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MOAENNPOBAHUE 3BOJIIOLINUN
BOBOBO-PU3OBUAJIBHOIO CUMBUOS3A

NPU MYJIbTULLTAMMOBOMN KOHKYPEHLUN BAKTEPUA
3A UHOKYNAUUNIO CUMBUOTUHECKUX HALL

BBEJJEHVE

Anasua nomnyJisiiiOHHO-TeHETHIECKUX MEXaHH3MOB 3IBOJIIOLUH MHKPOOHO-
pacTUTeIbHbIX CUMOHO30B MPEACTaBJAeT GOJIbIIONH UHTEPEC B CBA3H C HEOOXO-
JIUMOCTBIO BBISIBJICHUS MEXaHU3MOB CAMOOPraHU3alUu cUCTeM (DaKyJIbTaTHBHO-
ro MyTyasiu3Ma, MOCKOJIbKY 9TH MEXaHH3Mbl HE MOTYT ObITb CBEJIEHbI K IEHCTBUIO
JlapsunoBckoro or6opa (Person et al., 1962; Maynard Smith, 1989; Frank,
1994). Panee mbl (ITpoBopos u ap., 2008; Provorov, Vorobyov, 2008a) nokasa-
JIM, UTO MPH KJOHAJbHOM PA3MHOXKEHUH PU300HIl B KIyOEeHbKAX 3BOJIOLMSA NPH-
3HAKOB MyTyaJiu3dma y GaKTepUil MOXKET OCYLIECTBATbCS MOCPEACTBOM IPYIIO-
BOTO ( MEXKJIEMOBOT0, POJICTBEHHOTO ) 0TOOpa. [Ipu cMeliaHHOM HHUIIHPOBAHHH
KJyOEeHbKOB (PUKCUPYIOLIUMHU U He pUKcHpylolUMU N, iTaMMaMu pu3oOuil 9B0-
JIOLIMSA MyTyasiudma 00ycJIoB/AeHa YaCTOTHO-3aBUCUMbIM U JlapBUHOBCKUM OTGO-
paMu, 1eHCTBYIOLIUMH B MONYJALMUAX OAKTEPUH TPH MHOKYJISLMH M KOJIOHU3aLUH
cuMOroTHYeCKUX (pudocdepHoi, KaybenbkoBoil) Huil (ITpoBopos, Bopobbes,
2009). Xapakrep 9TOl 9BOJIOLUH OMPEALACTCS MOJ0KUTENbHBIMU 00paTHBIMH
CBSI35IMM MAPTHEPOB, KOTOPble OCHOBaHbI HA UX 0OMeHe C- U N-metaboauTamu
1 BbI3bIBAIOT MPENIOUTHTENbHOE PadMHOKeHHE Ny-(PUKCHPYIOLIHX LITAMMOB pH-
300Mi B CHMOMOTHYECKHX HHILIAX.

Panee pneiicTBue yacToTHO-3aBUcHMoro otbopa (U30) B cucreme myTya-
JIUCTUUECKOTO CHMOMO03a ObLI0 U3y4eHO HAMH JUIS TMMOPQHBIX MOMyAALHHA PH-
300, B KOTOPbIX KOHKYPEHLIUS 32 HHPULIMPOBAHUE KIYOEHbKOB OMUChIBAJIACD
IMIUPUUECKH YCTAHOBJEHHON HeJIMHENHON 3aBrckMOcThIo (Amarger, Lobreau,
1982):

a

Yni _ .| YLz

VN2 Vio) (1)

e Wi u YW, o — vactotbl 1-ro 1 2-ro wtaMmoB B uHokyJsiome (Y, +W¥,; o = 1);
Wy u Wy o — 1o ke B KayGeubkax (Wy +Wyo = 1); ‘a’ u ‘¢’ napametpsi, xa-
pakTepuaylollne AaHHylo napy mramMmmoB (¢ > 0; 0 < a < 1).

[Ipu u3yueHHUM MOJEM JBYXLITAMMOBOH KOHKYpeHUHH (1) BbICHHIOCH
(Provorov, Vorobyov, 2008b; ITposopos, BopoGbes, 2009), uto mis He crieuu-
(hHUHOTO MO OTHOLIEHUIO K XO35IMHY CUMOUMOHTA ((pukcupyiolero N, npu B3au-
MOJEHCTBUH ¢ 0O0MMH MUMEIOLIUMUCS B CHCTEME PACTHTEJbHBIMU T€HOTHIIAMH )
YCJ0BUS 3aKpervieHust B cumbuocucremMe 0oJiee OrpaHudeHbl, YeM Jiis Crelu-
thuuHoro cumbuoHTa (pukcupyiouero N, ToJbKO C OHUM M3 PACTHTE/bHbIX Te-
HoTUNOB). [1pu 3TOM MakcuMasbHas 3hHEKTUBHOCTb MyTYaJHCTHUECKOTO CHM-
6uo3a (IMC), KoTopylo ONpeaeasau Ha OCHOBAHUH YACTOThl HECTIELIUPUUHOTO
CUMOHOHTA, MO2KET ObITh JOCTUIHYTA KAK TP BLICOKHX, TaK U TPH HU3KUX YPOB-
HAX NOJUMOP(U3MA PACTUTENLHON TTOMYJIALNY.
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B nacrosiiieil craTbe 1yisi aHad3a MEXaHU3MOB CBSI3U
IOMC co creuudUUHOCTbIO B3aUMOJICHCTBUS MapTHEPOB
Oblia MpoBeaeHa MOIU(MHUKALIUST MOJEJH, KOTopasi Mo3Bo-
JIWJIa HaM MPUCTYMUTb K aHAJIU3Y BOJIOLHOHHBIX 3 deK-
TOB MyJIbTULITAMMOBOH KOHKypeHunu. Heobxonumocthb
9TOH MOAM(HUKALMKM OYEBHIHA U3 TOTO, YTO B MPHPOIHBIX
YCJIOBUSIX yCTAHOBJIEHHE CUMOH03a POUCXOIUT MPU B3au-
MOJIEHCTBUH GOGOBBLIX C BLICOKO MOJUMOP(HBIME TOITYJIsi-
LUSIMH PU30OHI, KOTOPbIE HACUUTBIBAIOT IECATKH HIIH JaXKe
COTHM I€HOTHUIOB, BAPbUPYIOLIUX [0 HHTEHCUBHOCTH CHM-
OUOTHUECKOH a30T(HUKCALIUH, & TAKXKE 110 CIIeLUPUIHOCTH,
NpPOSIBJISAEMON B OTHOLIEHUH pa3HbIX POpM pacTeHHil (cM.
063opsi: [IpoBopos, Bopoowes, 2000; [Tposopos, 2000).
Ananua MomudUUUPOBAHHON MOJEJH MO3BOJIHJI HAM CO-
MOCTaBUTh JIeHCTBHE OTOOpA B MOJIb3Y PA3JHUHBIX THIIOB
CUMOHOHTOB, YTO OTKPBLIO BO3MOXKHOCTb JJIsl BbISICHEHHSI
CeJIEKTUBHbIX MeXaHU3MOB ¢Bsizu DMC co crietupuaHoC-
ThIO B3aUMOJIEHCTBUSI MAPTHEPOB U C YPOBHEM MOJUMOP-
(hu3mMa ux nonyJsiui.

1. MYJIbTULLTAMMOBAS KOHKYPEHLVA
B riornyJsiagmn P30o6nn

Monudukalius coznanHoil panee mojeu Obljia Hauata
¢ 3aMeHbl TapaMeTpoB ‘a’ u ‘¢’ u3 gopmyJbl (1), KoTopbie
SIBJISIIOTCS] «OOLIMMU» U151 pacCMaTPUBAEMbIX LITAMMOB, Ha
WHIIMBH/yaJIbHbIE TapaMeTPbl (HHAEKChI MHOKYJISLMH ) KaXK-
JIOTO 1ITAMMa. DTa 3aMeHa OCHOBAHA Ha MPEANOJ0KEHHH O
TOM, YTO MPH B3aUMOJAEHCTBHU MOJUMOPGHON NOMyJALHUH
pU300HUH C paCTEHUEM -XO35IMHOM BKJIaJl B HHOKYJISILIMIO HO-
BO¥ (CHMOUOTHUECKOH ) HUILIK, BHOCHMBbIH i-ThIM LITAMMOM,
3aBUCUT OT €ro 4YaCTOThbl, BO3BEIEHHOMH B CTeneHb ‘bi’:

v, =y, /U (2)

rne: YW, n ¥, — 4acTtoThl {(-TOro ITaMMa B HOBOU W
MCXOJIHOH HULIAX; b; — MHIEKC MHOKYJISILIMH, XapaKTepU3y-
IOIIUH KOHKYPEHTOCIOCOOHOCTh {-TOTO 1lITAMMA MPU MHT-
palu 6aKTepuil B HOBYIO HULLY;

N
U= b; _
=)y’ HOPMHUpYIOIIasl BeJNYMHA, KOTopast
i=1
OéeCHeLll/IBaeT BbIITOJIHEHHE yCﬂOBHﬂ

N
ZI//,,_,- =1 (N — o6uiee 4nC/I0 LITAMMOB, BOBJIEUEHHbIX

i=1
B KOHKYPEHTHbIH NpoLecc).

Ecsii B KOHKYpEHIMH 32 CHMOUMOTHUECKUE HULIN YyUacT-
BYIOT JIBA LUTAMMA, Y KOTOPbIX HHAEKCHl HHOKYJISILIHK PABHbI
(b, = b, = a), To popmyna (2) moxkeT ObITb NPpeoGpazoBa-
Ha B hopmyay (1) npu ycioBuu ¢ = 1 (KoTopoe cooTBeTC-
TBYET PaBHOH KOHKYPEHTOCIOCOOHOCTH H3yUaeMbIX LITAM-
MoB). Mcxonst U3 mpeanosioxKeHusi 0 TOM, UTO KOHKYPEHIIUS
pu300HIl 3a HHOKYJISILUIO pU3ocdepHoll U KayGeHbKOBOM
HULI MOJAUUHAETCS €IAMHBIM 3aKOHOMEPHOCTSAM, Mbl Mpe-
CTABUJIM MX MHOKYJIALHMIO KaK JBA MOCE0BATE/NbHbIX PO~
necca, npuueM HHOKYJIALMSA KIyOeHbKOB OCYLIECTBISETCS

GaKTepusIMU U3 TMOMYJIsiLUKU, KoTopast chopmupoBasiach B
puzocepe B pesdysibTaTe €e MHOKyJsiLUU. [Ipu 3TOM MbI
CUMTaJIM, UYTO KOJIOHU3alMsl pu3ocdepbl U KIyOGEHbKOB
(pa3mMHOXKeHHe B HUX OAKTepHil) HAUMHAETCS MOCJe HHO-
KyJISIIIUK KITYOEeHBKOB U MPOUCXOJUT MapasiiesbHO B 00enX
HUILIAX. B COOTBETCTBUHU C STUMU MPEINOJNOKEHUSAMU, HHO-
KyJIsIUMsl CUMOMOTHYECKHUX HUII T[OYBEHHOH MOMyJsilen
pusobuil, cocrosiedl u3 N 1ITAMMOB, MpeACTaBIeHa CUC-
TEeMO} YpaBHCHHUI:

1 1

(WRi=W[1:0, WNi=VE]0,

WR2=V3:0, Wyr=WR3:0,
3 3

< VR3=VI3:0,, Wy3=VEg3:0, (3)

(VRN =VIN 6, Wny =VRN 6,
rne: W1, Wio, W 3,..,W; v — uacrotsl 1-ro, 2-ro, 3-ro, ...,
N-ro wramMmMoB B IOUBE;

Ve, Wro Wes,sWry — TO Ke B pusoctepe;

Wyt Whos Whgyw, Wy — TO Ke B KIyOCHbKAX;

r.1, r.2, r.3,.., r.N — uHAeKCbl MHOKYJISILUKU pu3ocde-
phl;

n.l,n.2,n.3,..,n.N — HHIEKCbl HHOKYJSALMH KIYOeHb-
KOB;

N .
0,=> v,
i=1

N N X N
Z'l/m =1, 6, = Z‘I/;; ; — TO XKe JJIs YCJOBHS Zu/m =1
i=1 i=1

i=1

— HOpMHUpYIolllasg BeJIM4KMHa, KOTopasi
obecrieynBaeT BbIMOJHEHHE YyCJ0BHs1

CpaBHeHHe OMHUCAaHUH KOHKYPEHTHBIX MPOLECCOB HO-
BOM MOJIeJIblo (3) W MCXOAHON MoJieJiblo (1), mpoBeneHHOe
C UCMOJb30BAHUEM SKCMEPUMEHTAJNLHbBIX JAHHBIX O JIBYX-
LITAMMOBOH KOHKypeHUMH pu3obuil dacosau (taba. 1),
JIEMOHCTpUPYET O00JbllyI0 TOUYHOCTb Moaesau (3). Ona
ornpejesisieTcss TeM, UTO MOJEJb (3) OMUCLIBAET MpOLECe
MHOKYJISILIMK KJYOEHbKOBBIX HMII MOCPEJICTBOM YeThIpex
napaMeTpoB (1o JBa MHIEKCA HHOKYJALUMH Ui KAXKI0ro
uramma), a mojiesib (1) — ToJsIbKO JByM$l mapaMeTpamu.
Kpowme Toro, moneJib (3) ocHoBaHa Ha HauboJiee peaJsuc-
THUUYHBIX MPEACTABJICHUAX O KOHKYPEHTHBIX Mpoleccax B
NONyJsUUAX CHMOUOTHUECKUX OaKTEePUH, B COOTBETCTBUU
C KOTOPBbIMH MHOKYJISILIUS KAXK/I0H HOBOH HULIK OMPEIesi-
eTCsl COCTOsIHMEM GaKTepHabHON MOMyJISILMU B TIPEJILIeC-
TBYIOLIEH HHUlle (HanpuUMep, 4acTOTOH (PU3HOJIOTHUECKH
AKTHBHBIX KJIETOK, CIMOCOOHBIX MHTPUPOBATb B HOBYIO
HULLY ).

[IpoBeneHHasi MoauduKalusg MOJEJH OTKpblLIa BO3-
MO2KHOCTb JIJIl PACUIMPEHHOTO H3YUEHHSI CBOHCTB MHUKPO-
OHO-PACTUTENILHON CHUCTEMbI, B MEPBYIO ouepelb — s
ananuza neiicteud Y30 B nosnmopdHoi GakreprabHOM
nonyJasuud. Jlasaenue orpunatensioro Y30 npu HHOKY-
JsUUK GaKTepUsMHM HOBOH HHUILIM OTpelesisieTcs MHaeKea-
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Tabauya 1

CpaBHeHHWe 3KCNePUMEHTANbHbIX U PACYETHBIX YaCTOT ABYX KOHKYPUPYIOLIMX WTammoB Rhizobium leguminosarum
bv. phaseoli B kny6enbkax hacoau (Phaseolus vulgaris) npu pasHbiX COOTHOIIEHHSX IUTAMMOB B MHOKYJIIOME

(o nanubim: Beattie et al., 1989)

DKcrepuMeHTabHble 1aHHble™ PacueTHble JaHHbIe
Mopenn (1) Mogenb (3)
L1 1,2 Y Y., c,a 78 Pusocdepa Kay6enbku
r.l,r.2 n.l,n.2
89 11 90,0+8 92,0 90,0
50 50 85,047 83,2 c=4,945 85,0 rl=+0,663 | n.l =+0,028
20 80 74,0419 73,9 a=0,403 74,0 r.2=—0,055| n2 =+ 3,707
7 93 63,011 63,6 63,0
8,9 1,1 90,045 90,5 90,0
5 5 81,546 81,0 c = 4,267 81,5 rl=+0,380 | n.l =+0,335
) 8 71,5+9 71,4 a=0,385 71,5 r2=+0,147 | n.2=+ 223830
0,7 9,3 61,0+7 61,2 61,0
0,89 0,11 92,56+5 90,2 92,5
0,5 0,5 82,049 83,1 ¢ =4,930 82,0 r.l=+0,783| n.l=—0,293
0,2 0,8 74,0410 76,6 a=0,297 74,0 r.2=+0,303 | n2 =+ 2,331
0,07 0,93 71,56+6 69,6 71,5
0,089 0,011 94,56+5 90,8 94,5
0,05 0,05 80,0+12 82,2 c=4617 80,0 rl=+0493| n.l=-0,180
0,02 0,08 71,0411 73,6 a= 0,365 71,0 r.2=+0,700 | n.2 =+ 1,661
0,007 0,093 66,5+9 64,3 66,5
0,0089 0,0011 91,617 93,5 91,5
0,005 0,005 84,5411 82,9 ¢ =4831 84,5 r1=+0719| nl=+0,156
0,002 0,008 70,0410 70,2 a=0,519 70,0 r.2=—-0,017 | n2 =+ 3,931
0,0007 0,0093 55,5415 55,8 55,5
JloseputeibHblii untepsan, % +3,8 — +0,0 — —
# 1.1 m 1.2 — KoJMUeCTBO K/IETOK KOHKYPHPYIOLUX IITaMMOB B MHOKYyJIoMe (x 10%/ma); Y, ; — noast 1-ro wramma B knyoenbkax (% ).

mu uHokyJisinu 0 < r.i, n.i < 1 (uem ouu 6Jmxe K 0, Tem
BhIllE laBjieHue otpuiiaresbHoro H30, ocyliecT/sieMoro
B M0JIb3y i-TOTO 1TaMMa). B To »Ke BpeMsi, B HEKOTOPbIX
BapuaHTax onbita (Ta6J. 1) BeJUUMHbl MHIEKCOB MHOKYJISI-
[IMK MOTYT BBIXOJMTh 3a MpeJe/ibl yKa3aHHOTO HHTepBaJa,
YTO yKasbiBAET Ha BO3MOXKHOCTh PACCMOTPEHHSI B paMKax
MOJN(HIIHPOBAHHON MOACIH JACHCTBHS U APYrHX (OPM OT-
6opa, Harnpumep, noJokuteabHoro Y30.

3. MVMKPO3BOJTIOLVST CUMBHO3A
TPU MYJTIBTULLITAMMOBOW KOHKYPEHLINN

Mbl paccMoTpesii MUKPO3IBOJIIOIMIO CHMOUOTHYECKOH
CHUCTEMbI, BKJIOYAIONIEH POAUTEJbCKUN IITaMM PU30OUI
(P), xoropbiit 06pasyet y 060UX UMEIOLIUXCS B CHCTEME
pacTUTEJIbHBIX T€HOTUINOB He dukcupytole N, KayOeHb-
KH, H €r0 MyTaHThl:

— M1, dukcupyroumii N, B cuM6103€e ToJbKO ¢ 1-M
pacTUTEIbHBIM T€HOTHIIOM;

— M2, dukcupyiownii N, TOJIbKO CO 2-M pacTHUTEb-
HbIM F€HOTHTIOM;

— M3, dukcupytoumit N, ¢ 060UMH paCTUTENbHBIMU
FeHOTHIIAMH.

Marematuyeckoe ONUCaHHE LUKJIUYECKOH 3IBOJIOLUU
cuMOH03a (CTPYKTYpPbl 7-TO MUKPO3BOJIOLMOHHOIO LHK-
Jla) COOTBETCTBYeT MpejioKeHHomy panee (Provorov,
Vorobyov, 2008b ) 3a nckoueHHeM NPOLECCOB HHOKYALUU
CUMOHOTHYECKUX HHULI, MOAU(UKALUSA KOTOPbIX TPEJCTaB-
Jena B pasziesie 2. Kak u panee, 9MC oxapakTepu3oBaHa ¢
UCMOJIb30BAHUEM MapaMeTPOB MOJIOKUTEJIbHOU 0OpaTHON
CBfI3U MapTHepPOB (O0CHOBaHHOH Ha nx oOMeHe C- u N-Me-
TabosuTamu), 6Jarogaps Kotopoi n1odsi N,-pukcupyote -
ro wTaMma B KJyOeHbKax ONpeaesseT PernpoayKTHBHBIN
MOTEHIHA/ KaK caMuX OaKTepui, Tak U pacTeHHUI-X03s1eB.
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Tabauya 2

UHpekchl reHHOro paznoo6pasus v apeKTuBHOCTb MyTyasucTuueckoro cumbuosa (IMC),
XapakTepHbie 11 Pa3JUUHbIX MUKPOGHO-PACTUTEIbHBIX CUCTEM B (PMHATBLHOM COCTOSIHMU

[HITammbl pu3o6uii, BXojsiKe B MHpiexebl reHHOTro pasHoobpasus™™* IOMC (cm. paznen 3.1) Yacrotsl (%)
cHCTeMb! (THIIBI CHCTEM )* Bakrepn Pacrenns Bakrepun | Pacreris P-reHotuna B nouse
P+MI (A) 0,98 0,01 0,524 0,537 426
P+M2 (A) 0,98 0,01 0,524 0,537 426

P+M3 (C) 0,99 1,0 0,527 0,541 45,4
P+M1+M2(C) 0,999 1,0 0,355 0,370 31,6
P+MI1+M3(VYA) 0,995 0,56 0,598 0,609 28,5
P+M2+M3 (VA) 0,995 0,56 0,598 0,609 28,5
P+MI1+M2+M3 (C) 0,999 1,0 0,520 0,533 22,6

renoturnos (Nei, 1978).

* CuMOHOTHYECKHE (DEHOTHUIIBI LUTAMMOB OMMCAHb! B BBOAHOM YacTy paszesa 3. Tumnbl cumOuoTHieckux cucteM: C — cHMMeTpHYHBbIE
(pacTuTe/bHbIE FeHOTUITBI UMEIOT paBHOE YHCI0 N, - (PUKCHPYIOLIHX CUMOHOHTOB), A — acummerpuuHble (N,-hukcupyroliye
CHMOHOHTBI IMEIOTCS TOJIBKO JUIst OJHOTO PACTHTE/IBLHONO FeHOTHIA ), YA — yMepeHHO acuMMeTPHUHbIE (/7151 OIHOTO PACTUTEJILHOTO
resotuna uMmeetcst 1a Ny-(pUKCHPYIOLMX CUMOMOHTA, a /151 APYTOro FeHOTHIIA — TOJIbKO OUH ).

** Munekcnl paccuntbiBasu 1o opmysie: H = (1 — pr)X[n/(n — 1)], rae p, — uacrora i-ro renoruna, n — oGLee YHC/I0

3.1. O6Lme 3aKOHOMEPHOCTH

[Tpu conocTaBieHun 7 CHMOUOCHCTEM, BKJIOUAIOIIHUX
2—4 wramMMa pu3oOHil, MOXKHO BUAETb (TabJ. 2), uTo
MaKCHMaJbHasi TeTePOTeHHOCTh (MHAEKChl FT€HHOTO pas-
HoOOpasust 6sin3ku K 1) B UHAJNLHOM COCTOSIHMH CHC-
TeMbl (Mpu t—o0) Beerja peanusyercs st GakTepualb-
HOU MomyJAlMK. B pacTuTesbHON NoMyasiluy BeJHUUHA
H = | xapaktepHa TOJbKO AJs CUMMETPUUYHBIX CHCTEM
«P+M3», «P+MI1+M2» u «P+MI+M2+M3» B
KOTOPbIX UHCJAEHHOCTH PACTUTEJbHBIX ME€HOTHIIOB paB-
Hbl, TaK Kak OHM MMEIOT pPaBHble BO3MOXKHOCTH JIJisl
o6pasosanust N,-dukcupyiouero cum6uosa. B acum-
MeTpuuHbiX cucremax («P+Ml» u «P+M2») pactu-
TeJibHas nonyJasuus 6auska K romorednoctd (H=0,01):
He oGpasyiomnil N,-pukcupyiomne KiayOeHbKH TFeHO-
TUII coxpaHseTcs B cucteme ¢ yactotoil 0,2 % ToJb-
Ko OGusaronapsi jeicreuio Y30 Ha craguum npopacra-
HUA ceMAH. B yMepeHHO aCHMMETPHUHBIX CHCTEMaXx
(«P+M1+M3» u «P+M2+M3») rereporeHHOCTb pac-
TUTEJbHOH MOMYJISLIHK HMEET TPOMEXKYTOUHOE 3HAUEHHE
(H=0,56), KoTOopoe COOTBETCTBYET HAJMUYMIO JOMHHH-
pyIOLLIET0 U MHHOPHOTO T'eHOTUIOB (MepBbIi 06pasyer
N,-dukcupyioune KayGeHbKH ¢ AByMsI LITAMMAaMH PH30-
Ouil, a BTOPOH — TOJIbKO C OJTHUM ILITAMMOM ).

AHnasiua Mojieiu TO03BOJIUJI HAM KOJIMUECTBEHHO OXa-
paktepusoBath IMC, KOTOPYIO Mbl OMpPEesiin, BbIUMC-
JIfis «TIMKOBbl€» YMCJAEHHOCTH, pPeasibHO JIOCTHUTAeMble
Ka)K/IbIM M3 MapTHEPOB Ha t-TOM MHUKPO3IBOJIOLMOHHOM
ukie (6aKTepusMH — M0 OKOHUAHHH KOJIOHH3ALIUU CHM-
OUOTHUYECKUX HHUIII, PACTEHUSIMH — 10ocse POPMUPOBAHUS
CeMsiH) B pMHAJILHOM COCTOSIHMH CUCTEMBI (11pH t—00) npu
XapakTepHo# g Hee yacToTe Ny-(HKCUPYIOLIUX GaKTe-
puii B kay6enbkax, ¥, (0 < ¥W; < 1). 3aTem 3TH 4HC/IeH-

HOCTM OTHOCHJIH K MaKCUMaJlbHO JOMYCTHMbIM «ITHKO-
BbIM» YHCJEHHOCTSIM, KOTOpPble MOTYT ObITb JOCTHTHYTbI
npu ¥, = 100 %. Oxkaszanock, uto HauGojee BLICOKHE U3
NoJIydeHHBIX TIpH 3ToM 3HaueHuit IMC (6auskue K 0,6)
JlOCTUraloTcst 060MMH MapTHEPaMK B YMEPEHHO aCHMMET-
puuHbIx cucremax («P+MI1+M3» u «P+M2+M3»), To
€CTb MPU MPOMEKYTOUHOM YPOBHE MOJUMOPDU3Ma pacTe-
Huil (Taba. 2).

Jlast Toro yToOBl U3YUHUTb NHHAMHUKY (DOPMHPOBAHUS
cuMOKM03a, Mbl MPOAHAJU3UPOBAJIU 3ABUCHUMOCTb T10KA-
3aTesiell ero GUHAJBbHON CTPYKTYPbI (UaCTOTHI FTEHOTHUITIOB
NapTHEPOB MPH t—00) OT CHCTEMHbBIX TAPAMETPOB, Xapak-
TEPU3YIOLIMX JaBJaeHUs 0TOOpa B MOMYJALUAX OaKTepHil
U pacTeHuil, a TakKe 3(hPEKTUBHOCTL UX MeTaboJjuuec-
KX cBs3el. 171 3TOro Mbl MyTeM KOMIbIOTEPHBIX IKC-
NEPUMEHTOB, MPOBEAEHHBIX B BBIUHCJUTEJbHOH cpefe
MathCad2000, onpejesiii OTHOCUTEbHbIE U3MEHEHHSsI
nokasareJjied MeHeTHUYECKOH CTPYKTYpPbl, MPOUCXOJSLINE
PH U3MEHEHHH CHCTEMHBIX mapametpos Ha | % no cpas-
HeHUlo ¢ 6a30BbIMM 3HaueHusiMH (Tabd. 3). B kaxnom
KOMITBIOTEDHOM 3IKCMEPUMEHTE Mbl MEHSIJIH TOJBbKO OJUH
napaMeTrp, a OCTaJjibHble COXPaHSJH PaBHbIMH 6a30BbIM
3HauenusiMm. [To cBoemy 6HOJOrHUECKOMY CMbICTY TM0JY-
yaeMble MPH TOM OTHOCHTEJ/IbHbIE H3MEHEHHUS MapamerT-
POB TEHETHUECKOH CTPYKTYPbl CUHMOHOCHCTEMbI GJIM3KH K
KoahdumeHTam oT60opa, HHAYLUPYEMOTO B MOMYJALHAX
NapTHEPOB B Xojle CUMOMOTHUECKOTO B3aUMOJEHCTBUS,
U Mbl OyJeM Jlajiee Ha3blBaTb 3TH OTHOCHTEJbHbIE H3MeE-
HEHUS1 KO3BOJIOLUHOHHBIMU oTBeTaMu (KIT). Benununnbl
K3T xapakTepuayloT UyBCTBUTEJBbHOCTb MOJEJNUPYEMOK
CUCTEMbl K YACTHbIM M3MEHEHHUSIM €€ CHCTEMHbIX Tapa-
METPOB, KOTOPbIE MOTYT MPOUCXOJUTL B pe3yJibTaTe BHE-
LIHUX BO3JEUCTBUH.
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Tabauya 3
CucremHble apameTpbl MOJI&/IH, UCTI0Ib30BaHHbIE Sl TPOBE/IEHNs] KOMMbIOTEPHBIX IKCIIEPUMEHTOB
[TapameTpbl MojiesIH, XapakTepuayloliie A1eHCTBHE MUKPOIBOJIOLMOHHBIX (PAKTOPOB
Mukpo3BosIOLIHOHHBIE Besiuumnbl,
bakropbl O6o3Ha- Basosbie
p HaumeHnosanust BbIpaxKatolue
UeHus 3HAUeHHs
napameTpbl
MHekebl HHOKYJISILMU pU30Cchephbl p r.0 0,6
s YIALHI D bep Bespasmep-
Ml r.l bl 0,6
i M2 r2 BEJIMUHHBI 0.6
YacToTHO-3aBUCHMBbIH ) M3 3 0.6
ot60p B GaKTepHabHOM i ” P 0 06
HJIEKChl MHOKYJISIUMH KJ1yOEHbKOB n. ,
nomnyJisiluu 8 Ky Y Bespasmep-
Ml n.l b 0,6
M2 0.2 BeJIMUMHBI 0.6
M3 n.3 0,6
OrHocuTe IbHble CKOpOCTH padMHoxkeHust M : P B puzocdepe M1 vl Bespaamep- | 1,1 ul,0*
M2 v2 Hble 1,0ul,1%
M3 v3 BeJIMYMHDI 1,1
JlapunoBckuii or6op OrHocuTe ibHble cKopocTH padMHoxkenust M : P B kiy6enbkax M1 ol Bespaamep- | 1,1 ul,0*
B 6aKTepHabHON M2 o2 Hble 1,0ul,1%
MOy M3 3 BeJIMYMHDI 1,1
OrHocHuTe IbHblE CKOPOCTH oTMHpanust M : P B mouse M1 wl Bespaamep- 1,01
M2 w2 Hble 1,01
M3 w3 BEJIMUMHBI 1,02
.| CreneHHOIl HHIEKC B MOJIE/IM KOHKYPEHLIHH,
YacToTHO-3aBUCHMBbIH U A OHYp Bespasmep-
. | IPOMCXOJSLLEH B pPACTUTEBHOH MOMYJISLHUH
0T6Op B PACTHTEBLHON o A Has 0,6
NpH POPACTAHUU CEMSTH
TOMyJISILIMHI BeJIMUKMHA
WHyunpoBaHHbIi MaxkcumasibHoe KOJIMUeCcTBO ceMsiH, 06pasyeMbIX
6aKTepUsIMH 0TOO KaxibiM pacterueM (nipu 100 % uacrore F_+ Gakrepuit
b DoP IV P . (np o ix P Yucso cemsiH 20
B PACTUTE/bHOM B KJIyOEHbKOBOH HULLIE) max
nonyJasiiuu**
O6beM HHOKYJISILIUK PU30ChEPHOT HUIIH R, 1012
MeraGommeckie MaxkcumasibHblil 06beM KOJIOHH3ALMH pnsocdpuepﬂou HULLIK (1pH R 30- 1012
100 % uacrore F, + 6akrepuil B k/IyGeHbKOBOH HHILE ) max
oOpaTHble CBSI3H - - Yueso K1eTok "
napTHepoB O6beM MHOKYJISILMHT KIyOeHbKOBOH HUIIN N, 10
MakcumasbHbIi 06beM KOJIOHH3aMH KTy6eHbKOBOH HUIIHK (TTPH 14
o, & i Nmax 30 : 10
100 % uactote B Heit Fi,+ Gakrepuit)
#1151 1-ro 1 2-r0 TeHOTUIIOB PACTEHHH NPUHATBI Pa3Hble 6a30Bble 3HAUEHHS (/151 OCTANILHBIX TAPaMETPOB MOA0GHBIE PA3JIMUHs He
NpeyCMOTPEHbI ).
**MaTtemaTuyeckre ornucaHus MHIYLIUPOBAHHOTO OAKTepHUsIMH 0TOOPA M MPOLLECCOB KOHKYPEHLIMH B PACTUTE/IbHOMN MOTYJISLHY
npejcraB/eHbl B crathe: [IpoBopos, Bopobres, 2009.

3.2. O6paTHble CBA3WN NapTHEPOB

Jlns1 aHa/M3a KOYBOJIIOLMK NAapTHEPOB HA MOBbILIEHHE
9(pHEeKTUBHOCTH MyTyaJH3Ma Mbl BbIYHCJHIN BEJHUUHbI
K3T, xoTopble XapaKTepH3YIOT MEPEKPECTHbIE BJMAHUSA
CEJIEKTUBHBIX TPOLECCOB, MPOUCXOAALINX B TOMYJALUAX
pacteHu#t u Gakrepuii. Okazanocb, 4To yCHJeHHE OTOO-
pa B 1noJib3dy OakrepuasbHoro mytanta M1 (Bospacranue
napametpoB vl u @l, au6o yoeiBanue wl, r.1 u n.1; cm.
TabJ1. 3) MOBbILIAET YaCTOTY | -ro pacTUTEbHOIO FeHOTHIIA
(K9T>0), a ycusnenue orbopa B nosibdy myranta M2 (Bos-
pacranue v2 1 ®2, 160 yObiBaHUE W2, 1.2 U n.2) — Ha-

MPOTHUB, CHUXKAET YACTOTY 1-ro pacTUTEJbHOrO TeHOTHNA
(KT < 0). Yeunenue or6opa B oJib3y 1 -ro reHotuna pac-
TeHuil (Bogpacranue P, Ju60 yObiBaHHe A) MOBbILIAET
yactoTy GakTepuasbHoro myranta M1 (K9T > 0), a ycu-
JieHne oT6opa B MoJb3y 2-r0 FeHOTHIA PACTEHUH CHHXKAET
yacroty myranta M1 (K39T < 0).

Bospacranue sdhekTuBHOCTH MeTabOJIHUECKUX CBsI3€i
NapTHEPOB (BbIPAXKEHHON Yepe3 MaKCHMaJsibHble 00beMbl
KOJIOHU3ALMK CHUMOHOTHUECKHX HHILI, JIOCTUraeMble MpH
W, =100 %) noBbiliaeT paBHOBECHbIE YACTOThI GAKTEPH-
aJIbHBIX T€HOTUNOB, (UKcHpyIolX N, B cuMOHO3€e ¢ pas-
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MeTa6onuyeckue
CBA3N
napTHepoB
0.037 0.029

0.212 - 0.254 Eo—
N,- nopaepxuBarolme
cukcupyrowme N,-cbukcupyrowme

reHoTUNbI < GakTepum

GakTepum
0.029-0.040

Puc. |. JuarpamMma CejIeKTUBHBIX TMPOLIECCOB, OMpPenesioUnuX
3BOJIIOLIMIO MYTYaJIUCTUUECKOTO CUMOUO03a (MOoCTpoeHa Ha
OCHOBAHMH BeJIMYUH KOIBOJMIOLMOHHBIX 0TBeTOB, KIT).

Lncpol psiiom co cTpeskamu npeacTasisiior co6oit Benantbl KT,
KOTOpbIe OTPaXkaloT aBjeHnst 0TGOpa B MOMYJISILHN TOro MapTHepa,
Ha KOTOpOTro yKasbiBaeT crpeska. Bemnunnbl KOT npuBenens! s
CrielpUUHBIX MO OTHOLIEHHIO K X03siHy MyTanTtoB M1 1 M2 (cue-
temMa «P+MI1+M2+M3»).

JIMYHBIMH FeHOTHIIaMU pacTeHui. Tak, npu NoBbIlIEHUH Na-
pamerpos R, u N Beanuunsl K9T > 0 66111 nosyueHs!
it M1 u M3 nipu B3auMoieiCTBUM ¢ | -M pacTUTE/IbHBIM
reHOTHIIOM, a TakxkKe Jiisi M2 u M3 npu B3aumoseilcTBUN
€O 2-M reHoTunoM. s 1-ro pacTuTesbHOr0 reHOTHIA Be-
arnunHbl KT, BbluMc/IeHHbIE B 3aBUCHMOCTH OT Mapamer-
poB 00paTHbIX cBsA3eH, 6au3kK K BesnunHam KT s M1
(0,029 1 0,037, COOTBETCTBEHHO).

Anasua pesysibTaToB KOMIBIOTEPHBIX IKCIIE€PUMEHTOB
MO3BOJIWJI HAM MOCTPOUTD AMarpaMmy JIeHCTBUS CEJIEKTHB-
HbIX (DAKTOPOB, OMPEAEAIONIUX IBOMOLHUIO N,-(HUKCHPY-
totero cumounosa (puc. 1). CorsnacHo 3To# auarpamme,
MoJIOXKUTEJIbHAsS MeTaboJinueckasi obpaTHasi CBsA3b, 00yc-
JIOBJICHHAsE OOMEHOM MapTHEPOB TMPOAYKTAMH a30T(HHK-
cauMu M (OTOCHHTE3a, MpeoOpazyeTcss B IMOJOKHUTEb-
HyI0 TMOMYJSIMOHHYI0 0OPATHYIO CB$SI3b, OOYCJOBJICHHYIO
MEePEKPECTHBIMU ~ BJIUSHUSIMM ~ CEJIEKTHBHBIX  (DaKTOPOB,
JICUCTBYIOIIUX Ha pacTeHus U Oaktepuu. Besnuunbl KT,
BbIUHCJICHHBIE JIJIi TEHOTUTIOB 060MX MapTHEPOB B 3aBH-
CUMOCTH OT WHTEHCHBHOCTH MeTaboJMuecKHX O0GpaTHBIX
cesazeit (0,029—0,037), 6ausku K Beauunnam KIT, Bbi-
UUCJICHHBIM Uit GaKTepUil B 3aBUCHMOCTH OT JIABJEHHS
or6opa B pacruresbHoil nonysasuuu (0,029—0,040). On-
Hako BesinuuHbl KOT, BbluMc/eHHbIE /151 pACTEHUH B 3aBU -
CUMOCTH OT JaBJeHus otbéopa B GaKTepHasbHOU TOMyJsi-
1y, Ha nopsiiok Beiie (0,212—0,254). Cnenosaresibho,
[pU BO3NEHCTBUM OAKTEPHUH HA PACTUTEJIbHYIO MTOMYJISILHIO
JIEACTBHE MOJIOKUTEJbHBIX 0OPATHBIX CBA3EH YCUIINBACTCS,
UTO MOXKET ObIThb OJIHUM M3 OCHOBHbBIX (PaKTOPOB MOBbILIIE -
Hust IMC B cUMOHOTHYECKOH CHCTEME.

max

3.3. CneundmyHoCcTb CMMOMO3a

KomnbloTepHble 3KCMEpPUMEHTBI, TTPOBEACHHbBIE HA OC-
HOBE MOJEJIH, MMO3BOJIMJ/IKN HaM BbISIBUTH pa3JiMivsi B AWHA-
MHKE CHeU,M(bl/ILIHbIX 154 HeCHeul/l(bl/IL{Hle 10 OTHOLLUEHHIO K

XO35UHY MyTYaJUCTOB: PHU ICHCTBUU METaGO0JMUECKUX HITH
MOMYJISILIMOHHBIX 00PATHBIX CBsA3eH 0TOOP B MOJb3y HaKTe-
puasbHbX MyTanToB M1 niin M2, o6pasyioniux shekTus-
Hbli CUMOHO3 TOJILKO C OJTHUM U3 PACTUTEJ/IbHBIX F€HOTHIIOB,
6osiee uHTeHCUBEH (BesnunHbl KT 3HaunTe/IbHO BhIlIE),
yeMm oTOOpP B MoJsib3y MyTaHta M3, oGpasytoiero sgdek-
TUBHBIH CUMOHO3 C OOOUMH PACTUTEJIbHBIMH T'€HOTHIIAMH
(tabu. 4). B 10 xKe BpemMs MakcHMasibHble BeJinurHbl DMC,
BbIUMCJICHHbBIE [l KaXKJI0T0 U3 MAPTHEPOB, IOCTUTAIOTCS B
YMEpPEHHO aCHMMeTpUuHbIX cucteMmax («P+MI+M3» u
«P+M2+M3»), To ecTb TpeOYIOT HAJUUUS Hecneluduy-
Horo cum6uoHTa M3 (TabJ. 2).

OBCY>XAEHWE

AHasnu3 ¥MeroLMXest B JuTepatype Mojaeaeid 6060B0-
pusobuanbHoro cumouosa (Jimenez, Casadesus, 1989;
Olivieri, Frank, 1994; Simms, Bever, 1998; Bever, Simms,
2000; West et al., 2001, 2002; Provorov, Vorobyov, 2000,
2006, 2008b) nokasas, 4TO 3BOJIOLMSA MPHU3HAKOB MYy-
TyaJu3aMa B 3TOH CHCTEME MOXKET MPOUCXOIUTh BecbMa
5 PeKTUBHO, XOTSI OHA He CBsI3aHa C MEePEXOJ0M OTHOLLIE-
HUI NapTHEPOB M3 (PaKyJbTATUBHBIX HJIM KOJOTMUECKH
00JIMraTHbIX, He HacJjelyeMblX (POPM B IeHETHUECKH 06-
JIUraTHble, BEPTHKAJbHO Hacjenyemble (opMbl (KOTOpbIE
obecrieunBaeT HaWOOJBIIYIO 3BOJIOLUUOHHYIO CTaOUJIb-
HOCTh cuM6u03a). PaHee Mbl MokKasajii, 4TO 3BOJIOLLUS
MHKPOOHO-PACTUTEJIBHOTO MYTyaJM3Ma OCYyLIECTBJISETCS
6J1arofiapsi CEJIEKTUBHBIM TpoLEeccaM, KOTOPble HHYLUPY-
I0TCS TIOJIOKUTEJIbHBIMU 0OPATHBIMU CBS3SIMH MAapPTHEPOB,
00yCJIOBJIEHHBIMU MPEUMYLIECTBEHHBIM pacrpeieseHueM
pacruresibHbiX C-MeTaboMUTOB B a30T(MUKCUPYIOLIHE KJTY-
6enbku (Provorov, Vorobyov, 2008a). ®opma storo otéopa
3aBUCHT OT CTPYKTYPbI MOMyJsLHK, 06pasyeMoil MUKPO-
CUMOMOHTAMH B HUIIAX in planfa: Npu KJIOHAJBHOM pas-
MHOXKeHHH azoTdukcnpyionux (Fix™) puzobuit B kiyOGeHb-
Kax MPOUCXOJUT IPYNIOBOM (MEXKAEMOBbIN, POJCTBEHHDbI )
oT00p B 1MoJb3y N,-(DUKCUPYIOLIUX IITAMMOB, a NPH CMe-
manHomM (Fix* + Fix™) pagMHOXKeHHUM OCHOBHBIM (haKTOPOM
9BOJIIOLMK MyTyasudma craHoButess Y30, nelcTByomMil B
nonyJasiuusax pu3oOuil Npu KOHKYPEHUMH 32 HHPULIUPOBA-
Hue kayo6enbkoB (ITpoBopos u ap., 2008).

JI1s1 M3ydeHHs1 CeJIEKTHBHBIX MPOILECCOB, HAaMpaBJisi-
I0LIUX 3BOJIOLUI0 6000BO-pU30OHAIBLHOIO CcHMOHO3a B
CTOPOHY YCHUJICHHSI MyTyaJu3Ma, Mbl MPENOJNOXKHUIM, UTO
cumbuorndeckass N,-pukcauus, OCHOBaHHAsg Ha MeTa-
6osinueckux 0OpaTHBIX CBA3SIX MAaPTHEPOB, MHAYLHUPYET B
MONYJISUMH KaXKI0r0 U3 HUX OTOOP, KOTOPBIH BbI3bIBAET B
NoNyJsiUMK JPyroro napTHepa KOIBOJIOLHOHHBIN OTBET,
obecreynBaoUMi ycunenue Mmytyanuama. [Ipeumyuiec-
TBO MPEJICTABJEHHON B HACTOSLIEH CTAThbe MOJEJH MYJib-
TULITAMMOBOH KOHKYPEHUMH 0 CPAaBHEHHIO C MOJEJbIO
JBYX1ITaMMOBOH KoHKypeHuuu (IIpoBopos, Bopobbes,
2009) saknouaeTcss B BO3MOXKHOCTH CPaBHUTEJLHOH Xa-
PAKTEPUCTUKH CEJIEKTUBHBIX JIABJEHHUH, ONMpeAe/sIoIMX
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Tabauya 4

Beanunnbl koaoatouronHoro oreeta (K9T) nis 6akrepuanbHbIX MyTaHTOB, KOTOPbIE pa3JMvaloTcs no cneuuduy-
HOCTH, MposiBJsieMoii pu 06pa3oBaHuu N,-(hMKCHPYIOlEro ckM61M03a ¢ Pa3HbIMU PACTUTEIbHBIMU F€HOTHIIAMU

CHUMOHOTHYECKHE CHCTEMBI

Bennunnnt KT npu o6pazoBanun
3eKTHBHOro CMMOK03a, pacCuMTaHHbIE JUIs

Bapbupyembie napamerpsbi
CrelUpUUHBIX MyTYaJIuCTOB HecrneupUIHOro MyTyailcTa
MI nin M2 M3
P+Ml1, P+M2, P+M3 0,032 0,014
N P+M1+M2 P+M1+M3, 0,019—0,052 0,008
max P+M2+M3
P+MI1+M2+M3 0,037 0,007
P+MI1, P+M2, P+M3 0,0001—-0,0007 0
Pk P+M1+M2, P+M1+M3, 0,029—0,040 0
max? P+M2+M3
P+M1+M2+M3 0,019—-0,034 0,002—0,008

U ee MaKCHMaJIbHOH €MKOCTbIO.

* TTapameTp MoJI0KUTENbHOI 06pAaTHOI CBA3K MEXKIy (PUHAJIBHOMN UMCIEHHOCTBIO Ny-(DUKCHPYIOLIHX GaKTepHil B KIyOeHbKOBOF HHlle

** [lapameTpbl 1aB/eHHst 0TOOPA B MOMYNALMH pacTeHui (cm. Tada. 3).

IBOJIOLIMIO PA3HBIX THITOB MUKPOCHMOHOHTOB B NOJIUMOPE-
HbIX MOMyJALUAX OakTepuid. lif OUEHKH 3THX NaBJeHUH
Mbl HCTI0/Ib30BAJIH MOKA3aTeNH KOIBOJIOLMOHHOTO OTBETA,
K3T (6sm3Kue 1o cBoeMy GHOJIOTHUECKOMY CMBICTY K KO-
sthuumrentam orbopa), KOTOpble MO3BOJSIOT OlLlEHHBATH
NepeKPeCTHbIE BJAUSHUSA CENEKTUBHBIX (DaKTOPOB, 1€HCTBY-
IOLIMX HA PACTEHUS U OAKTEPHH.

Mcnosib3oBaHue 3TOr0 MOAXOAA TMO3BOJNUI0 HAM 00b-
SICHUTb MHOTHE BaKHble 3aKOHOMEDPHOCTH, BbISIBJEHHbBIE
NpU SMIUPUUECKOM H3ydeHHH 3¢dheKkTuBHOCTH G06OBO-
pru3oOHanbHbIX cHcTeM. PaHee Obl10 1M0OKa3aHo, U4TO MpH
B3aUMOJICHCTBUH Pa3HbIX BUIAOB OO0OOBBIX W LITAMMOB
Bradyrhizobium japonicum nanGoJiee 3>PheKTHBHbBIN
cuMOu03 popmupyetcst Ha oHe ero BbICOKOH crietuduy-
HOCTH: LITaMMbl, 06JaalolIie MAKCHMabHOH aKTUBHOC-
Thl0 a30TPUKCALUHY B CUMOHO3€e C COEH, He MPOSABJSIN 3Ty
AKTHBHOCTb B CUMOHO3€ C JIIOMUHOM, a 3P(HEeKTUBHbIE CHM -
OGUOHTHI JIIOTTHHA POPMUPOBAJIM HA COe He (DUKCHUPYIOLIHE
N, ka1y6enbku ([Lopocunckuit, Jlazapesa, 1968). Mcnosib-
30BaHMe MeTOJ1a IByX(aKTOPHOrO AUCTIEPCUOHHOTO aHa -
3a MOATBEPAMJIO 3Ty CBS3b: HauOOJbllIas 3(PHEKTUBHOCTD
cuMOM03a Oblla BbiSBJIEHA MPU MAKCHMAaJbHOM MPOsiBJIE-
HHM HEAIJIUTUBHBIX COPTO-IITAMMOBBIX B3aWMONEHCTBUH
(sIBJISTIOLIMXCST MEPOH crielUpUUHOCTH ), TPUUEM MOBbILLIEH -
Hasi BHYTPUCOPTOBAs U3MEHUHBOCTb PACTEHHH MojaBJsIa
NpPOsiBJIEHUE BLICOKOH CUMOUOTHUECKOH 3(DPeKTUBHOCTH
6aktepuit (IIposopos, Cumapos, 1992; ITpoopos, Tuxo-
nosuu, 2003; Provorov, Simarov, 1990).

Ananuz Mojesn JBYXIITAMMOBOE KOHKYPEHIHH [OKa-
3an (IIpoBopoB, BopoGbes, 2009), uTo 10MHHHPOBaHHE
HecnelUUUHBIX MO OTHOLIEHHIO K pacTeHusM N,-(HKcH-
PYIOLIMX CUMOMOHTOB MO OTHOLLIEHHIO K He (PUKCHUPYIOLIUM
N, cumOHoHTaM ocylecTBJ/sieTcsl B 6oJiee y3KOM JMarna-
30HE YCJOBHI (TOJBKO B MOHOTOHHOM PEXKMME MHKPO3IBO-

JIOLIUK ), UEM JIOMMHUPOBAHUE CTELUPUUHBIX CUMOUOHTOB
(OHO BO3MOYKHO Kak B MOHOTOHHOM, TaK W B KoJjebare/ib-
HoM pexkumax). [1pu aTom Bozpactanue IMC MoKeT ObITh
CBfI3aHO KaK CO CHUXKEHMEM YDPOBHSI H3MEHUYMBOCTH pac-
TUTEJIBHOU NonyJsiuud (Npu HauboJee XapaKTepHOM LS
MyTyasi3Ma MOHOTOHHOM PEXUMe MHUKPOIBOJIOLMH ), TAK
¥ C €ro MoBbIlIeHUEM (TPH MeHee XapaKTepHOM I MyTya-
J3Ma KosebaTesnbHOM pexume ) (puc. 2). B cootBeTcTBHM
C NPEACTAaBJEHHON B HACTOSILUEH CTaThe MOJEJbIO MYJIbTH-
LITAMMOBO# KOHKYPEHLMH, TaHHbIE 3aKOHOMEPHOCTH MOTYT
ObITb 00YCJOBJICHbI TEM, UTO B MOJUMOPQHBIX MOMYJISALHAX
pu3o6uil aBjeHre oT6OPa B M0JIb3y CrielUMUUHBIX MYTY-
AJIMCTOB BhIlIE, YeM B M0JIb3y HECMEelUH(pUIHBIX MyTyaauc-
ToB (Tadu. 4). [1pu sToM MakcuMasbHble BesnuuHbl IMC
JIOCTHTAIOTCS MIPH TIPOMEXKYTOUHOM YPOBHE TOJUMOPU3-
Ma PacTUTEJIbHOH MOMYJSALMH, TO €CTh TOTJA, KOTJa B Hel
MPUCYTCTBYIOT JOMHHHUPYIOIMHA M MHHOPHBIH TE€HOTHUIIbI
(Taba. 2).

[IpencraBieHHble pe3y/bTaThl MOTYT ObITh HCIOJB30-
BaHbl B CEJIEKIIHOHHBIX TIPOrpaMMax Mpu Co31aHuu Mojieei
COPTOB PAaCTEHUI U KOMIJIEMEHTAPHBIX UM GaKTePHUAJbHBIX
MHOKYJIIOMOB, COUETAHUE KOTOPBIX 00ECIEeUHBACT BbICOKYIO
9((HEeKTUBHOCTL MyTyaju3Ma B YCJIOBHSX KOHKYPEHLHH
MPOU3BOJICTBEHHBIX ITAMMOB pU300UI ¢ HeI(HEKTUBHBI-
MH MECTHBIMH LITAMMAMH. DTH MOJEJHU MOTYT ObITh OCHO-
BaHbl Ha TOM, YTO ONTHMAaJbHbIE YCJAOBUS JIJIS BHITECHEHUS
13 KJ1yOEHbKOBON HULIM He hukcupyionx N, pu3obuii co-
31aI0TCs TIPY HAJIMUKMHK B OAKTEPHABHON MOMyJALHH LITaM-
Ma, CMeLUPUIHOTO K JIOMHHUPYIOLLEMY FeHOTHITY pACTEHH
(ero wactora coctapasier 83 %), B coyeTaHHH ¢ Hecre-
UUOUUHBIM LITAMMOM, KOTOPBIH 06pasyeT N,-dukcupyio-
iMe KayGeHbKH KaK ¢ JOMUHUPYIOLIMM, TaK U C MUHOPHBIM
pacTUTE/IbHBIMH T€HOTHNIAMH (4acTOTa MOCJAEHEr0 paBHa
17 %). B 3TuX cucTeMax 4acToThl CrieludUUHbIX U HE Cre-
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Puc. 2. CBs3b adeKTUBHOCTH cUMOHO3a ¢ noauMophu3mMom
pacTUTEJbHON NonyasuMM Npu  KoJjebateibHom (A)
1 MoHoToHHOM (B) pexxumax MukpoaBoJOLUH

AheKTUBHOCTL MyTyaucTHueckoro cumbrosda (dMC) otieHnBamu
1o pUHAILHON YacToTe HecTel(pUIHOro cCMMOHOHTa (300 ), KOTOPHBIH
o6pasyet N,-dukcupytorire KinyOGeHbKH ¢ 060UMH MMEIOLIMMHUCS
B cucTeMe pactutesbHbiMH reHotunamu (ITpoopos, BopoGbes,
2009); noaumopduaM pacTUTeNLHON TIOMyJISIIHKE XapaKTepr30Ba-
JIM HHJIeKCcoM reHHoro pasnoo6pasusi, Hp (Nei, 1978). Jlunuu, co-
e/MHsolMe Gesible KBajlpaThl, MOKasbiBaloT aMHaMuky DMC npu
M3MEHEHHH MHIEKCA OTHOCHTEbHON KOHKYPEHTOCIOCOGHOCTH 1-T0
pacrutesibHoro resoruna ot 1 o 4 (A) i ot 1 1o 3 (B); nHuK,
COEIMHSIIOLINE YePHbIE TPEYTONbHUKH — auHaMuky DMC npu us-
MEHEHHH HMHJIEKCa 4acTOTHO-3aBHCUMOrO O0TOOpa B PACTHTEJILHOH
nonyJsiin ot 0,8 10 1,05 (A) wi o1 0,5 10 0,7 (B)

LMGMUUHBIX K XO3sIHHY a30TuKcaTopos 6ausku (36,8 % u
34,7 %) v npeBoCXoaAT YacTOTy hUKCHpyIoLLero Ny «CHM-
Guonta-oomManmka» (28,5 %). Auanus pesy/bTaToB
KOMIbIOTEPHBIX KCTepUMeHTOB (TabJj. 2) nokasaJj, 4To
BesuunHbl IMC it 6akTepuil U pacTeHUi KOPPEJUpyIOT
mexty coboii (r = 0,95; P < 0,01), Ho He KoppesnpyloT ¢
4acToTol He pukcupyioniero N, (poAUTEbCKOTO) LITAMMa
B nouBeHHo# Hule (r = —0,07; P > 0,50). 910 npeanosa-
raeT, 4To JOCTHKEHHUE [ITAMMAMU-HHTPOLYLIEHTAMH BbICO-

KO¥ 3(ppeKTUBHOCTH CUMOHO3a He TpeOyeT MX MOBbILIEH-
HOH MPUKUBAEMOCTH B MOUBE.

Jlpyro#i mnpakTHUeCKH 3HAUUMBbIH acMeKT aHaJjnu3a
NPEJIOKEHHOH MOJIE/IH 3aKII0UAeTCs B aHAJNU3€ TEHETH-
UECKHX MOCAECTBUI NOMIEPKAHUS B TIONYJALHY PU30OUT
cOasiaHCcUpoBaHHOTO nosumopduama. Cam akt ero yc-
TAHOBJIEHUS O3HAUAET, YTO B CUMOMOTHUECKOH CHCTEME
JICHCTBYIOT CeJIeKTHBHbIE (DAKTOPbI, HaTpaBJEHHbIE Kak
Ha MOBbILIEHHE, TaK W Ha CHUXeHue N,-(HKCHpYyIoleH
akruBHocTH (Foster, Kokko, 2006), a cienoBatesibHo, B
reHoMax GaKTepuil JOJXKHbBI CYLLIECTBOBATH M'eHbl, (DYHKIIH -
OHUPOBaAHME KOTOPbIX 0OECeUUBaET KaK BbICOKYIO, TaK H
HUM3KYI0 MHTEHCHBHOCTb CUMOUOTHUECKOH N,-ukcaiuu.
BroisiBiieHHe TeHOB 00eUX Ipynm npejacTaB/seT 60JblIok
UHTEpeC JIJIi KOHCTPYHPOBAHHUS XO3AHCTBEHHOLEHHBIX
ITAMMOB PU300UH, KOTOPOE MOXKET ObITh CB3aHO Kak
C yCUJICHHEM AKTHBHOCTHM I'€HOB MEPBOH KATErOPUH, TaK
U C 3JIMMHUHAUMWEN reHoB BTOpoH KaTeropuu. lenernuec-
KHe MoauduKaluud 000UX TUIIOB OMUCAHBI B JIHTEPATYpe
(Bosworth et al., 1992; Sharypova et al., 1998), onna-
KO, KaK MokasaJsia Halia paboTa, OHH CMOTYT 06€eCreuynTh
CyllleCTBeHHOe Bo3pacrtaHue 3(PPEeKTHBHOCTH CUMOHO3a
TOJIbKO B COUETAHUU C ONTUMHU3AUUENd 00UIEeH CTPYKTYPbl
MUKPOOHO-PACTUTEJbHOU CHCTEMbI, oOecrneunBaiollei
BblcOKME 4acTOThl N,-(DUKCHPYIOUIUX 1ITAMMOB B KJy-
6eHbKax pacTeHHH.

PaGora nomnepxkana rpantamu PODM 06-04-48800a
1 09-04-00907a.
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Simulation of legume-rhizobia symbiosis evolution under
the multi-strain competition of bacteria
for inoculation of symbiotic habitats

N. I. Vorobyouv, N. A. Provorov

% SUMMARY: The model is suggested for evolution of N-fixing
legume-rhizobia symbiosis implemented under the conditions
of multi-strain bacteria competition for inoculation of symbiotic
habitats (rhizosphere, nodules). Competitiveness of each strain
is characterized by the power coefficients which reflect the opera-
tion of frequency-dependent selection in the rhizobia population.
When polymorphic bacteria populations are interacting with the di-
morphic plant population, the selective pressures in favor of host-
specific symbionts (forming N,-fixing nodules only with one of the
available plant genotypes) are higher than the pressures in favor
of non-host-specific symbionts (forming these nodules with both
plant genotypes). The highest mutualism efficiency is reached un-
der an intermediate level of plant population diversity.

& KEY WORDS: nodule bacteria; symbiotic N,-fixation; mutualistic
symbioses; natural selection; positive partners’ feedbacks; polymorphism
of populations; multi-strain competition; inoculation and colonization of
symbiotic niches.
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