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CUMBUOIEHETUKA
MWUKPOBHO-PACTUTENbHbIX
B3AMMOAENCTBUN

BBENEHUE

Bsaumogeiicrans ¢ MUKPOOPraHH3MaMH HIPAlOT OTPOMHYIO POJb B JKH3HH
pacTeHuii: ofHH MUKXPOOBI yTyHIIAKOT MX Pa3BUTHE, BBIIONHAA LIHPOKUIA Kpyr
MANTHBHO 3HAUYMMBIX (BYHKUMI (MuTaHKe, GHOKOHTPOL IATOTEHOB, PEryISILHs
Pa3sBUTHA, BLIKMBAHHE B CTPECCOBBIX YCIOBMSX), TOTJA KaK APYTHE CHIXKAIOT
BBEKHBACMOCTD XO3A€B MM IAXKE NIPUBOAAT UX K ru6enu. s XapakTepucTHKH
9THX B3auUMOIeHCTBUA AHTOH ne Bapy (uurt. 1o [19]) B 1879 r. npemioxun no-
HATHE «CUMOHO3», KOTOPbIiT ONIPe/IesInl KaK ITUTENBHOE COCYILECTBOBAHUE He-
POACTBEHHBIX OpraHn3MoB. [1o3/Hee 710 noHATHE GbINIO CYKEHO U JOTOE Bpe-
M# UCIT0JIB30BANIOCH JUIst 0003HAYEHMS JIMIIb MY TYaIMCTUYECKUX (B3aHMOBBITOZI-
HbIX) oTHOWEHHH. OIHAKO B HACTOAILLEE BPEMS LIENECO0OPa3HO BO3BPATHThCS K
MCXO/HO LIHPOKOMY ONPeACIEHHIO CUMOHO3a, TOCKOJIBKY OKA3aJI0Ch, YTO MYyTY-
AJHCTUYECKHE U AHTATOHUCTHYECKUE B3aUMONCHCTBHS KOHTPOIUPYIOTCSA CXO/l-
HBIMH MOJICKYJIIPHBIMH MEXAHH3MaMH, @ TAKXKE CBA3aHbl MHOTOYUCIECHHBIMH
3BOJIOIMOHHBIMH riepexosamu [6, 60]. C reneTHuecKol TOUKM 3penus HanGomee
CYIWECTBCHHAIM SABJIAETCA pasaesiecHue cuMOMO30B Ha (GakyaLTATHBHBIE, IKONO-
THYECKH OONMIaTHBIE M IeHETUYECKU OGIUMIaTHbIE. DTH THITHI CUMOHO30B pasnu-
HaTCA 110 CTEIIEHH 3aBHCHUMOCTH MUKPOOPIaHU3MOB OT PaCTEHUIl, a TakxkKe Mo
YPOBHIO CTICLHAIN3ALMH, JOCTUTHYTOMY B XOA€ KOIBOJIIOLMU IAPTHEPOB U Bbl-
ABJIIEMOMY NIPH F€HETHYECKOM aHaNU3e B3aumoneiicTaus (Tadn. 1).

AKTHBHOE U3y4EHHE MOJICKYJISPHO-TEHETUIECKMX IIPOIIECCOB, JIEKALLHMX B OC-
HOBE (POPMUPOBAHHS, GYHKIMOHHPOBAHUS U IBOIIOLMHM CUMOHO30B, TpebyeT OT
I'€HCTHKOB OIIPEAGIIUTE MECTO 3HAHUI 06 MX KOHTPOJIE B CUCTEME COBPEMEHHbBIX
Guonoruyeckux Kouuenuuit. MHKpOGHO-pacTHTENIbHBIE CHMOHO3bI, UMEIOLIHE
0OJIBLIOE IKOJIOTHYECKOE H NPAKTHYECKOS 3HAYEHHE, IPENOCTARIAIOT Psij ya00-
HBIX MOJeNel Ul peLeHus 3Toi 3a1a4u.

CUMBNO3 KAK TEHETUYECKUN QEHOMEH

A. e bapu npeioskuIl prcKkoBaHHBIH TEPMUH «cHMOHO3» (rpeu. ovuPiwon —
HE3aKOHHOE COXUTEIBCTBO, a/l0JILTED), yCMATPHUBAS CXOACTBO MEX/LY B3aHMO-
AEHCTBUAMH HEPOACTBEHHBIX OPIaHM3MOB M MOJIOBBIMH IIPOLIECCAMH, HPOUCXO-
JAIMMH [PH KOHTaKTax GIM3KOPO/ICTBEHHBIX OpraHu3MoB. [IpaBoMepHOCTH ITo-
T0 110/X0/1a CTaJla O4CBUIAHON 0J1aroiapsa aKTHBHOMY M3YHEHHIO MOJIEKYJIAPHBIX
OCHOB B3aUMOJENCTBHSA, IIOCKONBKY BBIAICHHUIIOCH, YTO CUMOHO3, KaK M MONOBOM
TPOLECC, OCHOBAH Ha OObENHMHEHUN IE€HHBIX CHCTEM, PAHEE IIPUHAMIEHKALINX
pa3sbiM uHaMBHIaM. OHAKO CTaJIO SICHBIM U TO, YTO TOHKHE MEXAHU3MEI, a TaK-
%€ IBOJIFOLIHOHHBIE NOC/IEACTBUSA ITOrO 00beAUHEHUA paziuyHbl (Tab. 2). Jeit-
CTBHTEJILHO, NMPU CUMOHO3€E PACIIHPEHHE SKOTIOTHUECKUX BOZMOKHOCTEH mpo-
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Tabnuya 1
OcHOBHbIE THIIbI MHKPOOPraHuimMoB, B3auM0nel“acrsymmnx € pacTeHHAMH
Kiiouepbie CBONCTBA MUKPOCHMOHOHTOB JleficTaHe Ha KH3HECNOCOGHOCTL X035HHA
3aBHCUMOCTH OT Ie”HeTHYECKIE OCHOBBI alanTaly npu IlonoxurenbHOE: MyTyaiuim O'I'pl/lLlaTeHbHOCI napasuTHiM
XO034UHa cumbuose

@akynbTaTHBHAA B3auMoseliCTBYIOT ¢ XO3HHOM, HCIIOb-

PusochepHple GakTepuu, GeCCHMITTOMHBIC 1 aMOHBAICHTHBIE SHAO(HTHI H

3ys Te e PYHKIMH/TEHBI, 4TO U NIpH 3MHOHUTH

aJIaTTally BO BHELIHEH cpesie
OKOJOTHUECKH B3aumMoaeicTBYIOT € XO34HHOM 3a CYET Pusobun, Frankia, azotduxcupyromue BonbuIMHCTBO PUTONMATOrEHHBIX
obimratHas® (hyHKUHA/TEHOB, HE HCIIONB3YEMBIX BHE sugodutst (Acetobacter, Azoarcus), rpuboB u GaxtepHit

cumbuosa IKTOMHKOPH3HbIE IPHOBI
"enetnyecku X039MH — €AMHCTBEHHO BO3MOXHaA [‘nomycosble rpubbt MHKOI1a3MBbl, BUPYCHI
obsiraTHas cpesa AJst pa3BUTHA M Pa3MHOXKEHUA

(yrpara GpyHKUHH/TeHOB, HEOOXOIUMBIX
JUIA OCYHIECTBICHNA ITUX QYHKLHI BO

BHelHel cpene)

Mpumcuanuc: * [ToHate sxonornycckoii o61HraTHOCTH cHMOMO032, H3HAYATLHO IPC/UIOKCHHOC [UI XapaKTCPUCTHKH 21alTHBHOTO NOTCHUHATA
pacTcHuit-x035cB [50], MBI HCIIONB3YCM B OTHONICHHUM MX [CHCTHYCCKH CIICLMATTH3MPOBAHHBIX MUKPOCHMOHOHTOB, KOTOPBIC OCYIICCTBISIOT KOJIOHH3A-
LMIO XO39MHA Ha YCTKO AUPHCPCHUNPOBAHHON 9acTO 06A3aTCABHON CTAMM KHIHCHHOTO [IHKIA.

Tabruya 2

CumM6103 1 (napa)ceKcyaibHbIe MPOLEecChl: 0CHOBHbIE GOPMBI FeHETHIECKOH HUTErPALMH OPraHH3MOB

CpaBHenns

Cumbuos

Poacrtso naptHepos

HepoacTserHbie (popMbl (4acTo
NPOKAPHOTHI H 3YKapHOTHI)

Cy6bexTbl BHTErPaLH

Lensie opranu3mbl

PexomMOuHaLINA FeHOB
MApTHEPOB

HeperynsipHas* (Bo3MoxeH
criopagnueckuil nepeHoc
I'EHOB)

OpraHu3msl, y KOTOPBIX
[1OBBIAETCA aAaNTHBHBI
THOTEHLHAN

CumbuoTndeckue napTHepsr**

MexaHH3Mbl NOBBILLIEHUA
afalTHBHOTO MOTEHLHAIA

Bzaumoneiicrsus (QyHKumo-
HajbHas HHTCrpaLus) TeHOB
napTHepos (110 THIY KOMILIe-
MEHTALNK HIIH JMHCTA3a)

(OCHOBHBIE 3BOJIOLIMOHHAIE
MOCAeACTBUSA

Canbranui (BKIIOYAs BO3HHUK-
HOBCHHE HOBBIX XH3HEHHBIX

Gopm)

. MMapacekcyanbHbie TPOLECCH Y
Ionosoii npouece y syxapuo
NpOKapHoOT
[panaiexart k oaHoMYy (671H3KMM) BUAGM Bapsupyer
Crienann3upoBaHHbIe KIETKH (Uenble TeHoMb! WK uX GparMeHTsl
OpPraHH3Mbl Y OJHOKIETOUHbIX)
O6s3arenbHas (06bI4HO 00bEIMHEHNE O0s3aTenbHas (OOBIMHO NIEPEHOC
LIENIBIX TCHOMOB) HeGOoNbLINX (pParMEHTOB TeHOMa)
MeitoTHueckHe TOTOMKH TapTHEPOB PeumnneHTsl epeHeceHHBIX TEHOB
IMostBieHHE HOBBIX 'eHOTHIIOB M WX CErpeE- HHTerpauns HOBBIX TEHOB B T€HOM
FaIlHA TyTEM TOMOOTHHHON PEKOMOUHALIMK | PELHMIUEHTa MyTeM FOMONOTHYHON
W Meio3a WIH caiT-crieudryecKoil pexom-
6nHauuH

'pamyanbHble H3MEHEHNA (B TIpesenax Canbrauni (KOJTOHHU3ALMSA PEKOM-
IKOJIOTHYECKOH aMILTHTY LI POAUTEIIECKHX GUHAHTAMH HOBBIX HHULI, paHEe
dopm) JOCTYITHBIX JIMIIB JIOHOPY)

lpuMcuannc: * 3a HCKIIOYCHHCM CHCTCM «Agrobacterium-pacTCHHE; **MHKPOCHMOHOHTBI IIPH NTAPA3UTHIMC, ofa napTHepa NnpH MyTyannu3Me.

HCXOHUT HEMOCPEACTBEHHO Y B3aUMOJEHCTBYIOIMX Opra- JUIS TIOBBIIIEHUS 3alITUBHOrO NOTEHLUAIA JTUIIb Y [T0TOM-
HH3MOB yTeM (YHKUHOHAJILHON HHTErpauuy reHoB, 4TO KOB B3aUMOJIEHCTBYIOIUX (poauTensckux) ocobeit. B 3ol
00bI4HO He TpeOyeT uX pekoMOMHALUM, TOrAA KAK IIPH I10- CBA3Y MHTEPECHO OTMETHTD CXOJICTBO CUMOHO3a C Iapacek-
JIOBOM IPOLIECCE PEKOMOMHALMSA OTKPBIBAET BO3MOXHOCTh CyaJIbHBIMH HPOLECCAMH Y IPOKAPUOT, B KOTOPbIE 4acTo
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BOBJIEKAKOTCH TAKCOMHOMUYECKH y/lajleHHbIE OPraHH3Mbl H
KOTOpBIE MOI'YT 0O€CIIEUUBATE CAbTALMOHHbIE H3MEHEHHS
UX aJalTUBHBIX CBOMCTB.

XOTs FeHETHYECKOE H3yHeHHE HAYATIOCh OIHOBPEMEHHO
At mytyanucrdeckux [40] u maroreunsix {20] Mukpo6-
HO-pPaCTUTENLHBIX B3aUMOJAECHCTBHIH, B TEUCHHUE I1OJIyBEKa
9TH UCCEIOBAHNUS Pa3BUBAIUCH HE3aBHCUMO, 4TO ObLIO CBA-
3aHO ¢ OPMHPOBAHUEM (UTONATONOIMH i se, @ TAKKE C
TPYAHOCTAMM PACCMOTPEHUS MyTyalu3Ma B paMKax TEOPHU
ecTecTBeHHOro ot6opa [41]. OgHako o Mepe HAKOILICHMS
J@HHbIX O TEHETHKE «HOJIE3HBIX» U «BPEAHBIX» B3aUMOAEH-
CTBMH BBISCHUJIOCK, YTO U T€, U APYrHE OCHOBAHB! Ha CTa-
HOBJICHHH (DEHOTHIIOB, KOTOPHIC He OOHAPYXUBAKOTCH Y
NapTHEPOB BHE B3aUMOJEHCTBHUS, YTO OTKPBUIO BO3MOXK-
HOCTB OIIMCAHUA MyTyannu3Ma ¥ aHTaroH1W3Ma B €MHBIX I'e-
HETHYECKUX TepMHHaX. [103ToMy cuMOMO3bI NpUBIEKIIH
BHHMaHHE T€HETHKOB BO3MOXKHOCTDIO HE TOJILKO BBISBICHUS
HOBBIX I'€HOB, HO M IE€PEBOJd FeHETHUYECKOrO aHalu3a B
NPHUHUHKINAILHO HOBYIO MJIOCKOCTh MEXOPraHM3MEHHOM
resetnku [34]. TlouBy s CHHTE3a 3HAHMIL O KOHTpOJIE My-
TyaJI3Ma M aHTarOHM3Ma CO34aJ10 BLISICHEHHE CXO/CTBA MO-
JIEKYJAPHBIX MEXaHU3MOB UX KOHTPOJIS CO CTOPOHBI KaK pa-
CTEHHUH, TaK K MUKPOOPraHu3mMos 51, 53, 56]. D1oT cuuTe3
NpUBeN K 0QOPMIIEHHIO HOBOTO HANPABJIEHHUA MeHETHKH —
cumbuozenemuxu, B pa3sBUTHH KOTOPOH KIIOYEBYIO pOIb
CBITPAJIM MOJAENIM MUKPOOHO-PACTUTENLHBIX B3aUMOJCH-
crBui [7].

Byny4n mupokoii o61acToio 3HaHMiA, cUMOHOreHeTHKa
o0najiaeT cOOCTBEHHBIM IIPEIMETOM U METOIONOIHEH Heclle-
AoBanuii. Ilpenmer cUMONOTCHETHKH MOXKET ObIThL Onpeje-
JIEH KaK HAO0OP2AHUIMEHIblE 2EHEMUYECKUE CUCIEMbI, COCTO-
ALME U3 «CUMOMOTHYECKHX)» (S)/) IeHOB HEPOJCTREHHBIX,
HO OY€HB TECHO B3aUMO/ICHCTBYFOLLMX OPraHM3MOB (4acTO —
HPOKApUOT U 3yxapHot). Ilpu 3tom cumbuoTtHueckue azan-
TN B3aUMOJCHCTBYIOLIMX MAapTHEPOB JODKHBI PACCMAT-
PUBATBCS KaK Pe3yNbTaT (QEHOTUIIHYECKON peaslM3alliy Ha-
JOPraHU3MEHHBIX TEHETHYECKNX CHCTEM, TOLAa Kak Mopdo-
Gusnomornyeckue MM NOBeJEHYECKUE AaJarTaliy
CBOGOIHOKMBYIIMX. OPraHU3MOB SABJIAIOTCA UTOIOM (hEHOTH-
[IMYECKON peanu3aldy MHIUBU/YaIbHBIX F€HOTHIIOB.

Vike B NepBEIX CUMOHOTeHeTHYEeCKUX paBoTax ObuIo
BBISIBJICHO [IBa THIIA B3aMMOJECHCTBHS IeHOB APTHEPOB: 1)
KOMIUIEMEHTapHOe — CUMOHOTHYECKHUH beHOTUN pa3Bu-
BACTCS JIMILG [IPM HAIM4YMH Y TIAPTHEPOB ONpeielieHHOMN
napbl IeHOB (CHCTEMBI «TeH-Ha-rewy; [20]); 2) onucraru-
YeCKOe — HapylleHHe CHMOMO3a, BRI3BAHHOE MyTauueil
OJIHOr0 U3 MapTHEPOB, CYNPECCUPYETCA MyTalueil Apyro-
ro naprHepa [40]. BoocijieacTBUH BbIACHUIOCH, YTO B CUM-
OHOTHYECKOH CHCTeME «B3aNMOENCTRUS FEHOBY ABJAIOT-
Cs HE MEHEe TECHBIMHU, YEM B MHIMBHJYaJbHOM OpPraHu3-
Me: OHH YaCTO OMOCPEAOBAHBI CXOAHBIMU MOJICKYJISPHBIMH
CHUTHaJIaMH, KOTOPBIE IIpH CUMOHO3€ OCTYNAKT B PACTH-
TEJLHBIH OpPraHu3M Yepe3 KHHA3HbIE CUCTeMBbI [56], a B
GaKTepuu — yepes Oj(HO- HJIH ABYXKOMIIOHEHTHBIE MOJIY-

sATOpR! TpaHcKkpuituuu [ 16, 47]. Kpome Toro, o6men napt-
HEPOB CHI'HAJIaMU YaCTO CONPOBOXKAAETCSH BTOPUUHBIMH
PETYJIATOPHBIMHU [IPOLECCAMHU, HHAYLHPYEMBIMH B Opra-
HU3ME X035MHa (CHCTEMHBIE WIIH JIOKAJILHBIE CHTHAJILI) HITH
B IIOTIYJISILIMM MUKPOCHMOHOHTOB (aBTOPEryIALUA [10 THITY
«quorum sensing»), 4T0 OTKPHIBAET JOMOJHUTEILHBIE BO3-
MOXXHOCTH JUIS IOBBIIICHHUS LENOCTHOCTH CUMOUOTHYEC-
KoM cuctemsl (puc. 1).

Taxkum o6pasom, paccmarpuBas CMMGHO3E! KaK BBICOKO
MHTCTPUPOBAaHHbIE OMOIOTHYECKHE KOMILIEKCh], MBI JOMK-
HbI [IPU3HATH HAIUYUE Y HUX HE TOJIBKO peHoTUnOoB [34], Ho
U FeHOTHNOB — HaZlOPraHU3MEHHBIX TEHETUYECKHX CUCTEM.
Hust cumbro3a COOTHOIIEHHE MEXKIY TEHOTUIIOM U (eHOTH-
oM oObIYHO peanusyetcs B Gopmax: 1) TecHoii merabonu-
YECKOH MHTerpaluy, BKIOYaroued oOpasoBanue obmux
nyTeii 6nocuHTe3a 1 KaTaGoM3Ma, KOTOpble HAYMHAKOTCA B
OTHOM W3 [IAPTHEPOB M 3aKAHYUBAKOTCS B APYroM; 2) pa3Bu-
THSL HOBBIX CTPYKTYP, KOTOPbIE UMEIOT XHMEPHYIO HPHPO-
Iy — COZEPXAT KOMIIOHEHTHI, KOJINPYEMbIe reHaMu 000HX
napTHepos (puc. 2). B omuue o1 peHoTHIA cCBOBOHOKH-
BYLIEro OpraHu3Ma, KOTOpPBIA GopMupyercs Kak HopMa pe-
aKIMH €ro IreHOTHUIA Ha yCIOBUs OKpYyxaroleit cpeapl [3],
(eHoTHI CHMOMOTHYECKOH CHCTEMBI ABJAETCSH IIPOLYKTOM
MHTEIPATUBHOTO B3aUMOJACHCTBUS FEHOTHIIOB ABYX Wiu Go-
Jiee NapTHEPOB, @ TAKXKE KKAOIO U3 HHUX ¢ BHEIUHEH cpe-
no# (MpH SHAOCHMOHO3E B3aMMOAEHCTBHE MUKPOOPTaHU3-
MOB CO CPE/IOH OMOCPEHAOBAHO XO3AMHOM ).

QyHKUMOHAJIBHAA LIENOCTHOCTh HAIOPraHH3MEHHBIX TEH-
HBIX CHCTEM ONpEENAET METONONOTHI0 CHMOMOTeHETHKH,
OCHOBAHHY0 Ha TOM, YTO (DyHKUMU GONBLIMHCTBA SYM-TEHOB
HE MOTYT OLITb aIeKBaTHO U3y4eHb! B OTCYTCTBUE CrieLIAd Y-
Horo napThepa. IIpu bakynpTaTHBHBIX U 9KOJIOTHYECKH 0O-
JIMraTHBIX cUMOMO3aX Sym-TreHbl MOIYT 6BITH U3MEHEHBI Y
KaXX/I0TO U3 MAPTHEPOB 110 OTJENBHOCTH, TIOCIIE YEro YAaeTcs
3HAUMTENLHO PACLIMPHTDL BO3MOXKHOCTU [EHETHYECKOrO aHa-
JIM3a 3a CYET PasaM4HbIX COYETAHUH eHOTHIIOB IIapPTHEPOB.

ﬁf

Puc. 1. Cuenarvnbie gzaumooeticmeus
6 cucmeme 606060-pu30bUALLHO20 CUM-
buosa.

A — o6MCH nTapTHEpoB curHanamu (dra-
BOHOW/BI M 6cTanHbl pacreuii, Nod-akTo-
pbl pu3obuit); B — aBroperynsuns reHos %@
BHPYJICHTHOCTH y pu30o0uii (1o McXaHH3My &
quorum scnsing); C — CHCTCMHBI KOHT-
ponb KiIyOcHbKOOOPa30BaHHSA Y PACTCHUS

s Hh
’dt?i& A
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Puc. 2. Ob6vedunennas cucmema memabonusma azo-
ma u yenepoda npu eHympukiemoyHom cumbuose 60-
bosbix pacmenuii ¢ puzobusimu (us [28]; moouduyu-
POBAHO).

OcpmentHbie cucTeMbl: CC — caXapo3oCHHTA3a,
KA — xapboanruapasa, GEINK — docdocronmupysar-
kapbokcunasza, MJII" — manar-neruaporcrasa, I'C — riy-
TaMuH-cuHTeTaza, ' TC — HAJID-3aBHCKMan riayramar-
cuntasa, TK — umk1 TpukapGOHOBEIX KHCIIOT.

Benku-niepeocunkn: FixGHIS — Cu'™-3asucumas npo-
toHHas nomra, FIixXNOPQ — ki1y6cHek-cricnuguucckas uu-
ToxpoM-okcuaasa, DetA — cykuuHaT-ncpmecasa (dcA —
[ICPCHOCHMBIC B GAKTCPOUI AHKAPOOHOBBIC KHCIIOTHL).

Crpykrypsl: [IBM — nepubaktcpounnas mcMmOpana
(oKpyKacT cCHMOHOCOMY —— OCHOBHYIO CYOKIJICTOUHYIO CIH-
auuy cumbuosa), BM — Gakrcponntas Mcmbpana (okpy-

+

yk *act Baxrcpona — myboxo anddepcHUHpoBaHHY O Oak-
HAZH TCPHANBHYIO KICTKY, dukcupyloiyio N,)
2
Govar
AD HAL
/ Manar
AT® HALO'
my A Ty
-+

NH,

AlD + D,

IMpu 5TOM KOMGHHHPOBAHHE [EHOTHIIOB MHKPOCHMOHOHTOB
1 X035€B MOXKET PACCMAaTPUBaThes Kak ocobas hopma rudpu-
JIOJIOrMYECKOTO aHaln3a, YTO COOTBETCTBYET MPEICTABICHHUIO
0 cumOuo3e Kak 0 GopMe CKpenMBaHUH, B KOTOPYIO BOBJie-
KalOTCA HEPOJCTBEHHbIE OpraHu3mbl [5]. B pesynwrare atoro
JBYXYPOBHEBOIO THOPHI0IOTHYECKOrO aHAIM32 BBIACHACTCA,
yTO UL CUMBHO03a eIUHHUIIEH HACTIEICTBEHHOCTH ABJIAETCA He
ren (KaK y MH/MBH/YajlbHOIO OPraHM3Ma), a KaK MMHHMYM
napa eHOB, NPHHAUIEKAIIMX Pa3HBIM opraHusmam. Jlei-
CTBUTENBHO, CXOACTBO NPOCTEHILEHd 3 CXEM «TEH-HA-IeH»
(xkBajpaTHast CeTKa), XapaKTepHOil /Ui (uTONapasuTapHbIX
OTHOLIEHUH, ¢ MEH/IENIEBCKOM CXeMOil Hacled0BaHUA MOHO-
reHHoro npusHaxa (3 : 1) CBUAETENLCTBYET O TOM, 4TO OTHO-
IIEHHSA CUMOMOTHIECKKX TTapTHEPOB MOTYT OBITh ONMCAHb! B
TEPMUHAX HE TOJIBKO MEKMEHHBIX, HO MCKaJUICAbHbIX B3au-
MozeiicTBuit [34].

I

HAZH,

B3auMooTHOIEHHS MeX/ly EAMHULAMH HACAECTBEHHO-
CTHU U HACJICAOBAHHUA B CHUMOHMOTHYECKUX CUCTEMAX ornpene-
JII0TCA 0043aTeNbHOCTHI0 CUMOM03a Ang apTHePoB. B Tom
cilyyae, Eciv PacTeHUst H MHKPOOBI COXPaHSAIOT Cocob-
HOCTb K aBTOHOMHOMY CYIL€CTBOBAHHIO, O0BEAMHAACD JIMLIbL
Ha ONpPEJENeHHbIX CTAJNAX CBOMX XM3HEHHBIX LMKIOB, HX
Sym-TeHb MEPENAKITCA B MOKONCHUSAX He3aBUCHMO. TakuM
06pa3zoM, B cucTeMax (aky/1bTaTHBHOTO ¥ OKOJIOTH4ECKH 00~
JAMraTHOTO CUMOHO3a eJUHMIILI HACIEN0BAaHUA U Hacel-
CTBeHHOCTH He coBmajaror. OiHaKO NpHU reHeTHyYecKU 06-
JIMTAaTHBIX CHMOHO03aX, COMPOBOXAAEMbIX BEPTHKANILHOM e~
penadeil MMKpOOOB B MOKOJNEHUAX X03AMHA (Hanpumep,
nepenaya sun00uT0B Epichloe yepes cemena y 31axos [27]
WIM TpaHCOBapHalbHas Mepefaua Oaxrepuii Buchnera y
Tneii [10]), HacneioBaHUE Sym-TeHOB NAPTHEPOB TECHO CO-
npsoxeHo. Clle0BaTelIbHO, [0 MEPE MOBLINIEHHS HHTCTPH-
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POBaHHOCTH IapPTHEPOB «CUMOUOTUYECKHEY» EAUHMLBI Ha-
CNICACTBEHHOCTH MOTYT IPUOOPETATH CTATYC eUHUIL HAC)IE-
JlOBaHMA, YTO COOTBCTCTBYET TpaHCc(hopMauuu cuMOGHO3a B
LETOCTHBIH OpraHu3M.

CUMBUOTUHECKUE MOLJESTN PA3BUTHS
N KOHUETILMSA PEKPYTUPOBAHUS TEHOB

OnxuM 13 Hanbonee APKHX CBUAETENBCTR PEabHOCTH
HaJIOPraHU3MEHHbIX TEHETHYECKUX CHCTEM SBIISIETCA PA3BH-
THE HOBBIX KJIETO4HbIX H TKAHEBBIX CTPYKTYP, XapaKTepHOE
ZUTsl MHOTHX MYTY&JIMCTHYECKUX H AHTArOHUCTUYECKUX CHM-
6uosos. Hanpumep, dutonatonoramu aerambuo H3yYeHbl
KICTOYHBIE M3MEHSHHS IPH PeakLIMU CBEPXYYBCTBUTEIBHO-
ctu [1], popmupoBaHue y pacTeHuUii FaLIOB WM CUHIIUTHER
npu uHULUMpoBaHUM HeMaToaamu [61], a Takke Heomac-
THYECKHE TpaHCHOpMALMK TIpH HHYUUKPOBaHMY arpoGak-
Tepusamu [38]. Cpenn MyTyaMCTHYECKUX CUMOHO30B Hau-
Gonee u3yueHHBIM NPUMEPOM SIBIIAHOTCS knybeHpku 6o6o-
BBIX, KOTOPbIE BO3HHKAKOT U3 IIPUMOPIAMEB, (GOPMUPYEMBIX
Y X035Ha de novo. s OCHOBHBIX THIIOB KITyGEHBKOB (He-
AcrepmuHUpoBanHble: Pisum, Trifoluim, Medicago; nerep-
MuHHpoBaHHsle: Phaseolus, Glycine) Moporexernyeckue
MIPOTPamMMBl yIaloCh PasAeuTh Ha Psijl IOAPOrPaMM, Cpe-
AH KOTOPBIX KJIIOYEBBIMU SBJIAKOTCS HOANPOrPaMMbl 06pa-
30BAaHHS CHMOMOTHYECKUX KOMIAPTMEHTOB (MH(PEKLHOH-
HBIC HUTH, CHMOHOCOMBI) M Pa3sBHTHS a30TOUKCHPYIOLHX
TKaHel (puc. 3). OCHOBHOE pasnuuue MeXAy HUMH COCTO-
T B TOM, 4TO IHCTOTEHE3 KilyGEHbKOB MOXKET YACTHYHO IIPO-
HCXOJIUTD B OTCYTCTBHE GaKTepHaIbHOrO apTHepa (HanpH-

exo, Ips

hsn

| _— bacA

Ccd(sym10, sym7, sym14, sym35) | Nod (sym16) Nmd(sym36)

<«—— nodABC

Mep, Ipu A00aBIEHUH JTHIIO-XUTO-ONMIocaxapuaHeIx Nod-
(hakTOpOB), TOrma Kak MHQEKHHOHHBIE HUTH U CUMOHOCO-
Mbl GOPMHPYIOTCS TONBKO KUBBIMH GAKTEPHAMH.

KyneMunaumeit passurus knyGeHbKoB y 60/bLIMHCTBA
6060BbIX ABNAETCA POPMUPOBAHHE B PACTUTENBHEIX KJIET-
KaX CHMOMOCOM —— CTabUIBHBIX CTPYKTYP, COAEPKALHX
azorduxcupyrouue hopMbl pu3o6uii (6akTepomb). Ipu
3TOM KJIETKH 060KX 1apTHEPOB NPETEPIEBAIOT Iy GOKY IO
1 GepeHLUpPOBKY, a TaKKe 0GMEHUBAKOTCS POAYKTAMH
AcHcTBHSA sym-renoB. Hampumep, Gellku, cCHHTE3MpYeMble
de novo B pacTHTENLHOM KJIETKE, BKIIOYAKOTCS HE TONBKO B
cOCTaB CUMOHOCOMHOM MeMOpanbl (IPON3BOHOI anmapa-
Ta [ONBKK M JHJIOMIIA3MATHYECKOH CETH), HO U B repu-
0aKTepOUIHOE MPOCTPAHCTBO (3ANOIHEHHOE B OCHOBHOM
NPOAYKTaMH OAaKTEPHANBHOIO [IPOUCXOKACHUA) U AAXKE B
cocras MeMOpanbl Gaktepouna [49]. B cBoto odepens, Gak-
TepuajbHble OelKM BKIKOYAIOTCA B MEepUGaKTEPOUTHYO
MeMOpaHy, KOTopas, TaKiuM 00pa3oM, SBJIAETCA XUMEPHOIT
CTPYKTYpO#, BOSHAKIUEH NpH 0GbeUHEHHH MaKpOMoJie-
KyJl TIPOKaPHOTH4€ECKOTO U 3yKapHOTHYECKOTO MPOUCXOK-
AeHus [62].

[leHHOCTE Ki1yGEHbKOB KAK MOZE/IM FEHETHKH PA3BHTHS
3aKJIIOYAETCS B TOM, YTO OHM SIBISHFOTCS (haKylIbTaTUBHBI-
MM CTPYKTYpaMH: Hapyulaloliie UX MyTauud oObIYHO He
BIIUSIOT Ha 00pa3oBaHME APYTUX OPraHOB, a B YCIOBUSIX
AOCTATOYHOTO 0BECIIEYEHUsI A30TOM HE CHIDKAKT KH3HE-
CIOCOBHOCTE pacTeHui. DTO JaeT BO3MOXKHOCTD BHIABUTE
IPaKTHYECKU TI000H pacTHTEILHBIN I'eH, Y4aCTBYIOIHIA B
00pa3oBaHHHU Ki1yGEHBKOB, TO €CTh IIPEOJONETh OCHOBHOE
OrpaHMYEHHE [CHAHAIN3A PA3BUTHS, CBSI3AHHOE ¢ TPYAHO-

Puc. 3. I'enemuueckas npozpamma pazeumus
HEOEeMepMUHUPOBAHHBIX KNYOEHLKOE 20p0XA.

Ngi-Hac-[ti-Ith-Itr-Itn-1dd-Bad-Nop — mog-
NPOrpamMma pa3sUTHS CUMOHOTHUCCKHX KOMIIApT-
mcuToB; Ced-Npd-Nmd — noanporpamma ruc-
TorcHesa kiybeHskos ([42], Monnduuuposano).

Aut — CHCTCMHas aBTOPCry/IALUS KNy6CHb-
koo6paszosanus. CuMsonamu sym u nod 0603na-
YCHBI PACTHTC/IBHLIC FCHBI, BBIABICHHBIC MTyTCM
hopmansHo-reHeTHYCCKOTO aHanu3a [54].
RH — 6enkn, cunresnpyemsic npu MapCKURH
KOPHCBBIX BOTOCKOB. ENOD — paHHHC HOAYIH-
Hbl (WHAYLMPYCMBIC JI0 Havala a30TQUKCALNY).
MDH —— manar-gerunporcuasa, PEPC — ¢oc-

undaineq

2 <€——1— nodD

i | Hac It Ith itr Ith lad Bad

Nop

sym8 sym7 sym2 syms sym33 | sym40 | sym31
sym9 sym14 | sym36 | sym16 symd1 | sym32

sym30

docnonmupysatkapbokcunasa, AAT — acnap-
TaraMHHO-TpaHcepaza, GOGAT — HAJ[d-3a-
BHCHMas riaytamar-cHuTtasa, GS — rmoramuH-
cunterasa, Lb — snerremornoGun (nosanuc
HOAYJHHEI). BaKTCPHANBLHBIC TCHBI KOAMPYIOT:

sym13
sym25
sym26
sym27

sym10 | sym35 | sym37 | sym34

sym19 sym38
Aut(nod3, nod4, sym28, sym29)

>

roKaHasasl

ENOD2, 5, 12, 40
ENOD3, 14

Sxcygarel ———p MNpenndekuyns «———crp

RH42, 44 +—>

Lb, GS, GOGAT,
AAT, PEPC, MDH

®nasoHougs -|—

Xururasel,

¢mp — KOHKYPCHUMIO 32 06pa30BaHUC KITYOCHE-
K0B; nodD — TPaHCKPHIILIMOHHYIO aKTHBALHIO
nod-rcHoB; nodABC — CHHTC3 KOPOBOH 4acTH
Nod-daktopa; hsn — cncunpuyHsic MO OTHO-
LICHHIO K X03AMHy Moandukaunu Nod-dakrto-
pa; exo, ps — CHHTC3 3K30- H JIMMOMOJIHCAXA-
PUIOB, OTBCTCTBCHHBIX 3a AHasor GakTcpHit ¢
3AaIUUTHBIMH CHUCTCMaMH pacTcHHM; bacAd —
t(popmuposanne Gakteponnos; nif, fix — huk-
cauio N,

ONHBLOEL
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IMapanienbHasi H3MEHUHBOCTL CTPYKTYPbI KJIYGeHBKOB y MyTaHTHBIX M AMKOPACTYLIMX pacTenuil (asynoabubie: Rosid-1)

Tabnuya 3

Tononorus kiybenbko

JedunTuBHbBIC XapaKTEPUCTHKH

Myrautst*

Jukopactyume Gpopmbr*

Crebnesas (nepudepn-
qeckue MPoBOJALINE
ITY4YKH)

WHdexunorHble HUTH GOPMUPYIOTCH, OJIHAKO JHIOLUHTO3
OTCYTCTBYET

Bar

Cassia (Caesalpinioideae),
Andira (Papilionoideae)

VH(DEKUMOHHBIE HUTH OTCYTCTBYIOT, CHMOHOCOMBI 06pa3yroTca
npu 3HAOUNTO3e OAKTEPHH H3 MEKKIECTHHKOB

He BrisBiEHbB

Arachis, Stylosanthes
(Papilionoideae)

BakTepyu ASTATCS MOCIE SHIOUUTO3a (B cHMOHOCOMax),
Gakreponasl cabo AndhepeHIIPOBaHb

Bad

Glycine, Phaseolus, Vigna
(Papilionoideae)

DopMUPYIOTCS HHBEKLMOHHBIE HUTH ¥ CHMOHOCOMBI, BaKTe-
PHH HE JEAATCA 10CHE IHAOUNTO33, GakTepon bl riry6oko
nuddepeHUHpOBaHBI

Pisum, Trifolium, Medicago (Papilionoideae) —

«IHKHA THID

KopHeBas (LeHTpaabHbIi
[IPOBOSIIHI TTy4OK)

KityGeHbKH pa3sBUBAIOTCSA H3 PACNONIOXKEHHBIX B IEPULIHKIIE
npuMopanes GOKOBBIX KOpHeii (He6000BLIE) UM U3 BHOBD BO3~
HHUKAIOUNUX KOPTHKAIBLHBIX IPUMOpPANEB (MyTaHTbI 6060BBLIX)

Pvb**

Parasponia (Ulmaceae),
aKTUHOPH3HbIE PACTCHUA

KityGeHbKH OTCYTCTBYIOT

BakTepuu NOANCPKNBAKOTCR B MEKKIETHHKAX, HHOTAA NIPOHH-
Kas B KJIETKH M GOPMHPYS CTPYKTYPBI, CXOIHbIE C HH(EKUNOH-
HBIMH HUTAMH

Nod'Itf*

Gleditsia, Ceratonia, Cercis
(Caesalpinioideae)

ITpumeuanuc: *MyTaHTEI, MMCIOLINC AaHHBIA (PCHOTHI, NOTY4CHBI y 6060BBIX, 06pasylomKX IBOTIOUMOHHO TPOABHHYTEIC HCACTCPMHHHPOBAH-
HbIC (FOPOX, IOLEPHA) WM ACTCPMUHMPOBAHHEIC ((acoss, cost) KTyOCHBKH. 3TH MyTaHTbI 0GBIMHO JIMIICHBI crocoOHOCTH (pukcHpoBaTh N,, TOIIA KaK y
ANKOPACTYIMX GOBOBBIX CXOZHBIC MOPGOTUIIBI KTYBCHBKOB 06CCIICHHBAIOT 3Ty BO3MOKHOCTE. )

**JJaHHOC HAPYIICHUC BBIABICHO Ui ACTCPMHHHPOBAHHBIX KITyOCHBKOB MNpH MyTALMAX KaK PACTCHHA-X034CB, TaK H MukpocnmOuonTOB [29, 48].

CTBIO M3YYEHMs MYTAHTOB 10 «00A3aTebHBIM» Mopdore-
naum [4]. Ucnonb3osanue 310l cCMMOHMOTHYECKON MOJENH I10-
3BOJIsIET POBOAMTh AHAJIU3 TAKUX MPOLIECCOB, KAK IIPOXOXK-
JICHHE OCHOBHBIX CTa[Hil KIETOMHOrO [UKIA HIHU npeodpa-
30BaHMA BHYTPHKJIETOUHBIX MeMOpaHHBIX CTPYKTYp [14,
32], MHOTHE HApyLICHUS KOTOPBIX BHE CHMOH03a SBJIAIOTCA
neTanbHbIMU. Elie GObLINE BO3MOMKHOCTH Ul IEHETHKH
pasBUTUA KIYGEHBKOB OTKPHIBAET TOT (aKT, 4TO MHOTHE HX
MOp(OreHbI BBIHECEHBI 32 PAMKH PAaCTHTEILHOIO FeHOMa U
xoupyrores 6axrepusiMu (Nod-daxkropbl, BHEKIETOUHbIE
MoJIMcaxapusl), ropaso 6onee JOCTYIHBIMH UL MOJIEKY-
JIIPHOTO aHalM3a, YeM PacTEHHA.

JlerajpHas reHeTHUeCKas XapaKIEPUCTHKA OHTOreHe3a
IUIy6eHbKOB IIO3BOJIMIIA nepeirm K U3Yy4Y€HHIO €r0 COOTHO-
meHus ¢ QUIOTeHe30M CUMOHOTHUECKOH chucTeMBl. [Tyrem
MyTalHOHHOTO aHaIu3a y 6000BhIX YAaJ10Ch IOy YU Th Pas-
JMYHBIE HAPYLIEHUs Pa3sBUTHA KIyOeHBKOB, B TOM 4UCIIE
II0JIHOE OTKIIIOYEHNE HEKOTOPBIX IOANPOrpaMM HiIH ux 610-
KHPOBKY Ha IIPOMEXYTOUYHBIX CTaJuAX. AHAJIN3 MYTaHTHBIX
(eHOTHIIOB TIO3BOJINI BBISBUThL HX CXOACTBO C MOpdoTUIa-
MH KITyOGeHBKOB, XapaKTepHBIMH JUIsl Pa3IMYHbIX rpyni 60-
GOBBIX, B TOM UMCIIE W IS aHUECTPaJILHBIX (Tabn. 3). Otor
(baKT 1103BOJISET PACCMATPUBATE DBOJIFOLMIO KITYOEHBKOB KaK
IPOLECC BKILIOYCHUS HOBBIX CTaui (T€HOB) B paHee Cyule-
cTBOBaBILME Holtee IPocThic MOPGOTEHETHYECKHUE IIPOrPaM-
MblI (TeHHbIe cucteMsl) [26, 42]. BaxxHO OTMETHTB, 4TO yC-
JIOXHEHUE OPraHU3aluy KIyOGEHbKOB IIPOUCXOUIIO apast-
JeNBHO B pa3iMuHBIX NojcemeiicTBax 606oBmix (y

MOTEBUILKOBBIX M L€3aJIbIIMHUEBBIX ) U OBLIO CONPSHKEHO C UX
3BONIOLHMEN OT JePeBAHUCTBIX M KyCTADHHKOBBIX K TPaBs-
HucThiM Gopmam [52]. HapamnenrHoe BapbUpOBaHHUE CTPYK-
TypBl KiTyGEHBKOB BbISBIIACTCS TAK)Ke IPH cpaBHeHUU 6060-
BBIX C POACTBEHHBIMH UM (AKTHHOPH3HBIMHY» IBY/IOJIbHBI-
MM, BCTYNAOUWUMU B CHMOHO3 € a30TQUKCUPYHOLIUMH
axrunoMunieramu Frankia [59]. Takum obpasom, B OHTOre-
Hese ki1ybeHbKkoB HabNoaeTes JOCTATOUHO YETKO® BOCIIPO-
u3BeAeHKe (PEKanUTY/LILIASL) OCHOBHBIX 3TAOB UX HCTOPHU-
YeCKOrO pa3BUTHA.

MonekyspHbie OCHOBBI ITapalIebHO 3BOIIOLNM KILy-
GEHBKOB, BRISBAEMOI 1P CONMOCTABIECHHU PA3IUYHBIX QH-
JIOTEHETHYECKHUX JIMHHI ABYNOIbHBIX, IPOACHAIOTCS IO
MEpE€ HaKOIUICHHS NaHHBIX O TOHKOMH OpraHu3zaunu sym-re-
HOB. Y 6000BEBIX €€ U3yueHUE HA4aJ0Ch C OTKPBITHS HOMY-
JINHOB — MHOTOYHCIIEHHBIX TeHOB (TeHHBIX IPOJYKTOB),
AKTHBHO 3KCIIPECCUPYEMBIX B KIIyOeHbKaX, HO OTCYTCTBYIO-
KX B CTEPHIBHBIX KOPHAX {22]. ONMH U3 OCHOBHBIX HUTO-
rOB M3YYEHHUA HOAYIHHOB COCTOUT B TOM, YTO OHU HE SBJLI-
J0TCH YHMKaJBHBIMH [JeTePMUHAHTaMH KIIyGEeHBKOB: DKC-
[PECCHs 3THX FEHOB MOXKET ObITh BBISABJICHA B HA[3eMHBIX
opraHax 6060BbIX, a Takxe y pacTeHuil, He o0Opa3syroux
Ki1yGeHbKY (Tab1. 4). DTH JaHHbIE [103BOTIIN NIPEANOIONKMUTD,
YTO MarkCTPalbHBIM [yTeM 3BOMOLMH KiTybeHbrooOpasosa-
HUs OBUIO «PEKPYTUPOBAHME) I'€HOB, PAHEE BBIIOJHABIINX
pasnuyHbIe (YHKLUH CBOOOTHOXUBYIETO PACTEHU, B PETY-
JIATOPHEIE CHCTeMBI cumbyo3a [25]. OueBuaHO, 4TO TMapai-
JISJIN3MBIL, BBIABISEMEIE [IPH CPaBHHTENBbHO-MOPhOJIOrHYe-
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Tabauya 4

Kaybenex-cneundnunsie 6enku 6060BbIX M HX «HeCHMEHOTHIECKHE roMoJIoru

Benok AKTHBaLHK

Dynkuus npu cumbuose

ﬂpucch‘rnne «HECHMOHMOTHUYECKHX) FOMOJIOTOB

ENOD Nod-akropamn

Passutie (npe)uHbCKIMOHHBIX HUTEH

B crebnax u uetkax ropoxa

N-26 TIpu sup0uuTO3€e buorenes nepuGaxreponupix MemGpan B ToHONNacTe pasueIX pacTeHUil M B Xpy-
CTaNUKe Nasa Gbika
1 IS -
PEPC Ounnospemenno ¢ asor¢uxcauneii | Peunxinsayus CO, NPH IBIXaHUHA KITyDeHBEKOB VY Cs-pacrenuii

) (BO3MOXHO, oA AeficTBHEM
AAT-2 MHKPOZ3OGHBIX YCTOBHT) AccuMunALHEA GUKCHPOBAHHOTO A30Ta (cunTes B xnoponnacrax pasusix pacrennii
acnaprara)
3 .
Lb 3awmmTa HATPOreHasbl OT KMCIIOPOAA U €ro Y pasHbIX pacTeHUiT (KHCIOPOICEHCOPHBIC

TPAHCIIOPT K cuMbrocoMam

6enkn)

IIpumcuanne: 'Pochocnomupysarkapboxcniasa, *acmaprar-aMHHOTpaHCCpasa (MnacTuaHas dopma), “1eroro6uH.

CKOM M TEHETHHECKOM aHaIu3e KilyGeHbKOOOpa30BaHMSI, MO-
TyT GbITh OOYCIIOBIIEHbBI TeM, YTO Y Pa3HBIX ABYAOIBHBIX B
BBIIOJIHEHHE CUMOHOTHYECKUX (PYHKLMI BOBJICKANNCE OHHU
 Te %€ (HaKTOpbI, BXOAMBIUHE B COCTAB AHLECTPAILHOTO
TEHHOr0 Nyna.

HanbHelilee pasBUTHE KOHUENLMUA PEKPY THPOBAHHS [10-
JLy4uiia B CBA3M ¢ PACIUNPPOBKO CTPYKTYp Sym-reHOB, BhI-
SBJICHHBIX I1yTeM MYTALMOHHOIO aHaiu3a pacTeHnii. B stux
paboTax KIIOYEBYIO POJIb ChIrPaIN MOEIbHbIE GOBOBBIC —
Medicago truncatula [17] u Lotus japonicus [46), sym-rensi
KOTOPEIX Y2JIOCh KIIOHUPOBAaTh H UCIIONIL30BAT B KAUYECTBE
npoG MpH U3YYEHMM KyJIbTYPHBIX BUAOB. OKa3anoch, uTo
MHOTHE 5ym-TeHbl KOAUPYIOT PETYIATOPbI TPAHCKPUITIHH 1
KHHa3bl, y9aCTBYIOLLUE B [IEpeade CUIHAIOB OT GaKTepuii
K XO35MHY, a TAIOKE OT er'0 HHYUIUPOBAHHBIX K HEMHPULU-
poBaHHbIM opranam [13, 24, 31, 56].

OnHuM U3 LEHTPATBHBIX KOMIIOHEHTOB IPOTPaMMbl pas3-
BUTHS KIlyOeHbKOB sBNsteTcst 6e10k Nin L. japonicus, xoto-
pbIi, Kak u ero romonor Sym35 Pisum sativum, cojepxar
AOMEHbI, KOAHPYIOLUUE lEPeJauy CHIHAIIOB, PEryIaLlHio
TPaHCKPUILHUH, a8 TaKkke GOPMUPOBaHHE YETBEPTHUHOI
CTPYKTYPbL ¥ UHTETPALMIO B LIMTOIUIA3MATHYECKHE MeMO-
pansi [13]. B cocTaBe 3TiX 6e/1K0B BBISABIEH Y4aCTOK, CXO/1-
HBI/ C OAHMM M3 ydacTkoB Genxa Mid Chlamydomonas,
KOTOpbIl 00ecrieunBaeT raMeToreHes Ha 6€3a30THON cpe-
e, To ecth, KaK U Genok Nin/Sym35, Bopieuen B pa3su-
THE, HHAYLHPYEMOE a30THBIM rojiofaHueM. Takum obpa-
30M, B 3BOJIIOLIMA CUMOHO3a MOIJIO HPOMCXOANTh KOMOH-
HUPOBAHHE HE TOJILKO (yHKIHOHAJIBHO PasHOPOAHBIX
PAcCTHTENIBHBIX TCHOB, HO U JIOMEHOB, paHee BXOAMBILNE B
pa3HbIe I'eHBbI.

MUKPOBHO-PACTUTESIBHBIE CUMBNO3b/
KAK 2BOJIIOLNOHHBIVI KOHTUHYYM

CTpyKTypHO-(YHKIMOHANILHAS LEIOCTHOCTb CUMGHO30B
TECHO CBA3aHA C UX YBOJIIOLMOHHON LENOCTHOCTLIO: HAOP-

FaHH3MEHHbIC I'eHETHYECKUE CHCTEMb] ABISIOTCSH 0GbeKTa-
MH JEHCTBHA 0COOBIX (akTOpoB, 0bece nBaAIOILHUX TECHO
CKOOPJIMHUPOBAHHBIC H3MeHEHMs (KO-IBOILIOLMIO) [apTHe-
poB. B cityuae MUKPOGHO-pacTHTEIbHBIX CUMBHO30B IIPO-
UcXoAALKe NpeoGpa3oBaHMUs YaCTO IPUBOAAT K TOMY, YTO B
MX OPOUTY BOBJIEKAKOTCA HOBBIE MUKPOGHBIE TAPTHEPSI, IS
B3aMMOJCHCTBUSA C KOTOPEIMH PACTeHHsl HCTONB3YIOT IeH-
HBIE CHCTEMBI, CIIOXHMBLIHECS B IPOUECCE KOIBOJNIOUUU C
Goiee ApeBHUMH CUMOMOHTAMM.

B nauane 90-x rogos Gs110 nokasawo, uto y 6060BbIx
MHOI'HE I'eHbl KI1y0eHpK000pa30BaHUs YUaCTBYIOT TAKKE 1
B Gopmupopanun apOyckyiaspHoil Muxopussl (AM) —
ApeBHeiiLlei cuMOUOTHYECKOIT cucTeMbl, 06pasyemoit 75—
90% HaseMHBIX pacTeHuii ¢ IOMycoBbIMU rprbamu [50].
Bonee Toro, muorue Genxn, crieunduueckn uHIyUHpYye-
MBI€ B MHKOPM3OBaHHAIX KOPHSX, OKA3aJHCh WIEHTHYHEI-
MU PaHHHM HOZAYIMHAM, aKTHBHPYEMbIM B KiyOeHbKaX 110
Havdajia asoTdukcanuu. M3yueHne MHOrOYHCIEHHBIX 06-
WX (HAKTOPOB, y4aCTBYIOLIMX B PA3BUTHH KI1yGEeHBLKOB 1
AM, NO3BOJNNIIO BCKPBITH KOMIUIEKCHBIE CXEMbl MX KOHT-
poJist, KOTOpBIE MOXHO paccMaTpHBaTh KaK IIpOIrpam-
Mbl UCTOPUYECKOIO H MHAUBUIAYAIBHOIO PAa3BUTHA €M-
HOro TPeXKOMHOHEHTHOIro cumbuosa [21, 35, 44, 58]
(puc. 4, 5).

PesynuTarel reHeTHue cKOro U3yueHHs pu30OHii OKA3LI-
BaIOT, 4TO POPMHPOBAHME CHCTEMBI UX SYNI-TEHOB OIPEe-
JAI0Ch AJANTAlHEH K PACTHTENBHBIM (PAKTOPaM, peryaupy-
omuM pazsutae AM. [defcTBUTENbHO, pH3OOHM HHIYLH-
PYIOT 3aKnajIKy Ki1yOeHbkoB ¢ nomoubio Nod-¢pakTopos,
APEACTABJIAKWMX OO0l ONUroMepbl XUTHHA — OCHOBHO-
TO KOMIIOHEHTa KJCTOYHOH CTeHKH IpudoB [18]. Cuctemnl
cutre3a Nod-(hak1opoB copMUPOBAHLL U3 TEHOB, POAYK-
ThI KOTOPbIX (TpaHcdepasbl, JMrassl, CHAPONA3kl, TPaHC-
KPUITLHOHHBIE PETYAATOPEI) HMEIOT ONU3KHX TOMOJIOIOB Yy
HecuMOuoTHUeCKuX Gaktepuii [47]. Oanako JuIL y pH3o-
Onid 3TH reHbl OPraHU30BaHBI B 0COObIE ONEPOHBI H PEryiio-
HBI, 4TO 00CCeuMBaET yHUKANbHYIO 11 Gakrepuil (yHk-
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Puc. 4. KoMbunuposannas npospamma pazeumus a3omeuxcupy-
Iowjux Kybenvkoe u apbyCcKyaproi mukopusel (u3 [35]; moougpu-
yupoeano ¢ yuemom Oannsix [54]).

CrpenkaMu 0603HaYeHbI CTAIUH pa3BUTHs Ki1yGenskos (Nod) 1 mu-
kopu3bi (Myc), KOTOpbIE HAPYLIAtOTCS PU MyTALHIX PACTHTENBHBIX Ie-
HOB. DTH TeHBI, BbIABNEHHBIE Y Pisum sativum (Ps), Medicago
truncatula (Mt), Lotus japonicus (Lj), KOHTPONMpYIOT NpernH{EKIHOH-
neie ([TH) B3auMopeiicTBUS, pa3sBUTHE MEXKKIETOYHBIX KOMIIAPTMEHTOB
(MK), BuyTpukneroussix komiaprMentos (BK) u ructorenes knyGens-
ka (T'K)
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Puc. 5. Deomoyuonnas 63aumocesnsb apbyCKYIAPHOU MUKOPU3bL U
azompurcupyrouux Kiy6beHbKos.

CnocoBbHOCTh K 06pa3soBaHUIO KiyOeHbKOB BOBHHKIIA HA OCHOBE 3HA-
4UTENBHO Gonee ApeBHEN CUCTEMbI MUKOPH3aLlMK KOPHEH, a Takxke mpe-
afjalTaluMi, KOTOpble crieidUYHbl AT ABY10IbHBIX, OTHOCALIMXCA K
xnany Rosid I

LU0 CHHTE3a XUTHHOIIOI0OHBIX CUTHAIOB. JIorn4HO npea-
TIOJIOKHUTE, YTO B NPOIECCE KO-3BOIOLMH C X0351€BaMH PH-
300uM MpUuobpesid CMOcOOHOCTb K MOJIEKYJIAPHOH MUMUK-
puu Golice APeBHUX PUOHBIX CHMOMOHTOB, A/ B3aUMO-
JICHCTBHSA C KOTOPBIMH PacTEHUE UMEJIO YKE CIIOXKHBIIHECS
reHHble cucTeMbl. [Ipu 3TOM €O cTOpOHBI OakTepuil, kKak u
€O CTOPOHBI PAacTeHHH, IBOMONHUSI CUMOHOTHYECKUX
CBOMCTB TIPOMCXOAMJIA N0 CLEHAPHIO «PEKPYTHPOBAHU
reHOB, paHee BHIONHABIIHX HE3aBUCHMBIE KIETOYHbIE
byHKUMH.

Eme Gosiee TecHas uctopuieckas cazs AM M kimyOeHs-
k000pa3oBaHusl MOXKET ObITh IIPOCIEKEHA HA OCHOBAHHHU
JIAHHBIX O TOM, YTO B TH(ax U CIOpax HEKOTOPHIX TIIOMY-
COBBIX TpHOOB cTabWIBHO MOAAEPKHBAIOTCA OaKkTepuy,
6nuskue K Burkholderia [11, 36]. DT OakTepuu, U3BeCT-
HBIE KaK pacTUTeJbHBIE MAaTOreHbl [57] M KaK CHCTEMHbIE
asor¢ukcupyrouwe sua0duTh [9, 12], HenaBHo 6bLIH 00-
HApyXeHbl Cped KIyGeHbKOOOPa3yOHX CHMOHOHTOB
6060BBIX [37]. JIOTUYHO IPEANIONOKUTL, YTO AHLUECTpallb-
Hble GOpMbl pU300HH MPOM3OIITH OT IHAOCHMOHOHTOB
[JIOMYCOBbIX TpHOOB, TeM Gosiee 4To pa3BuTHe AM BKIIO-
YaeT PEryIsIpHyIo AerpajalMio apOycKyJl, MpU KOTOPO# co-
nepxumoe TpuOHOU Il 0cBOOOKIAETCH B PACTHTEND-
HYH nurormasmy [23).

KiroueBoii 0COOCHHOCTBIO IPOTPaMM Pa3BUTHS a30T-
(UKCHPYIONIHX KJIYOESHBKOB M MUKOPH3BI SBIAETCH Haj-
qHe H7IEeMEHTOB, OOIIMX C CHCTEMaMH 3aIlThl PACTCHUH
OT NMaToreHos. JeHcTBUTENBHO, B PETYIISIMH 3TUX CUMOU-
030B BaXKHYIO POJIb HIPAIOT (HIIABOHOUABI, HEHOJIBI, IEPOK-
CH/Ia3bl, KA/LT03a, THTHYEeCKHE (hepMEHThI (XUTUHA3EL, TIIO-
KaHa3sbl), 4 TakKe aKTHBHbIE (JOPMBI KHCIOPOAA, TO €CTh
daxropsl, OIOKUPYIOIINE TPOHHKHOBEHHE (PHTONATOICHOB
IIpY peaxiuu TUIepYyBCTBUTEABHOCTH. OMHAKO CHHTE3
3TUX (AaKTOPOB MPU MYTYaTHCTHYECKMX CUMOHO3aX mpo-
HCXOHT ropasfio MeHee aKTHBHO, YEM IIPU IATOreHE3e, U
TOHKO PETYINPYETCSt CHTHAIAMH, TOCTYIAIOUMMHU OT MHK-
pocumGuonTos [30]. MonekysspHble MeXaHU3MbI 3TOH
peryisiau noapoOHO W3yueHbl Ha IpUMepe PH3oOHid: ux
9K30- U JIMIOIONHCAXapUIbl UIPAIOT KJIIOYEBYIO POJb B
JMANIOTe C 3alMTHBIMK cucTeMamu pacteHuit. [Ipu 6akre-
pUAJIbHBIX MYTALMAX, HAPYLIAIOUIMX OHOTreHes MOBEPXHO-
CTHBIX CTPYKTYP, aKTUBHOCTh 3allIUTHBIX PEAKLIMA pacTe-
HHMSA-XO35MMHA PE3KO BO3PACTACT, YTO NPHBOAMT K paHHEH
GIOKHPOBKE pa3BUTHS KIyGeHbKoB {29, 39], a unorga u K
ry6oKoi peopraHus3aliy UX cTpyKTypsl [48]. MHTEpecHO
OTMETHTB, YTO HEJABHO Y pU300UH ObUIM BBEIABJIECHBI CHC-
TeMel cekperyu Genkos I1I THNa, KOTOpbIe HCMOIB3YIOTCA
MHOTHMHU (PUTONATOreHHBIMU OAKTEPUAMH IJIs JOCTABKH
OenkoB->ddexTopoB B pacTuTeNbHBIC KIeTKH [15].

IpencraBneHHble JaHHBIE IOKA3BIBAIOT, YTO Y PACTCHU
MMEIOTCSA YHHBEPCAIBHBIE CHCTEMbI PETYISIUH CHMOMOTH-
9ECKHX B3AMMOJICHCTBHUIA, KOTOPbIE B 3aBUCHMOCTH OT (op-
Mbl MHKPOCUMOMOHTA HCTIOB3YIOTCS TG0 IS ero nojas-
Aenus (TIpH aTorenese), TMO0 s TeCHOro 00beIMHEHHUS C
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HUM (IIp1 MyTyanusme). Takum 00pa3om, GONBLUIMHCTBO U3-
BECTHBIX (JOPM MHKPOGHO-PACTUTENBHOTO B3aUMoJeHcTBUA
ABJIAKOTCSA DJIEMEHTAMU €JMHOTO 3BOIOLHOHHONO KOHTHHY-
YMa, KOTOPBIH Hauall CKIIa/bIBATHCS ELLIE Ha 3ape CTAHOBIIE-
HUsl Ha3eMHO# ¢nopsl. HenaHo nposenentsie necnenosa-
Husi MXa Physcomitrella patens nokasanu, uto ero 3amuTa
OT GaKTEepHAILHBIX [IATOCHOB (Erwinia) npoucxonur ¢ uc-

TONIE30BAHKEM TEX e (PAKTOPOB, UTO U y LIBETKOBBIX pacTe-
Hu# [8].

SAKJIOYEHUE

AJIaNTUBHBII IOTEHIMAN PACTEHHIT B 3HAYUTEIILHO cTe-
LICHH OTIPENEIIACTCS KOMILIEKCOM HX B3aWMOAEHCTBUI ¢
CUMOHOTUECKUMH MHKPOOPraHU3MAMH: HAMYHE [CHETU-
HECKH H (DYHKLMOHAILHO Pa3HOPOLHOTO MHKpoOHOLIeHO3a
O3BOJIACT PACTCHUIO KOMIEHCHPOBATh OTCYTCTBHE MHO-
THX a/IANTHBHO BaXHBIX OMOXUMHUYECKHX (QyHKIMiL. Hsyde-
HHE MMKPOOHO-PAaCTHTENbHBIX B3aMMOACHCTBHI BHOCHT B
PasBUTHE COBpeMeHHON Ononoruu Bee Gosnbluuii BKIag,
CBA33HHbII ¢ OOPMIICHHEM HOBO 061aCTH 3HAHUIT — CHM-
OHOreHEeTUKH, IIPeAMETOM KOTOPOil ABIAIOTCS HaJOpraHu3-
MEHHBIC ICHHBIC CUCTEMBI. B TO e BpeMs 3HaueHue cyM-
OHOreHETHKH BBIXOLMT AJIEKO 32 PaMKH U3YYEHHs CUMBHO-
3a. OHA NPeOCTABNIACT HCCIEAOBATENAM BOSMOKHOCTH JUIS
Pa3paboTKH UIHPOKOrO Kpyra oGL1e6GHONOrHYeCKIX npo-
OneM, CBA3AHHBIX C HHAHBHIYAILHBIM passuTHEM, HOpMHU-
POBAHUCM aNaNTHBHOIO NOTCHLMANA H BOJIOLMERH pacTe-
HU, 5KUBOTHBIX U MHKPOOPIaHU3MOB.

IIpumepom Hcnoib30BanUs 10AX010B CHMOHOreHETHKH
AV pelieHus pyHIaMeHTANbHBIX BHOIOFHYECKUX npobiiem
ABJIACTCA U3YUCHHE DBOJOUMHM KITyOeHBKO0Opa30BaHHUS, KO-
TOpOe CTaJI0 BOIMOXKHBIM 1arogapst ICTanbHOMY aHaIH3y
HX pasBUTHA. Hakoluiennble TaHnble 10380 NOCTPOUTS
AOCTATOYHO LEJILHYIO KAPTHUHY PEKANUTYIALMH MOpdore-
HETHHYECKMX [porpamMm cuMOH03a y pactennit [42], 11s Ko-
TOPBIX ,ZleﬁCTBI/Ie 6I/IOFeHeTI/I'-leCKOI‘O 3aKOHa H3YICHO ropas-
A0 MEHEE MOJIHO, YEM Ui XKUBOTHBIX [2, 45]. Bta mMouein
OTKPBIBACT nepe/; GHOIOraMu YHUKaIbHYIO [IOKA BO3MOYXK-
HOCTb MO3HAHUS MOJIEKYJIAPHBIX MEXaHH3MOB [IPOIPECCHB-
HOH JBOJIIOLMH: NAPAIUIENBbHOE yCIOKHEHHE CTPYKTYPBI
K/1yGeHBKOB B Pa3iMUHbIX JMHUAX PACTEHHUI, 10-BHAMMO-
MY, ObLIO OCHOBAHO Ha 3aKOHOMEPHOM PEKPYTUPOBAHUU B
PETYJIATOPHBIE CHCTEMB! CHMONO3a HACHEACTBEHHBIX dak-
TOPOB 13 AHUECTPAILHOIO FEHHOIO MyJa ABYXOJbHBIX.

OnHIM M3 MOLIHBIX CTHMYIIOB I PA3BUTHS CHMGHOre-
HETHKH ABJISIOTCS PaboThl, HATPABIICHHBIE HA PEKOHCTPYK-
LU0 IIPOUECCOB, KOTOPLIC NPHBENH K CTAHOBJIEHHUIO TOJTyaB-
TOHOMHBIX KIETOYHBIX OPraHe)ll 3yKapHOT — MUTO-
XOHAPHH, IacTux, rujporeHocoM. B acrosmee BpeMs yxe
HE BBI3bIBACT CEPHE3HBIX COMHEHMI TO, YTO ITH OpraHe/LIbl,
MMEIOUHE COGCTBEHHBIE TeHOMBI, BOSHHIUIM 3 TIPCAKOBBIX
TIPOKAPHOTHYECKUX MHKPOOPTaHH3MOB, IIPETEPIIEBLIUX [I1y-
GOKYIO FeHEeTHUE CKYIO PE/yKIIMIO, & 3aTeM U pexoMOMHALIHIO

C KIETKOH-x035MHOM [63]. Usyuenue COBPEMEHHBIX MHKpPO-
CHMOHOHTOB PAaCTEHMIH M KMBOTHBIX YKe IO3BONHIIO BOCCTA-
HOBUTb HEKOTOPBIE I3Talbl Nepexofa cumBuoTHue-
CKHX MHKPOGOB B COCTOSHHE MOJHOMN ITONYUHEHHOCTH Ki1eT-
Ke-X03suHy [33, 55]. Bonee Toro, BBIACHHUIIOCH, YTO CUMOHO-
Combl, 0bpasyemele PU3OGHAMH B KyGeHbKax 6060BBIX, 110
pAny MOPGONOrMIECKHX H GHOXUMHUYE CKUX KpHTEpHER MO-
TYT CHHTATHCS aHAIOraMi PEryIAPHBIX KICTOUHBIX OpraHesT
[45]. Hocrpoenue punoresernueckux PAII0B, CBA3BIBAIOLLINX
CBOOO/IHOXKHBY11IME GAKTEPHH M OPraHeLIs — YBJIEKATEb-
Hasl 3a1a4a A1d Gyaymx uccienosaunuii. U Hakowel, H3yde-
HHUE I'CHETHKH M 3BONIOLMH CUMOHO30B He CIENyeT CuMTaTh
YMCTO aKaEMMYECKUM HANPaBJIGHHEM HAyKH — OHO OCBe-
LUaeT ITyTH pa3BUTHS OMOMHIKEHEPHH, HANPABICHHON Ha CO-
$\aHHC HOBBIX OPIaHH3MOB H BBICOKONPOLYKTHBHBIX Ha0p-
FaHU3MEHHBIX KOMIUICKCOB.
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Symbiotic genetics of plant-microbe interactions

1.A. Tikhanovich, N.4. Provorov

Russian Scicnce Rescarch Institute of agricultural microbiology of
the Russian agricultural academy, Saint Pctersburg.

® THE SUMMARY: We present the concept of symbiogenetics de-
fined as a branch of general genetics which investigates the Super-
Organism Genetic Systems (SOGS) formed due to functional inte-
gration of partners’ genes during symbiotic interactions. The mini-
mal hereditary unit within SOGS involves no less than a pair of genes
that belong to different partners and interact according to the mod-
els of complementation or epistasis. Using the examples of plant-mi-
crobe interactions we demonstrate that the integrity of SOGS is main-
tained due to tight signal interactions between partners and is mani-
fested as formation of common biochemical pathways and as
development of special symbiotic structures. Using the models of nod-
ule development we demonstrate that the origin of SOGS involves
recruiting of genes, which performed diverse functions in free-living
organisms, into the symbiotic regulatory networks. The progressive
evolution of nodule structures in different dicot lineages was based
on the parallel recruiting of genes from the ancestral gene pool into
symbiotic regulatory networks. The majority of mutualistic and an-
tagonistic plant-microbe symbioses represent the components of an
evolutionary continuum that originated early in land plants and un-
derwent intensive transformations due to high plasticity of SOGS
based on inter- and intra-gene recombination.

® KEY WORDS: symbiosis, symbiogenetics, plant-microbe interac-
tions, nodule bacteria, arbuscular mycorrhiza, phytopathogens, co-
evolution, super-organism genetic system, symbiotic N,-fixation, le-
guminous plants.
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