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3BOJIIOLUNA MUKPOCUMBUOHTOB KYJIbTYPHbIX PACTEHUM:
OKCIMNEPUMEHTAJIbHbIE N MATEMATUYECKUE MOAENN

BBEJJEHVE

OnHolt M3 OCHOBHBIX 1, K COYKaJIEHHIO, HeGIaronpHsITHBIX 3aKOHOMEPHOCTEH 3BO-
JIOLIMH KYJIETYPHOH (DJIOPBI SIBJISIETCST ee 06eHeHNe HACAEACTBEHHBIMU (haKTOpaMH,
onpeeJIsItOLLIUMU CUMOMOTHYECKHE aflalTaldH, KOTOpble OCHOBAHbl Ha B3aHMOJIEHIC-
TBHSIX pacTeHuil ¢ nosiesHoi Mukpodopoit (N,-(HKkeupylolme GakTepuu, MUKOPH3-
Hble TPHOBI, 3alLMTHbIE SHI0- H KTO-cMMOHOHTBI). Ha npumepe N, -thukcupyiorie-
ro 6060BO-PU300MAJLHOIO CHMOKMO3a Mbl [TOKA3aJIH, YTO OKYJILTYPHBAHHE PACTEHHH
Pe3KO CHHM3UJIO BKJIAJ CHMOHOTPOMHOTO MUTAHHST a30TOM B MX MeTab0/IM3M (B CBS3H
C «TepexsIoueHneM» 6060BBIX Ha HCMOMb30BAHNE MHHEPAbHBIX YI0OpeHHH ), oaHa-
KO crocoGHOCTb (POPMHUPOBATh KIyGeHbKH MPH 3ToM coxpanuiack (I1posopos, 1996;
Tuxonosuu, TTposopos, 2009). Pegynsratom storo crasio chukenne N, -tHkcupyio-
LLIer0 MOTEHLIKA/A NMOMyJALHHA PU300Hil, 00yC/IOBJIEHHOE PACTIPOCTPAHEHHEM B CeJlb-
CKOXO3SIHCTBEHHBIX MOUBAX «JIO?KHBIX CAMOHOHTOB» — BHPYJIEHTHBIX, HO HE (PUKCH-
pytoumx N, TaMmoB. BoisichenHe MeXaHH3MOB HX PACTIPOCTPAHEHHS, @ TAKXKE MyTel
[1PEOJI0JIEHHsT IO HEeraTUBHbIX [OC/IEICTBU ABJIACTCS LeJIbIO Halllel CTaTbH.

1. MMOJIMIMOP®UN3M CUMBUOTUHECKNX MUKPOOPIAHU3MOB

Oco6eHHOCTbIO CHMOHOTHUECKHX MHKPOOPTaHH3MOB SIBJISIETCST MX HeOObUATHO
BBICOKHH MOMYJISIMOHHBIHA MOJUMOPMHU3M: 10 TaHHBIM H30(hepPMEHTHOTO aHaJ/IN3a,
cpenHue 3HauUeHns KoaduiimenTa renetnueckoil rereporenHoctH (Nei, 1978) co-
CTaBJAIOT: A1 pu3obuii 0,59, st crienua 3upOBaHHBIX MATOTEHOB XKUBOTHBIX H
uesioBeka 0,45, nas surepodakrepuit 0,37 (Provorov, Vorobyov, 2008). [Tomumo
3TOro, JYIsl pH300HIl XapakTepHbl 0coOble (POPMBI MONMUMOPhHU3Ma, CBSI3AHHbBIE C
CUMOHOTHYECKUM B3aUMOJCHCTBHEM:

1) skotunnyeckuit noUMop@u3M, KOTOPBIH 3aTparuBaeT CnocoGHOCTb K 06paso-

Banmio k1y6ennkos (Nod*/Nod~, ot: nodulation);

2) noauMophu3M Mo CMOCOGHOCTH K cuMOHOTHYecKoi asoTdukcatmn (Fix*/Fix~),

KOTOPBIH NMoJiepKuBaeTes cpeiu kaybeHbkoobpasytonnx (Nod™) imiraMmmos;
3) momMMopU3M MO CMEUU(PUIHOCTH TPOSIBJEHHST MyTyasnu3Ma, MpPOsiB/IseMBbIi

11pH B3auMogeHcTBuM Fix™ TaMMoB ¢ pa3HbIMU MeHOTHIIAMH pacTeHUH.

Baxxtyio posib B TOBBIILIEHHH TTOJUMOP(H3MA CUMOHOTHYECKUX GaKTepHil urpaet
o6pazoBaHye MAHMHUKTHYHBIX MOMYJISLMH, YTPATHBILNX HEPABHOBECHE TI0 CLEMJIEHHIO
reHoB (Maynard Smith et al., 1993). JInst pu3o0uii xapaktepHa BbicoKast MOGHILHOCTh
«CHMOHOTHUECKHX» TeHOB, KOTOPAs! OMPE/IeJISIETCs] MX IOKAIH3aLMeH Ha T11a3MUAAX HITH
B reHoMHbIX ocTpoBax (Finan, 2002). BaxHo 0TMETHTb, UTO MTAHMHUKTHYHBIE MOTTYJISLHH
MOTYT (hOPMHPOBATHCS HA (POHE HUKOH aKTMBHOCTH TOPH3OHTANIBHOTO MepeHoca reHOB
(ITIT"), kKoTopast KOMIEHCHPYETCS YaCTOTHO-3aBUCHMbBIM OTOOPOM, CMOCOGCTBYIOLIUM
pasMHOXKeHHI0 pelkix pekoMGrHauToB (I TpoopoB, Bopotbes, 1998).

Y puzo6uit ITII" akTHBHpyeTCsl MPH MHTPOLYKLHH OOOOBBIX PACTEHHH-X0351€B U3
LIEHTPOB MPOHUCXOKEHHST B PETHOHBI BO3/IE/BIBAHMS, Ky/la PAacTeHHsi OObIMHO Tepe-
XOIAT B COMPOBOXKJIEHHH aGOPUTeHHON CHMOHOTHUECKOH MHUKpoduiopbl (Richardson
et al., 2000). 3arem B pesyssrate THOPHAM3ALIMN OAKTEPHII-MUTPAHTOB C MECTHBIMHU
ILITAMMAMH MOTYT BO3HHKATh BUPYJIEHTHbIE PEKOMOUHAHTBI, KOTOPbIE, KAK MPABHJIO, HE
croco6HbI K azotdukcatuu ( Provorov, Vorobyov, 2008). B nomny.siusx Takux peKoMou-
HAHTOB, B3aMMOJIEHCTBYIOLINX C PACTEHHSIMU MPH Ie(PULIHTE CBI3AHHOTO a30Ta, MHIYLH-
pyetest o160p B nosibdy N, -hHkcupytonyx reHoTHros (pasaen 2). OIHako B yCI0BHSIX
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U30bITKA a30Ta 3TOT OTOOP OJIOKMPYETCsl, U B CHCTEMAx «pac-
TeHHe—T0UBa» HAKAIIMBAIOTCSl HEAKTHBHbIE 1LTAMMBbI, KOTO-
pble TIPENSITCTBYIOT HHOKYJSILHH G0OOBBIX BbICOKOAKTHBHBIMH
(MPOM3BOACTBEHHBIMH ) 1LITAMMAMH. DTOMY HAKOIJIEHHIO MOTYT
CrocoGCTBOBATh peryssipHble 06paboTKH MOUB M ceBOOGOPOTHI,
B pe3yJIsTare yero MOOUILHOCTb CHMOMOTHYECKHX MeHOB B arpo-
11eH03aX 0Ka3blBaeTcst GoJsiee BbICOKOM, YeM B MPHPOHBIX KO-
cucremax (Wernegreen et al., 1997).

2. OTBEOP 10 MNPN3SHAKAM MY TYAJIMISMA

Ocob6eHnocTb cMMOH03a KaK CyObeKTa MUKPO3IBOJIOLHOH-
HOTO poLiecca 3aKJ/1I04aeTcsl B TOM, YTO JaBJ/leHust 0TOOpa, Bbl-
3bIBAIOLLME KO3BOJIIOLMIO TaPTHEPOB, BO3HUKAIOT HEMOCPEC-
TBEHHO B pe3yJibTate ux B3aumonerctsus (Provorov, Vorobyov,
2009). OcHOBHYIO POJIb B 3TOM 0TOOPE UTPAIOT MONOKUTENb-
Hble 0OpaTHbIE CBSI3H NAPTHEPOB: MeTabOIMUECKHe U PeryJisi-
TOpHbIE CBSI3H (0OMeH MapTHEPOB CHTHAIAMU, MPUBOASLINN K
B3aUMHOH PEryJISILIMK HX TeHOB; 00pa3oBaHUe OOBEAMHEHHDBIX
cuctem C/N mertaGos3ma) npeoGpasyloTest B MOMYJIALMOH-
Hble CBSA3H (MepeKpecTHbIe AaBjaeHus otoopa ). Harpumep, ne-
peHoc npoayktos (ukcauun N, U3 KIyOeHbKOB B Hal3eMHble
OpraHbl pacTeHHH CTUMYJIHPYET BCTPEUHbLIH MOTOK MPOLYKTOB
(hoTOCHHTE3a, KOTOPBIH HHAYLUPYET B SHIAOCUMOHOTHUECKHX
NoNyJIsiLusix GakTepuil oT60p Ha MOBbILIeHNUe SP(EKTHBHOC-
TH MyTya/au3ma. [Ipu cTporo K/oHa/JbHON CTPYKType 9THX I10-
MyJIsILMA 3aKperieHre MPU3HAKOB MyTyaslu3Ma I1POHCXOLHT
GJ1aroapst MEXKJIEMOBOMY OTGOPY (€ro eIMHHLIAMH SBJISIOTCS
BHYTPHK/IYOEHBKOBBIE KJIOHBI, KOHKypHpylolne 3a C-coenu-
nenust). [1pu Gosiee pacnpocTpaHeHHOH CMELIAHHOH CTPYK-
Type SHAO0CUMOHOTHYECKOH OaKTepHaIbHOM MOMyJALUU B HEH
JICHCTBYET HepapXHuecKH OpraHM30BaHHasi CHCTEMA HHIAMBHIL -
asibHbIX (lapBHHOBCKHMIL, YACTOTHO-3aBUCHMBbIi ) H FPYTITOBbIX
(MerKneMOBBIH, POACTBEHHBII ) OpPM 0TOOPA, BOSHUKAIOIIHX B

pesyJIsTaTe nepecTpoeK PACTUTELHOH MOTMYJISILHH, CBSI3aHHBIX
C MIePeXoIoM K CHMOHOTPO(PHOMY TTHTAHHIO a30TOM.

Onnako npy HapytIeHUH CHMOHOTPOMHH, BEIBBAHHOM JI0-
MEeCTHKALMeH U CeJIeKLIMeN paCTeHNH, MeTabOTHIECKHE CBA3H
MapTHEPOB HAPYLIAIOTCS, BCJIEACTBHE Yero oTOOp GaKTepHit
Ha MOBbIllIeHHEe 3(PPEeKTUBHOCTH cUMOKH03a OJIOKHpYyeTCs,
MPOUCXOIUT UX TpaHc(OpMALHst B HeaAaNTHBHbIE (POPMBI —
«J102KHBIE cHMOHOHTBI» ( Provorov, Vorobyov, 2009).

3. YCKOPEHWE 3BOJIIOUNN SQPDOEKTVIBHOIMO
CIMBVO3A

CHMKeHHe KOJIM4ecTBa yloOpeHHH, BHOCUMBIX MOj 60-
60Bble, BBI3BIBAET KX TMepeK/ioUeHne Ha CHMOHOTpodHOEe
MUTaHHEe a30TOM: PACTEeHHs CO3AAIOT B CBOMX TKAHSIX U KJIET-
Kax HUIIK Jyisi MUKpocuMOuoHTOB (Brewin, 2004), a Takxke
CTHMYJIUPYIOT BOJIIOLMIO0 GAKTEPHil HA MOBbIIeHHE 3hDeK-
TUBHOCTH MyTyasudma ( Provorov, Vorobyov, 2009). Dra ctu-
MyJIsist 00yC/IOB/IeHa HECKOMTbKUMHI MeXaHH3MaMH.

1) I'lpu neduiure azora HauaNbHbIE CTAAMH HHOKYJISILIHOH-
HOTO TIpoliecca MPOUCXOAST C MAKCHMAJIBHON CKOPOCTBIO
(Tak Kak B KOpHSIX BO3HHKAeT H3OBbITOK yrjieposa, HeoO-
XOJIUMOTO /151 OBICTPBIX MepPeCTPoeK KJIETOUHBIX CTEHOK
1pH 3axBate PU30OUI KOPHEBLIMHU BOJIOCKAMH; SIkoBJle-
Ba, 1975), uTo co3naet ycjoBUs JUii TPOHUKHOBEHHUS B
KTyOeHbKH eIMHUUHBIX OAKTePHATbHBIX KJIETOK.

[Ipn KJIOHAMBHOCTH SHAOCUMOHOTHUECKOH TMOMYJISILMY PH-
3001i1 pacTeHusl MPUMEHsIIOT NPoTHB FiX™ mrammoB «cau-
KIIMW», CBSI3aHHbIE C AKTHUBHM3aLMel 3alIMTHBIX PeaKlMh
(Denison, 2000). ITyremM MaTeMaTHueCKOro MOJIE/THPOBAHHUS
M0Ka3aHo, 4To B Pe3yJsTaTe MHIYLIUPYEMOro TIpH 9TOM OT-
60pa MPOUCXOAUT KOOPAHHHPOBAHHOE TOBbIILIEHHE S(eK-
THBHOCTH U CHELUPHIHOCTH MyTyasinama (taba. 1), a tak-
e (PYHKLMOHAJIbHOH 11elocTHOCTH cuMGrosa (I TpoBopos,

2)

Tabauya 1

MoeapoBaHue 3BOJIOIMH alalITABHO 3HAYMMbIX CBOHCTB 6000BO-pHU3006MaJLHOrO CUMOKMO03a MPHU MOBbILLIEHUN

KJIOHAJIbHOCTU BHYTPUKJYOEHbKOBOI MOMYJISIMU PU300HIi*

CXeMbl pagBuTHs: [LITamMbl, criocoOHbIC CooTHOILIEHH S CooTHOlLIeHHE JaBJIeHHI .
ciMGHoa pPa3MHOXKaTbCs B KJYyOEHbKAX PaCTHTEJ/IbHBIX T€HOTUIIOB or6opa I'l -M3/ IMCH#*
pacrenuii renotuna 'l r:r2 [1—->MI**
C, P, M1, M2, M3 50:50 + 0,244 0,270
C, MI, M2, M3 58:42 — 0,007 0,324
C, M1, M3 68:32 — 1,071 0,376

100 %-#1 uactote N, -(pHKCHpYIOUIHX GaKTepHil B KIyGeHbKaX.

* CucTeMa COCTOMT U3 AMMOPhHOH nonyssitiy pacteHuii (renotunsl I'1, ['2) 1 HU3KO-MOMMMOPQHOI Moy sty 6akTepHii
(ponutesibekuit ramm P, kotophiit oGpasyet ne dukcupyiotne N, kiyGeHbKH ¢ 000MMH PaCTHTE/IbHbIMH F€HOTHIIAMH, H €10 TPH

N, -hukeupyrotmx myranrta — M1, M2, M3). N,-uxcupyiotine KoMGHHaLMK NAPTHEPOB Pas/ie/IHIIK Ha crielduiHble — obsafaloliye
MaKcHMaMLHO# akTuBHOCTBIO (['1/M 1, T2/M2); Hecretmdbuunble — ¢ TPOMesKyTouHO#H akTieHOCTHIO (I'1/M3, I'2/M3); 1 antu-
crenudUUHBIe — ¢ HaMeHbIed aktiBHoCThIO (['1/M2, I2/M1). Mozesn moapo6Ho orcana panee (Bopoowes, [Tposopos, 2010).
## O160p, NEACTBYIOLNH HA «crielndruHoro» Mytyanancra M1 co cTopoHbl pactuTesibHOTO reHoTHmna ['1, Beerna nosnoxxuresne
(otnowenust ['1/M1 mytyanuctuueckne ). Ot6op, neficTyonmii Ha «Hecneuuduunoro»Mytyaancta M3 co croponnt I'l, no

Mepe BO3PaCcTaHusl KJAOHANLHOCTH 3HA0CUMOHOTHYeCKO# nonyasiuu puso6uit (C—C —C,) nepexouT oT NoJoKHTebHOTO K
orputiatesbiomy (otHouenus I'l /M3 nepexossiT oT MyTyanama K aHTaroHu3my ).

#5E DdeKkTHBHOCTL MyTyasMcTHUeCKOro cuMOro3a (IMC) onpesiesisiin Kak COOTHOILIEHHE KOJMUECTB CeMsiH, ChOPMUPOBAHHBIX
pacTeHHsIMH 10CJIe KOJIOHH3aLUH GaKTePUSIMU K1yOeHbKOB, K MAKCHMaJ/IbHO BO3MOYKHBIM KOJIHUECTBAM CeMsIH, POPMUPYEMBIX MPH
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Tuxonoruu, 2003; Bopo6bes, ITposopos, 2010), kotopoe

XapaKTePHO YIS €CTECTBEHHON 3BOJIIOLIUH PU30OHH.

[IpeniozkeHHaAs1 METOAMKA MOAEJIUPOBAHUS MOXKET ObIThb
MCI10JIb30BAHMUSI YIS OIIPE/e/IeHHs] ONTUMAJIbHOMN MOy JISILU-
OHHOH CTPYKTYpHI ((hOpMHPOBAHHUST TIPOTOTHTIA) S PEKTHB-
HOr0 CMMOM03a, KOTOPBIH XapaKTePU3YeTCst BLICOKOH LLesIoC-
THOCTBIO M CMIELU(PUIHOCTBIO B3aUMOEHCTBHUSI MapTHEPOB,
a TaKXKe yCTOHYMBOCTBbIO K BHEAPEHHIO HEAKTHBHBIX a060-
PUTeHHbIX CUMOMOHTOB M3 MOYBEHHbIX nomnyssiuuil. Padora
nopnepkana POOU, rpant 09-04-00907a.
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EVOLUTION OF MICRO-SYMBIONTS OF CULTURED
PLANTS: EXPERIMENTAL AND MATHEMATICAL MODELS

Provorov N. A., Vorobyou N. 1.

% SUMMARY: Formation of the cultured flora resulted in a decrease of
plant symbiotic potential based on interactions with beneficial microor-
ganisms. This decrease leads to transformation of plant micro-symbionts
into the non-adaptive forms caused by: a) blocking the selection in favor
of mutualistic strains; 6) horizontal gene transfer in the microbial com-
munities resulted in formation of virulent “symbiotic cheaters”. Math-
ematical simulation suggests that these tendencies may be overcome by
formation of the optimal population structures in symbiotic system which
should possess a high integrity and specificity of partners’ interactions
as well as by a tolerance to the invasions of non-active aboriginal strains
from the local soil populations.

# KEY WORDS: mutualistic symbiosis; evolution; N, fixation; root nod-
ules; horizontal gene transfer; natural selection; mathematical models;
ecological efficiency of symbiosis; genotypic specificity of plant-microbe
interactions; population polymorphism.
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