPOOHOBBIX KMCJIOT — HCTOUHH-
KOB SHEpPrHH JUIsl HUTPOreHas3bl) M HEKOTOPBIX Aif-TeHoB
conpoBokaaetcst nosbienuem Ha 70—80 % HakorieHust
a30Ta B pacTeHHsIX, OJIHAKO MX Macca yBeJMUHBAETCS JIMIIb
Ha 15—20 % [6, 7]. [Tpeononenuio muctananca GHOXUMHYE-
CKHX M POCTOBBIX TTPOLIECCOB MOXKET CMOCOGCTBOBAThL CHHTES
pPU306HSIMH  POCTOCTHUMYJIHPYIOLINX BelIeCTB (BUTAMHHOB,
KO(aKTOPOB, JIIOMHXPOMA), KOTOpbIE€ MOBHIIAIOT COOTHO-
1eHHe GHOMACC HAA3EMHBIX M TIOJI3EMHBIX OPraHoB (OMTH-
MH3alMo radutyca) pacteHuid. O MepcreKTHBHOCTH 3TOTO
TMOJIXOJa TOBOPHUT aHaJM3 PA3BUTHST OAHOJETHEH JIOLEPHbI
Medicago truncatula, wHOKYnMpOBaHHOH 3(PEKTHBHBIMHU
wTamMmmamu S. meliloti B yCJIOBHSIX COJIEBOTO cTpecca: ObLIo
MOKa3aHo, UTo rabUTyC pacTeHHil TecHo cBsizan ¢ CD [8].
CnenoBaTenbHO, B OCHOBE Mepexofia pacTeHHil K CHMOHO-
TPO(HOMY MUTAHUIO A30TOM JIO/DKHA JieXKaTh MepecTporKa
PEryJIsiliii KOPHEBBIX H MOOETOBBIX MEPHCTEM, a TAKXKe ee
KOOPAMHALMS C PA3BUTHEM KJIyOEHBKOBBIX PUMOPJHEB, KO-
TOpast OMpeJIe/ISIeTCs] CHCTEMHBIMH (haKTOPaMH, BKJIIOUAsT pe -
ryasitoprble 6eki 1 MUKpo-PHK| a takxe duroropmonsi,
npojyliupyemble 060uMu naptHepamu (puc. 1) [9].

BaskHoe ycioBHe 3pdeKkTHBHOr0 cCHMOHM03a — YyCIell-
Hasl KOHKYPEHIHsl MPOU3BOJACTBEHHBIX MITAMMOB PHU300UH
C MECTHBIMH HITAMMAMH, KOTOpPbIE YCTOHYHBBI K JIOKAJb-
HBIM 31a(hUIeCKUM CTpeccaM H 0OBIMHO 06/1aaI0T BEICOKOH
BUPYJIEHTHOCTBIO B coueTaHuy ¢ HU3Ko# N, -ukcupyroniei
akTHBHOCTBbIO [11]. Ananus myrantoB pusdoOHil ¢ Hapy-
mwenussMun HKC nosBosns BBISIBUTE OOLIMPHYIO CHCTEMY
Cmp-TeHOB, YYaCTBYIOUIUX B KOHTPOJIE 3TOr0 MPHU3HAKA,
KOTOpbl€ OKa3a/JHCh JIOKAJIH30BAHHBI B Pa3HbIX PEMJIMKO-
Hax. MIx sKcrpeccust cBsizaHa ¢ TaKMMH aJIaNITHBHO 3HAUM-
MBIMH CBOHCTBAMH PHU300HUI, KaK CKOPOCTb PA3MHOXKEHHS,
HMCIOJIb30BAHNE PA3THUHBIX UCTOUHHKOB MUTAHHSI U IHEp-
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Puc. 1. Cucremnas perynsuus N,-dukcupylouiero cum61o3a 60608biM pactenueM (11o: [ 10], mogudunuposano). CK — UHTOKH-
nuubl; AUX — aykennbl; miR — mukpo-PHK; NSP2 n AP2 — tpanckpunuuonnsle peryastopsl; CLE — Gesiku rpynibl
CLAVATA, KoTOopble CHHTE3UPYIOTCS B KOPHSX MpH AelicTBUM G6akTepuanbibix Nod-cdakropos (NF) 1 Murpupyior B Haj-
semuble opranbl; LRR-RLK — peuenroprnogo6uas kuuasza, 6oratasi JefiLHHOBBIMH NoBTOpaMH. CTpeskH 0003HayaloT
AKTHBAIMIO, CUMBOJI = — penpeccrio coOTBETCTBYIOLIErO MPOILECca HIH PErYJsSTOPHOTO eMeHTa

THH, aHTMOHOTHUeCKast aKTHBHOCTb, afACOPOLHs Ha KOPHSX
1 CKOPOCTh 06pa3oBaHust kKnyGeHbKoB [ 12, 13]. KnacrepHoe
pacriosioXKeHue cmp-reHoB Ha xpomocome S. meliloti yka-
3bIBAET Ha TO, UTO 9TH T'e€Hbl, HECMOTPSI HA (PYHKIMOHAJb-
HYIO pa3HOPOAHOCTb, HMEIOT OOIIYI0 3BOJIOLHOHHYIO HCTO-
puio. OHa ocHOBaHA Ha COBMECTHOM MepeHOCe Crp-TeHOB
B MMKPOOHBIX TMOMYJISILUSX, @ TAKXKe Ha CrelHDUIHbIX 175
cumOm03a opmax orbopa, KOTopble AEHCTBYIOT Ha GaKTe-
pUH B CHCTEMax «pacrenue —mousa» [14].

Pesxoe noBbilienne CD ¢BsI3aHO ¢ Mepexoj oM pH306Hid
B (hOpMy BHYTPHUKJETOUHBIX OAKTEPOMIOB, HECTOCOOHBIX
K Pa3MHOXKEHHIO B MOYBE MOC/E BBIXOAA M3 OTMHPAIOLINX
K1yOeHbKOB. DTOT Mepexo] MPOUCXOAUT MO JeHCTBHEM
oOpagyembIx pacreHusiMd 1uctenHOorathix NCR-6eskos,
CXOJHBIX ¢ JedeH3HHAMH (Yy4acTBYIOT B 3alllUTe pacTe-
HUH OT pa3iMuHbIX MapasuToB), OJHAKO OAKTEPHH HMEIOT
1 coOCTBEHHbIE TeHbl, onpeesstone audepeHpoBKy

6akrepousioB, Harpumep bacA u minE [15]. TToBbiieHne
C3, conpsbKeHHOe C OTKA30M OaKTEepOMAOB OT aBTOHOM-
HOTO CYLIECTBOBAHHMS, MOXET paccMaTpPHBAThCH Kak Mpo-
SIBJICHHE MEXKBMJIOBOTO aJIbTPyH3Ma — CJIOXKHOH OopMbl
TPYIIOBOI ajanTalin, KoTopasi CBsid3aHa C TOBbILLIEHH-
€M LEJIOCTHOCTH HaJBMJI0BOI CHCTeMbl, NpeobpasyeMoit
B «xojo6uont» [16, 17]. Onnako pusobum COXpaHsIOT
1 CNocoGHOCThb K 3(h(EKTUBHON IKCIMIyaTallUH MOUBEHHBIX
HUII, KOTOpasi 0ObIYHO KOppesnupyeT co cHuxkeHHOH CI.
DTO Koppesisilifs ONpeJie/IsieTcsi HeraTHBHBIMH peryJisiTopa-
MH CHMOHO3a, KOTOpbIe Hapsily C €ro MO3WTHBHBIMH pery-
JIATOPAMH MOTYT ObIThb MCIOJIb30BaHbI /151 KOHCTPYHpPOBa-
HUSI XO35ICTBEHHO LIEHHbIX [ITAMMOB pU300uit (Tab.. 1).

HETATUBHBIE PETYNIATOPbI CUMBNO3A
[TepBble spaHHble O HaJUYMK Yy PHU30OWH HEraTHUBHBIX
peryaTopoB  cuMOHO03a ObWIM TOJy4eHbl IMyTEeM aHaJu-

Tabauya 1

[lo3uTuBHAA U HeraTUBHas peryJsius KOJMueCcTBEHHbIX MTPU3HAKOB CUMOMO03a Y KI1yO0eHbKOBbIX OaKTepuil

CBoJiCTBa reHHbIX CHCTEM

KosmyecTBeHHbIE MpHU3HaKNH cumbHo3a

9JIeKTPOHAMH U aHeprued (fix, dct)

Jlokasinsaiysi B reHome
KJ1aCTepoB
Axcnpeccust BHe CHMOHO3a

bakTepHil Cum6uoTHueckast 3ppeKTHBHOCTh | Honynsauponnast KOHKypeHTOCIOCOGHOCTh
[TosuTHBHBIE PETYJSATOPLI
DyHxMK Cunre3 HUTpPOreHaswl (1if), ee cHaGxKeHHe O6pasoBanyie MOBEPXHOCTHBIX H AHTHOHOTHUECKHX

B cocraBe KOMMaKTHBIX BHEXPOMOCOMHBIX

[TokasaHa Jiib 1715 HEKOTOPbIX FeHOB (dct )

(hakTOpoB, 06€CNEeUNBAIOLINX KOJOHH3ALNIO PU30Chepb
1 PU30TIaHbl, @ TAKXKE BUPYJEHTHOCTb H CTPECC-yCTO -
YUBOCTD

Bo Bcex perikonax, Ha Xxpomocome 06pasyloT He -
CKOJIBKO «PBIXJIBIX» KJACTEPOB

XapaxrepHa /711 60JIbILIMHCTBA FE€HOB
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Oxonuanue maoa. |

CBoJCTBa "eHHbIX CHCTEM

KosnuecTBeHHble MpH3HAKK CHMOMO03a

OaKkTepui

CumouoTHUeCcKast 3 PeKTHBHOCTD

HopnysiioHHast KOHKYpPEHTOCIIOCOOHOCTh

HeraTusHble perysastopbl

Oynkimu

pacxojloBaHKe sHepPriuu
Hucnepcuas
OO6bIYHO OTCYTCTBYET

Jlokasinzaius B reHome
JKenpeccus mpu cHMOH03e

CHHTE3 3aMmacHbIX MUTATEbHbIX BeLIeCTB
W 3allIMTHBIX TTOJIMCaXapua0B, SKOHOMHOE

Penpeccus cunreda Nod-daxropos (NF) u hopmu-
poBaHus1 GUOTIJIEHOK, OMPEAESIONMX YCTONUMBOCTD
K 91ahHuecKuM cTpeccam

Hucnepchas

Orpanunvena

3a MyTaHTOB C TMOBbILIEHHEM HHTEHCHBHOCTH N, -(HK-
cauun 00 yBeJMUeHHEM YHCIa M CKOPOCTH 00pasoBa-
Husi kiayGeHbKoB [18]. Cpenn HeraTtwBHBIX PETYJNATOPOB
KJyOeHbKOOOPA30BaHUS OHMM H3 TEPBBIX OblJ BbISBJICH
reH nolR, kotopblii OGsokupyet cuHte3 NF B oTcyTcTBHE
pacteHuii-xo3sieB. Tnd-MyTaHTbl O 3TOMY TeHy XapakTe-
pusytores nosbiieHneM HKC, kotopasi B yc/ioBHsIX cMe-
LIAHHOH MHOKYJISILIMM CO LITAaMMOM-TECTEPOM BO3pacTasa
¢ 20—25 % (pomurennckuii wramm) 10 70—75 % (myrant
no reny nolR) [19]. Eute 6onee peskoe Bospacranre HKC
(¢ 10 10 90 %) BbIsIBIEHO y MyTaHTa M0 reHy prak — He-
raTHBHOMY pery/iatopy o0pa3oBaHusi OHOMJIEHOK, OMpese-
JsitoleMy ajncopOimio 6akrepuit Ha KopHsx [20].

Jlanuble 0 HEraTMBHOH peryJsiliik MO3AHUX CTajui
cumMOHo3a OblJIM BIEpBble MOJyUYeHbl MPU aHajlu3e My-
TaHTOB ¢ MoBbIleHHOH C3, HHAYLIMPOBAHHBIX Y PH30OHIT
C TMOMOUIbIO (DU3MUECKHX M XUMHUYECKHX MyTareHoB [18],
a TakXKe TPAHCMO30HOBOro MyTareHesa [21]. Anamus KoJ-
gekuuu Tndb-myraHtoB, noJyueHHbXx y S. meliloti, no-
3BOJIMJl BBISIBUTb CEPHUIO eff-TeHOB, KOTOpble SBJSAIOTCS
anraronucramu C [22]. B uucno dyHKIMHA, KOAUPYEeMbIX
STHMH TEHaMM, BXOJIMUT YCBOEHHE «HECHMOMOTHUECKHX»
(He Hcrosb3yeMbX GaKTEPOUAAMH) MCTOYHMKOB TMHTAHHUS,
HarpuMep, TJIIOKO3bl: HapylleHHe ee acCUMMJISALNM CBsi3a-
HO C yTpaToil KaTabOJHUTHOH PeNnpeccuH, OrpaHUYUBaloLIeH
MOCTyIJIeHHE THKAPOOHOBBIX KUCJIOT U3 PACTUTENLHON 1M~
TOTUIa3Mbl B Gakrepouspl [23, 24].

Jpyroit  QyHKuHell HeraTWBHbIX peryastopoB CI
SIBJSIETCS KOHBEPCHS TMOJyuyaeMblX OT paCTeHHH yrje-
BOJOB B 3aracHble THTaTesbHblE BelllecTBa (MoJu-f-
THAPOKCHOYTUPAT, TJIMKOTEH), HapylleHHe KOTOPOH YXy/-
11aeT BbKMBAEMOCTb PH300MH B MOYBE, HO yJydllaeT
sHeprocHabkenre N,-pukcupyommx 6akreponnos [25].
Anasornunbiil 5(eKT BBI3BIBAET MOBLILIEHHE JbIXaTeNb-
HOH aKTHUBHOCTH red-mytaHToB S. meliloti, kotopbie, mo-
BUIMMOMY, YTPAUMBAIOT BAXKHYIO /ISl BbDKHBAHUS B MOUBE
CMOCOOHOCTh K 9KOHOMHOMY PAcXOJ0BaHHIO dHEpruu [26].
Kpome Toro, nosbitieHne CD MOKeT ObIThb pe3yJbTaToM
yTPaTbl MOBEPXHOCTHBIX KOMITOHEHTOB GAKTEPHil, KOTOPbIE
ONPENIeNIIOT UX YCTOHUMBOCTb K 31aUuecKuM (Temrepa-
TYPHBIM, OCMOTHYECKHMM) CTpeccaM, HO MpH B3aUMOJIEHCT-
BUH C PACTEHUSIMH OKA3bIBAIOTCS JUCHTOPAMH HMMYHHBIX
peakuuil, OrpaHU4YUBAIOLIMX PA3MHOXKEHHE PU30OUH B KJly-
OeHbKax [27, 28].

KOHTPOJIb 3®®EKTUBHOCTN CUMBUO3A PACTEHUEM

Pacrennsi-xo3sieBa HUrpaioT B OTNpeeJeHHH KOJHYECT-
BEHHBIX MTPU3HAKOB CHMOH03a He MeHee BayKHYIO POJib, UeM
MHKPOCHMOHOHTHI. [1o 1aHHBIM ABYX(haKTOPHOTO AMCTIEPCH-
OHHOTO aHa/M3a, BeCbMa 3HAUMMBIM A5 onpenenetus CD
SBJISIETCS HeaJJIMTHBHOE (crielurieckoe) B3aUMOJIEHCT-
BHM€ TeHOTHIOB MApTHEPOB: €ro BKJaA B oblllee BapbHUPO-
BaHHe TOKasaTesJell TMPOAYKTHBHOCTH HHOKYJHPOBAHHBIX
OaKTepUAMH paCTeHHH MaKCHUMaJieH TOT/a, KOrjaa 3Ta Mpo-
JIyKTHBHOCTb HanboJsiee Bbicoka [29].

Pacrennst, kak n 6akrepuu, KOHTpoaupyloT CO Ha IBYX
YPOBHSIX — WMHJIYKLHMH Pa3BHTHs KAYOeHbKOB M HX N, -(huK-
cUpyloLLell akTUBHOCTH. ¥ G0OOBBIX PAacTeHHI oOHapyxe-
Ha oOlIMpHAast CHCTeMa IeHOB CMMOM03a, KOTOpble Mojpas-
JeasI0oT Ha Sym-TeHbl (pelentiys MHKPOOHBIX CHTHAJIOB
M 3aK/naKa KayOeHbKOBBIX MPUMOPAMEB) U TeHbl HOMYJH-
HOB (TIOCTPOEHHE KJIETOUHBIX M TKAHEBBIX CTPYKTYP JJIsT XO-
CTHHIa CHMOHOHTOB, 00pa3oBaHue OObEJIMHEHHON CHCTEMDI
a30THO-yryiepoaHoro oomena) [1].

Onnnm w3 HauGosee BAKHBIX TPU3HAKOB, KOHTP-
OJIUPYeMbIX STHMH TeHaMH, SIBASIETCS MPEeITOUYTHTE b-
Hasl MHOKYJISILUST PACTEHHI OMpeeseHHBIMH  TeHOTHTAMH
puso6mii (Host preference, Hop), nposiBisiemasi npu cme-
IIAaHHOM ~ MH(HULMpoBaHnd. Anamus  aucdepeHInatbHOl
9KCIMPECCHH PACTHTEJIBHBIX T€HOB HAa PAHHUX CTAJUSIX CHM-
6no3a nokasaJs, uto npusHak Hop ceszan ¢ o6pazoBanuem
thnaBoHOMIHBEIX MHAYKTOPOB cuHTesa NF n ¢ ux pereniuei,
a TaKKe CO CKOPOCTBIO 3aK/IAJKH KITyOeHbKOBBIX MPUMOP/H-
eB [30]. Tensr, BrusitolMe HA STH TIPOLIECCHI, KOHTPOJHPYIOT
0TOOpP PACTEHUSIMU LLITAMMOB PHU300UH C BBICOKOH BHPYJICH-
THOCTBIO, KOTOpPast KOPPEJIHPYeT CO CTPYKTYpPOil nOd-reHoB,
HO He co cTpyKTypoili reHoB 16S pPHK [31]. B cBsizu ¢ stum
BIOJIHE PeaJIbHBbIM MPEICTABJACTCA CO3aHHE COPTOB 00060-
BbIX, MPOSIBJSAIONIMX BbicOKyto C3, Osaromapsi oTOpakoBKe
He huxcupytommx N, pusoOHii Ha paHHKX CTajUsIX CUMOHO3a.

Pesynbratel aMag/eNbHbIX  CKPEHIMBAHUE  TTOKa3alfH,
4TO HACJ/IeyeMOCTb NpH3Haka Hop y JiolepHbl XMeneBus-
Hoil (Medicago lupulina) nocTaTouHo BbICOKA JJIS TOTO,
4TOOBl B PACTHTEJbHBIX MOMYJSILUSIX MPOUCXOAUI OTOOP
Ha yCcHJieHHe 3Toro npusHaka [32]. OnHako B GOJIBIIMHCT-
Be cUMOMOTHYeCKHX cucTeM cBsi3b Hop 1 CD He BhIsIBAISIET-
Csl: MIPM CMELIaHHOM HH(UIHMPOBAHUH PACTEHHS] C PABHBIM
YCIIeXOM MHOKYJIHPYIOTCS! (PUKCUPYIOLIUMH U He (DUKCHPY-
towmnmu N, -rammamu puso6uit [33]. Heemorpst na sTo,
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B MPUPOAHBIX IKOCHCTEMAX 3IBOJIOLMS CHMOHO3a HArpas-
JieHa Ha mnoBbilieHHe CD, 4To CBSI3aHO C OBICTPbLIM pas-
MHOKeHHeM 3((eKTHBHBIX LITAMMOB pH306Hil in planta
Ha OCHOBE MPEAMOYTHTENbHOTO CHAGXKEHHST YTJeBOAAMH
akTHBHO (uKcupyomnx N, Ki1yOeHbKOB, a Takke MolaB-
JIEHHs PENpPOAYKUMH He (ukcupyomux N, «cHMOGHOHTOB-
0OMaHIIMKOB» C TOMOIIBIO 3alIUTHBIX peakiyil. Omnbl-
Thl C KyJbTHBUPOBAHHEM COH B 0€3a30THOH aTMocdepe
(80 % Ar+20 % O,) nokasa/iu, 4TO pacTeHHs DEe3KO
OTFPAHHUMBAIOT pPAa3MHOXKEHHe OakTepuil B KJyOeHbKaXx,
M3 KOTOPBIX He nocTynaioT npoaykthl N,-chukcanun [34].

Onrumusanust CHCTEMHOTO KOHTPOJIST CHMOH03a, KOTO-
pbli oOecneynBaeT KOOPAHHALMIO PA3BHTHSA KIyOEHbKOB
¢ (DOTOCHHTE30M H C aCCUMUJISIHE! a30THBIX BELIECTB T10-
UBBI, TIPEJICTABJSETCS] BA’KHBIM CrIOcO60M MoBbIenus CI.
DTOT KOHTPOJIb BIIepBbIe GBI MMOKA3aH MyTeM aHaan3a My-
TaHTOB OOOOBDLIX, KOTOpbIe 00PA3ylT Pe3KO MOBBLILIECHHOE
uneao KayoeHbKoB (peHotun Nod**), coxpaHssi JaHHYIO
CrNocoGHOCTb B TPUCYTCTBUM HUTPATOB ((eHoTun Nts, ot:
Nitrate tolerant symbiosis). C ucrnosib3oBaHHeM Takux My-
TAHTOB OBLIO MPOAEMOHCTPHPOBAHO, YTO POJIb CHIHAJIOB,
MHUTPHUPYIOLIMNX MeXIy HaJ3eMHBIMM H MOA3EMHBIMH Op-
ranamu pacrenufi, urpator CLE-6eskn, cHHTe3npyeMmble
B KOpHsX npu BozaeictBun NE a Takke Masble peryssi-
topuble PHK, koTopble o6pasytorcsi B Haa3eMHbIX opra-
HAX U MUTPUPYIOT B KOPHH, OTPaHMUMBAsT YMCJIO KIyOeHb-
KoB (cM. puc. 1).

HenocpencTBenHoe TmpakTHUeCKOe HCMOJNb30BAHHE
Nod**Nts-myTaHTOB orpaHuueHO UX CHHIKEHHOH MPOyK-
THBHOCTBIO B CBSI3W C Mepepacxoj oM 3Hepruu Ha obpa-
30BaHHe H30ObITKA KayOeHbKoB [35]. OnaHako yacTHuHas
peJiakcalusi HeraTHBHOTO KOHTPOJS KJIyOeHbKOOOpaso-
BAHHSI MOXKET OBITb TOJI€3HON /51 COBMEIIEHHs MHTEH-
CHBHOH (ukcaunn N, W MOTJIOUIEHHS a30THBIX BELLECTB
nouBel. MHKCOTpo(hHOE THTAaHME a30TOM XapaKTepHO
Juist 60060BBIX pacTeHn#l Tpubsl (aconeBslx, Phaseoleae
(o6pasyloT JeTepMHHUPOBaHHbIE KJIyOeHbKH), O6Jaro-
Japs  pa3oOLIEHUI0 MyTeH ACCUMMJALMHM TMOUYBEHHOTO
1 (UKCHPOBAHHOTO a30Ta: TepBHIIl yCBaMBaeTcsl depes
oO6pa3oBaHHE aMHJ0OB, a BTOpPOd — uepe3 obOpas3oBa-
Hue ypeunos [36]. Taxkasi Guoxumuueckasr auBepcHdHU-
Kalus obecneunsa 3hPeKTUBHOE YCBOEHHE PACTEHUAMH
(uxcupoBanHoro azora: cootHourenne N : C B ypeujpax
B 2—3 pasa Bhblllle, 4YeM B amMuax. DTO MO3BOJUIO 6O-
60BBIM TPUOBI (PaCOEBBIX 0TKA3aThCsl OT HHAYKIMH AU(-
(hepeHIIMPOBKHU GAaKTEPOUIOB, KOTOpPyro O0OOBbIE raje-
TOUHOTO KOMMJIeKca (06pasyioT HeeTepMHUHHPOBAHHbIE
KJyOeHbKH) ocylecTBstioT ¢ nomolibio NCR-6e/1KoB.
B03MOKHOCTb COBMellleHHs] 1eTepPMHHHUPOBAHHOTO pas-
BUTHS KJIYOEHBbKOB ¢ ryyO6oKo# andepeHIMPOBKOH OaK-
TepOUI0B Obla MPOJAEMOHCTPHPOBAHA B OTBITAX MO TMepe-
Hocy reHa dfnl-1 w3 mouepHsl Medicago truncatula
B JisiiBenell, Lotus japonicus [37].

Ananu3 MeXaHM3MOB CHCTEMHOH PEryJsiiMd CHM-
61o3a mokasas, UTO B KauecTBe MEPCHeKTHBHBIX MOJ-

X0l0B st ycusenuss N,-hukcauuu MOXKHO paccma-
TpUBaTh CcHWXeHHe BocrnpuumunBoctd CLE-6enkoB
K aKTHBHPYIOL1EeMy AeHCTBHIO HUTpaTa JHGO MOBbILIeHHE
ycrorunBoctH AP2-perynsiTopoB K HMHTHOHpYIOLIEMY
neficteuto peryasitopHoit PHK miR172 (cm. pue. 1).
BaxHbIM TpeAcTaB/sieTCsl MOMCK TFeHOB-CTHMYJSITOPOB
passutha N, -dukcupyrouleil 30Hbl K1yGeHbKOB, a TakK-
)Ke HHAYKTOpoB cuHTe3a NCR-GesKoB, onpeiestolnnx
TpaHcopmManuio pu3oduil B 6AKTEPOUIHL.

3AKJNHO4EHUE
B pesysbrate H3yueHust reHeTHUECKOTO KOHTPOJIST KOJIH-

YECTBEHHbLIX NPU3HAKOB 0000BO-PU300MANIBHOIO CUMOMO03a

ObIJIO YCTAHOBJEHO, UTO /IS MOBBIIIEHHS €r0 arpoHOMH-

UeCKOH LEHHOCTH CJeyeT MCIMOJb30BaTh HECKONBKO MOM-

XOJIOB.

. AxruBauusi 6aKTepHaNbHBIX TeHOB — TO3UTHBHBIX pe-
TyJSITOPOB CUMOMO03a, MPUBOASIIAS K YCHJIEHHOMY MO-
CcTynienrio npoaykros N,-ukcaluy B pacTeHus.

2. VHakTuBalMs HEraTMBHBIX pEryJsiTopoB CHMOHO3a,
KOTOpast TPHBOAMT K <«OTKa3dy» MHKPOCUMOHOHTOB
OT psifa (PyHKIUH aBTOHOMHOTO CYIIECTBOBAHMUSI, BKJIIO-
yast yCTOHUYMBOCTD K 3apUUECKHM CTpeccaM.

3. OnTumusaiys pasBUTHSI pacTeHHH, HampaBjeHHast
Ha JlocTiKeHne GanaHca MeTaboJIHIeCKHX M POCTOBBIX
MPOLECCOB, KOTOPBIA 00€CNeYnBaeT MaKCUMAJbHO MOJI-
Hoe BoBJedeHHe npoayktoB N,-ukcauun B nuTaHue
6000BBbIX.

Hau6osee cylecTBeHHOE MOBBILIEHNE TTOKa3aTeneH ar-
POHOMMYECKOH 1IeHHOCTH CHMOM03a JIOCTUTaeTCsl NPH MHA-
KTHBALMH €r0 HETaTHBHBIX PEryJ/sTOPOB, YTO OBIIO TOKa-
3aHo npu udydeHun CD (MposiB/seTCs HA TIO3AHNX CTAHSX
cumbunosza) u HKC (nposiisieTcst Ha ero paHHUX CTajusx).
Hanpumep, nnaktuBaums HeraTuBHbeIX perynsitopo HKC
BbI3bIBaeT 0oJjiee cuibHOe (B 3—9 pa3d) ee MoBbILIEHHE,
ueM aMIIN(UKALMS TTO3HTHBHBIX PETy/NsiITOPOB, KOTOpast
yayumaer HKC na 20—30 % [14]. TTosbimenue C3, no-
cTHraemoe mpH BCTpoiikax Tnd B eff-rensl, conpoBoxaaet-
cs1 c6anaHCHpOBAHHBIM MOBLILIEHHEM HHTEHCHBHOCTH OHO-
XMMHYECKHX H POCTOBBIX MPOLECCOB B PACTEHHUSIX, KOTOPOTO
He ylaeTcsl J0CTHUbL MyTeM aMmandukauun dct- u nif-re-
HOB [24]. TlepcrneKTUBHOCTb 3TOrO Tojxoaa 00ycJOBJeHa
TaKKe M TeM, YTO CHH2KEHHE CITIOCOOHOCTH PU300HH K aBTO-
HOMHOMY CYIIECTBOBAHHIO, KOTOPOE CBSI3aHO C MHAKTHBA-
1ueil HeraTHBHBIX PEry/NsiTOPoB CUMOHO03a, OMPee/IsIOINX
YCTOMYHBOCTb K 3fa(MUECKHM cTpeccaM, MoxeT obecrie-
UUTb OBICTPYIO SJMMHHALINIO U3 arPOCHCTEMbl FeHETHUECKH
MOM(HULMPOBAHHBIX 6AKTEPHAMBHBIX ITAMMOB.

Paboma noddepacarna epanmom PHP 18-16-00073.
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