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CoBpeMeHHasl 3BOJIIOLIMOHHASI OMOJIOTHSI Pa3BUTUSI BKJIIOYAET B CBOl MHCTPYMEHTApUil MOJIEKY/ISIPHYIO
dunoreHuIo, n3ydeHue Mopdoaoruu u MmopdoreHesa, reHeTUKy ¥ FTeHOMUKY. DBOIIOLMIO LIBETKA YIOOHO
U3y4aThb Ha TIPUMePE BHICOKOIIOJIMMOPGHOM IPYIINbI, 0XapaKTepU30BAaHHOM € TTO3ULINIA COBPEMEHHO CH-
CTeMaTUKU U MOJIEKYJISIpHOI OMooruM pa3Butus. Takoil IpyIimoii sasisieTcs cemeiictBo boooBrix (Legu-
minosae), JeMOHCTPUpPYIOIee UCKIIUYUTEIbHOE pa3HOOOpa3re B CTpOCHMHM LBeTKa. MCXOmHBIN TuIaH
CTPOEHMSI LIBETKA B CEMeilcTBe — 3UTOMOPMHBIN, MSITUKPYTOBOM, C MATUWICHHBIMU OKOJIOIBETHUKOM U
aHApoLEeeM, C OMHOWICHHBIM TUHeleeM. OMHAKO B pa3HbIX 9BOJIOLMOHHBIX IMHUSX HE3aBUCUMO BO3HU-
KaloT aKTMHOMOPMHBIN OKOJIOLBETHUK, Pa3IMUHbIe BAPUAHTHI PEAYKIIMU I MOJMMEPU3alluu aHIpOLIes],
MHOTOWIEHHBII TMHeleit. OTMeuaeTcst Ype3BblYaiiHO BEICOKUI ypOBEHb roMoria3uu. [Tomrmo aBoonm-
OHHOI TEHIEHLMHU K CTAOWIM3allMM CTPYKTYPHI 1LIBETKAa, HEOTHOKpPATHO (GOpMUpYETCsl CBOeOOpa3HbIi
CUHIIDOM HECTaOMJILHOCTH, CBSI3aHHBII ¢ aKTUHOMOPGhHON CUMMMETpHeil 1 XapaKTepU3yIOIIuiics Bapra-
OeJIbHBIMM YU CJIOM U TTOJIOXXEHUEM OPTaHOB 1IBETKA.
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BBEAEHUME

DBOJIOLIMOHHBIN yCHeX IMMOKPHITOCEMEHHBIX pac-
TEHU B 3HAUYUTEJIbHOM CTEIIEHU CBSI3aH C Pa3HOO0-
pa3reM YHUKaJBHOM IJIsl 3TOTO OTAEIA CTPYKTYPhI —
IIBETKA, agallTUPOBAHHOIO K Pa3IMYHBIM CIIOCO0aM
onbuteHus. HaunmHasg co BTOpoil MojaoBUHBI XX B.
dopMupyeTcs IIIOAOTBOPHEIN CMHTE3 CUCTEMATUKH,
BOOPY>KEHHOIM HOBBIMU TIOAXOJAaMMU, KJIACCUUECKOM
Mopdo0run U TeHETUKM pa3BUTHs. Bo3HuKIee Ha-
MpaBJIeHUEe MCCIIETOBAaHUI MOMYYMIO Ha3BaHUE 3BO-
JTIIOLIMOHHOM OMOJIOTNY pa3BUTHUS — evo-devo. Pe3yib-
TaTOM CTajl0 MOHMMAaHWE MEXaHU3MOB, JIEXKaIllUX B
OCHOBE 3BOJIIOLIMOHHBIX COOBITUIL. AOCTpaKTHBIE
GOPMYJIMPOBKH BUIA “TIPOM3OIIIA PEIYKIIMS’ CMe-
HUJIO TOYHOE 3HAHMUE TOTO, KaKie TeHbl OTBETCTBEH-
HEI 3a T€ WIN UHbIe MOP(MOIOTNYECKIE U3MEHEHUS U
KakK JaBHO 3TU U3MEHEHUS ITpon3onuin. TouyHee ObLUIOo
OBI CKa3aTh, YTO MOSIBWJIMCH METOIUYECKHIE BO3MOXK-
HOCTH JJIs1 JOCTVKEHUS TIOOOHBIX 3aKITIOYCHUIA.

B m3ydeHUM 5BONIOLIMY IIBETKA TIEPBBIM I1aTr OBLT
cIeaH MPHU UCCIIeTOBAaHUY MOJIETEHBIX OObEKTOB — B
OCHOBHOM, Arabidopsis thaliana (Brassicaceae) u
Antirrhinum majus (Plantaginaceae). IlomyyeHHEIE
CBEIEHUSI Al BO3MOXHOCTb WIESHTUMDUIINPOBATH
TeHbI, CBSI3aHHBIC C peryJsiueit MopdoreHesa 1BeT-
Ka, y TIpeAcTaBUTeNeit Apyrux ceMeiict. B ux umcie
OBbUTO M YPE3BBIYAITHO MHTEPECHOE C TOYKU 3PEHUS
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pa3zHooOpasusi U IBOIIOLIMU LIBETKA, TPEThE IO BEJIU-
YUHE CPenM TMOKPBITOCEMEHHBIX ceMeicTBo Bbob6o-
BbIx (Leguminosae).

boGoBBIe SABIISTIOTCST PEKOPICMEHOM IO YMCIY
OKYJIbTypeHHbIX mnpencraButeieil (Harlan, 1992).
HMmenHo kK BoOOOBBIM OTHOCHUTCS CTapeuInmii MoO-
JIeTbHBIN 00BEKT TEHETUKH — TOPOX ITOCEeBHOM Pisum
sativum L., 1 uMmeHHO BoOoOBEIe B HacTOsIIIee BpeMs
YOEPKUBAIOT PEKOP, MO YKUCILY IIOTyYeHHBIX IOJTHO-
TeHOMHBIX mMoclienoBaTeiabHOCcTeit (Bauchet et al.,
2019). DT 0COOEHHOCTU OTKPBIBAIOT BO3MOXHOCTh
JIETaJIbHOTO M3Y4YCHUSI TEHETUYECKON peTyJsiuu
dopanbsHOTO MOpdoreHe3a y IpeacTaBuTeIe TaH-
HOTO CEMENCTBA.

OO01MpHa JuTepaTypa, NOCBSILEHHAs Pa3BUTUIO
nBeTka y boooBbeix. Cpeay MMOHEPOB B 3TOI 001aCcTU
yMecTtHO ynomssHyTh mMsa Inpam Takep, KoTopas
nocBsiTuia JiopabHOMY MopdoreHe3y Leguminosae
UK ITyomkanmii ¢ cepenuHbl 1980-x (Tucker, 1984,
1989a,b) mo nauana 2000-x rr. 3T pabOTHI BOIIUIA B
pE30HAaHC C TIePeCMOTPOM CUCTeMBbl ceMeiicTBa.
OcTaeTcs TOJBKO YOMBISITHCS, KAK MHOTO IPUHIIM-
MMAaJIbHO BaXKHBIX ACIIEKTOB, KacalolIuxcs Mopdo-
JIOruy LIBETKOB BOOOBEIX, OBIJIO 3aTPOHYTO B ITUX
CTaThSIX.

Kpome Toro, mociaegHue OecATUIIETUSI CUCTEMAa-
TKa BoOOBEIX OBIIIa TPEIMETOM aKTUBHOTO M3yYe-
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HUSI C IPUBJICUCHEM COBPEMEHHBIX MOJIEKY/ISIPHO-TE-
HETMYECKUX IToaxonoB. OoHUM M3 Haubojiee 3HAYU-
TEJIbHBIX WMTOTOB CTajla OOHOBJICHHAs cHUCTeMa
ceMelicTBa, BKIIIOUAOIAs HE TPM, a IIECTh IIOACE-
meiictB (LPWG, 2017). UMeHHO 3TOit cucTeMe Mbl U
OyaeM cJiedoBaTh B JaJbHEMIIEM, a IIOTOMY IIepeYnC-
mmM  noncemerictBa: Caesalpinioideae (148 pomos),
Cercidoideae (12 pomoB), Detarioideae (84 pomna),
Dialioideae (17 pogoB), Duparquetioideae (1 pon) u
Papilionoideae (503 pona). Ilo cpaBHeHMIO C Tpamm-
HMoHHOM Ki1accudukauueit (SIkosnes, 1991), Cae-
salpinioideae pasmenmiInch Ha HECKOJBKO IOICE-
MelcTB MeHbIero oorema, Ho Caesalpinioideae s.s.
BKJIIOUIJIM OBIBILIEE TToceMeicTBO Mimosoideae.

CoBpeMeHHBIE METOIbI aHaJIM3a FTeHOMa 1 TPaHC-
KPUIITOMa MO3BOJISIIOT OTOWTU OT KOHLEMUMU MO-
JIeJIbHOrO 00beKTa. Tak, akTUBHBIE MCCIIEIOBAHNS B 00-
JactTi (pWIOTEHOMUKM ToncemeiictBa Detarioideae —
9K30TUYECKUX PACTCHUIA, MaJIo U3BECTHBIX EBPOIICii-
CK1M MopdoioraMm, — 3a KOPOTKOE BpeMsI IOABEIU K
BO3MOXXHOCTH MCIOJIb30BaHMsI 3TOM IPyINbI B Kaue-
CTBE MOJIEJIbHOM KJIaAbl B 9BOIIOLIMOHHON MOPdOJIO-
run bo6oBoix (Ojeda et al., 2019).

IIpu mombITKEe 00630pa AOCTYITHOI JIUTEPATYPHI,
MOCBSIIIeHHOM 1IBeTKaM boOOBEIX, OOHapyXKMBaeTcH,
YTO pa3IMYHbIE aCIEKThI OCBEIIEHBI B HEPAaBHOI CTe-
neHu. Mopdoaorust uBeTKa OOJIBIIMHCTBA IIPeICcTa-
BUTEJICH omMcaHa JOCTATOYHO IETAJIbHO IS COIIO-
craByieHus (110 KpaliHeit Mepe, B hopMaTe BUIOBBIX U
poIoBBIX ArarHo3oB). Hamporus, xom MopdgoreHe3a
IOKYMEHTUPOBAH IJI CYLIECTBEHHO MEHBILET0 YNC-
Jla pOIOB — BKJIIOYAIOILIMX, BIIPOYEM, OOJIBIINHCTBO
Y3JI0BBIX TAKCOHOB, BaXXHbIX IS IOHUMAaHUS Pa3HO-
0o0pa3us B OCHOBHBIX Kjamax. 'eHeTudueckas u pu-
3U0JIOrMYecKast peryiasuus MopdoreHesa oxapakre-
pU30BaHa JIMIIIb B HEKOTOPBIX aCIIEKTaX U U3ydyeHa B
OCHOBHOM Ha y3KOM KpyI¢ MOJEIbHBIX OOBEKTOB.

B nanvHeiiieM 13 coobpaxkeHni KOHCIEKTUBHO-
CTH MBI, KaK IIPaBUJIO, HE CTAHEM IIPUBOIUTD CChLIKH
Ha pabOoThI, OIMMChIBAIOLINE MOP(POIOTUIO LIBETKOB, U
OrpaHMYNMCS JIUIIb ITyOIUKAIUSIMU, IIOCBSIIIEHHBI-
MU MOP@dOTeHe3y U €r0 PeTyJIsILIUH.

T'oBopst 00 3BoOJIIOLIMKM LIBETKA, MBI OTIaeM cebe
OTYET B TOM, YTO HEBO3MOXKHO PaCCMOTPETH BCE BO3-
MOXKHBIE artoMOp(dUM TaKCOHOB HEBLICOKOI'O paHTa
(HampuMep TpUO WIM POIOB), XOTS MX IOSBIICHUE,
0e3yCJIOBHO, MOAMNAanaeT Mo IMOHSITUE 3BOJIOLIMOH-
HoM nctopun. Tak, BOBHUKHOBEHUE PAa3JIMYHBIX TH-
OB CTPOEHUS CTOJOMKA WJIM OIYIICHMS YalleuyKu
OCTaHeTCs 3a MpedesiaMyu HacTosiiero oo3opa. Ha-
IIPOTUB, IPEAMETOM PACCMOTPEHUSI CTAHYT CIydau,
KOTIa HapyIIalTCs CUMILIE3MOMOP(MHbBIE IPU3HAKH,
MNPUCYILIIYE UHTYUTUBHO MOHUMAEMOMY TUIIMYHOMY
uBeTky boOoBpix. IlepeuncimMm MX: LIBETOK 3UTO-
MOpGHBIiT, KPyTOBOE PACIIOJIOXEHUE OPTAaHOB, MSITH-
YICHHBI OKOJIOUBETHUK, MATUYJIEHHBIUM aHOpOLEH
B ABYX Kpyrax, OMHOWICHHBI ruHelneit. UHbpIMU clto-
BaM1, OCHOBHOE BHUMaHME padOThI yIEJIEHO He TIPO-
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neccy nuddepeHIIMPOBKHU, a COOBITUSIM 3aJT0XKCHUS
CTPYKTyp LiBeTKa Leguminosae.

YAIIIEYKA

Y Bcex boOOBBIX KpyT Yallle IMCTUKOB 3aKJIadbIBa-
eTCs TIEPBBIM M, BEPOSITHO, OIpEIEsieT TEOMETPHIO
BCETO 1IBETKa, IMOCKOJBKY OpraHbl BCeX KPYyroB Mpa-
BUJILHO (32 UCKJIIOYEHMEM CIy4acB, UHTEPIIPETUPYE-
MBIX KaK PEIYKIINSI OTHOTO MIN HECKOJIBKUX KPYTOB,
Hanpumep Ceratonia, Caesalpinioideae) yepenyroTcst
Ipyr ¢ gpyrom. Peub, pa3dymeeTcs, MaeT O LIBETKAX C
KPYTOBBIM PAacCITOJIOXKEHUEM OPraHoOB, a TUHEIEH Co-
CTaBJIsIeT UCKJIIOUYEHME TTOYTU BCeraa.

OnmHuM 13 HanboJee BasKHBIX COOBITHI B MOp(dO-
reHe3e 1iBeTKa bOOOBBIX MOXHO CUMTAaTh Pa3METKY
MeIMaHHOTrO (JIeXalllero Ha abakcuajabHO-agaKCHallb-
HOM OCHM CHMMMETPHUM) JallleJnCcThuKa. B 1momasisiro-
11IeM OOJIBIIMHCTBE CJIy4aeB MeIMaHHBIM YallleJIMCTUK
nMeeT abaKCHUaIbHOE IIOJIOXKEHUE, YTO OIIpeIeisieT
aJaKCUaJIbHOE TMOJIOXEHME MEIMaHHOIO JICMEeCTKa.
DTOT JIENEeCTOK UMEEeT OCOObIe CBOMCTBA — B 3UTO-
MOpPGHOM LIBETKE OTIMYACTCSI OT OCTAJIbHBIX JICTICCT-
KOB U 4YaIlle BCETO COXPaHSETCS MPpU YaCTUIHOM pe-
NYKIIMU BEHYMKA.

OmHaKo eCTh HECKOJBhKO MCKITIOYESHUM. XOPOIIIo
U3BECTHO, YTO B aJaKCHUAJIbHOM MOJOXEHUU 3aya-
CTYIO, HO HE BCerna, 3aKjagblBaeTCs MeIMaHHbIIA Ya-
IIEJIMCTUK y TIPSICTABUTENCH OBIBIIETO ITOACEMEN -
ctBa Mimosoideae. YBepeHHO MNOAOOHOE MOXHO
YTBEPKIATh TOJIBKO O Mimosoids ¢ MATUWIEHHOM! Ya-
IIEYKOM, OMTHAKO M B TAKMUX LIBETKAX MEAUAHHBINA Ya-
LIEJIMCTUK MOXET 3aKJaablBaThbCsl MO-pa3HOMY, Ha-
npumep y Inga 3TOT Mokaszarejb U3BMEHUUB HA MEX- U
BHyTpUBHIOBOM ypoBHe (Paulino et al., 2017). bosee
BEPHO, YTO B BTOMI IpyIIie BO3MOXHO aJaKCUaIbHOE
MOJI0KEeHNE MeIMaHHOTO YameaucTuka. CXOOHBIN 1
CTOJIb K€ TUIACTUYHBIM MOp¢OreHe3 Jalleyku OITv-
caH y Gleditsia (Tucker, 1991), Ceratonia, Erythro-
phleum (Tucker, 1992). ConocrtaBiaeHre MopdoaoTu-
YeCKMX 1 (PUIOT€HETUYECKUX JaHHBIX IMOKA3bIBAET,
YTO TaKoOe MOJIOXKEHUE MeAUaHHOro YalleJIMCTHKA
MIpUCYIIE LeIOoi Kilaae 1Ie3aIbIIMHIUEBbIX C aKTUHO-
MOpGhHBIMHA LIBETKAaMU, B KOTOPYIO BXOOUT B Kaue-
CTBe CyOKJIaabl ObIBIIIEE MoAceMeiicTBO MUMO30BBIX
(De Barros et al., 2017). O0paiaet Ha ceOsT BHUMA-
HUE BBICOKAs BapMaOeIbHOCTh B Pa3BUTHM IIBETKA,
Kacallulasicsi He TOJIbKO TOJIOXEHUS MeAUaHHOTO
YJalleJIMcTKa, HO U MEPHOCTHM, pa3Mepa OpraHoB,
1oJjia 3peJIoTo LIBETKA U aXKe OPUEHTAIIMM 111Ba ILJIO-
nmoymmctuka (Tucker, 1992).

C yyeToM 0c000ro 3HaYeHUSI UMEHHO agaKCHallb-
HOTO JIeTIeCTKa B 3MrTOMOP(GHOM BEHYUKE CTAHOBUTCS
MOHSITHBIM, YTO aJaKCHUAJIbHOE ITOJIOXKEHUE MeIUaH-
HOTO YallleJrCTUKa HECOBMECTUMO C 3UroMopduent y
bob6osbix. Ilo KpaitHeil Mepe, Takoe coYeTaHUE
(oObruHOE, HampuMep, Wit Violaceae wiu Geraniaceae)
y Leguminosae Hem3BecTHO. He oueBMIHO, Kakoe

2021



52 CUHIOUIWH

cOObITHE OBUIO MEPBUYHBIM — HEOOBIYHOE 3aJI0XKe-
HUE YalleJIMCTUKAa Wi (HOPMUPOBAHUE AKTUHO-
MopdHOTO OKoJoBeTHHKAa. OmIHAaKO B oOcyXmae-
MOM CEMEICTBE 3TH YepPThl COCTABJISIOT CUHIPOM,
BKJIIOYAIOLINI TaKKe MHbIE YePThl HECTAOWILHOCTH:
BapuaGeIbHYI0O MEPHOCTb M HEYCTOMYHMBOE TTOJIOXKE-
Hue mBa ogoiuctuka (Tucker, 1991, 1992).

CorrocraBieHre JaHHBIX O MOP(OJIOTUHU OKOJIO-
LIBETHUKA C (PUITOTreHUEN TOKPHITOCEMEHHBIX ITOKa3hI-
BacT, YTO 3BOJIIOLIMOHHO MCXONHBIM B IISITUYJICHHOM
LBETKEe OBUIO aIaKCHAJIbHOE ITOJIOXKEHNE MEIMAaHHOTO
yameauctTuka. CMeHa TeoMeTpUHU MPOUCXOauIa B 9BO-
oy He3aBucuMo okoJio 30 pa3 (Bukhari et al., 2017).
AbakcuaabHOe ITOJIOXKEHNE MEIUAaHHOTO YaIlleINCTH -
Ka B nmopsiake Fabales ssBisieTcss cuHanmomMopdueii st
Leguminosae n HexapakTepHO IUISI OCTaJbHBIX Ce-
meiicTB (Bello et al., 2012). BepositHO, B monceMelicTBe
Caesalpinioideaec mpou3zolnia peBepcusi K aHIIe-
CTPaJIbHOMY ITOJIOXKEHUIO MEINAHHOTO YallleJIMCTUKA.
Bo3MoxXHO, MMeIn MECTO Iaxke IBa COOBITHSI PEBEp-
CHMU: TpyIlNa poAoB, B KOTopyto BxoasaT Ceratonia n
Gleditsia, OTHOCUTCSI K CaMBIM PaHO OTACIUBIINMCS
ot obmero crBosia Caesalpinioideae maHMsSIM, a OBIBIITIIE
Mimosoideae — K IpOABUHYTHIM LIE3THITMHUEBBIM.

YV HekoTopbIx 0a3abHBIX Papilionoideae (Swartzia,
Bocoa, Candolleodendron, Cordyla) dalieyka 3penoro
IIBETKAa IPEICTABIISIET COOOM TTOJTHOCTHIO 3aMKHYTHIN
MMOKPOB, B KOTOPOM HEBO3MOXKHO Pa3JIMYUTh OTAC/Ib-
HEIC YallleTUCTUKU. [1pu 3aliBeTaHNM TaKas Yaledka
pa3phIBacTCs. 3aJI0KEHME TaKOM YallleYKH IIPOMCX0-
IUT B BUAE Tpex (WX OOJbIIEro 4yucia) JIonacTei,
KOTOpPBIE MHOTAA MHTEPIPETUPYIOT KaK OTAE/IbHbIC Ya-
memuctuku (Tucker, 2003a). ¥ Hekoropbix Swartzia,
BIOPOYEM, OITMCAHO TPUBBIYHOE 3aJIOKEHUE IISITU
MIPUMOPANEB, MPEANOI0XKUTEIILHO COOTBETCTBYIO-
mux vamenuctukaM (Tucker, 2003a). MHorna poct
Yyalleyku IMIPOUCXOIUT KOJIblieoOpa3Ho, 0e3 popMu-
pOBaHMUS pa3IMYMMEBIX JIOIIAcTeil, IpUYeM pa3HbIe
BapMaHTBI MOTYT COYETAThCS Y OJHOTO 1 TOTO K€ BU-
Ja Uiu gaxe B ogHoM coulBeTuM (Sinjushin, 2018).
DTu HAOMIOAEHUSI MOABOMST K 3aK/IIOUECHUIO O TOM,
YTO TPM JOMACTH, C KOTOPBHIX HAYMHAETCS Pa3BUTHE
yallleyKy y 3TUX pacTeHUM, IPeACTaBISIOT cO00it He
MPUMOPINK YallleIUCTUKOB, a, CKOpee, CKIIaIKU
eIMHOI KOJIbIIe0OOpa3HO MEpUCTEMBI. TaKast MHTep-
rpeTanus u30aBisieT OT HEU30eKHOTO 3aTPyIHECHUS
OTHOCUTEIBHO IIPUPOABLI TPEXWICHHON 4YalleyKu B
KJIame, B KOTOPOd y MHOTMX POIOB IIBETOK IISITH-
YJICHHBIM.

Y mHorux Detarioideae nBa agakcuajabHBIX Yallle-
JIMCTUKA 3aKJIaAbIBalOTCS B BUJIE OTAEIbHBIX IIpU-
MOpIMEB, HO CpacTaloTCs Ha pPaHHUX CTamusIX, 4TO
MPOU3BOIUT B 3pEJIOM LIBETKE BII€YATICHUE YEeThbI-
pex4yieHHo yanreyky. [Ipoune yacTu 1iBeTKa ocra-
IOTCS TITUWIEHHBIMU. B 3TOM TmoacemelicTBe M3-
BECTHBI POJBI U C IIsAThIO yameauctukamu (Tucker,
2002a, 2003b). ¥V HeckonbKux pogoB TpuOHEl Loteae
(Papilionoideae) 3tu Xe JalIeIUCTUKM 3aKIaabIBa-
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IOTCS B BUJIE €IMHCTBEHHOTO MPUMOPIUS, KOTOPBIIA
3aTeM pacramaeTcss Ha aBe 4yactu (Sokoloff et al.,
2007). Hakonel, nBa agakCHUaJbHbIX YaIlleJINCTUKA,
MOSIBJISISICH HE3aBUCUMO, CPACTAIOTCS TTpU 00pa3oBa-
HUU ABYryOoit yaiedyku (Hampumep Aeschynomene,
Papilionoideae).

BEHYHMK

Camag 3aMeTHasl 4acTh 1IBeTKa, BEHUYMK, OoJjiee
BCET0 BHOCHUT BKJIaJ B CYOBEKTUBHYIO OLIEHKY TOTIO,
HACKOJIBKO TUITMYEH [[BETOK Y TOTO WJIM UHOTO TIpe.I-
craBuTest boOOBBIX.

M3BecTHBI MHOTOYMCICHHbIE TIIpuMepbl bobo-
BBIX, UMEIOLINX paguaibHO CUMMETPUYHBIN (aKTU-
HoMopdHBIiT) BeHYuK. McToprueck akTuHOMOpP®-
HOMY BeHUYMKY y BoOOBBIX 3ayacTyio IpuaaBaid
0OJIpIIIOE 3HAYEHME MpH (PUIOT€HETUYSCKUX II0-
crpoeHusiXx. C MpuMeHEHEM MOJIEKYJISIPHOI CUCTE-
MaTUKU MHOTYE TaAKCOHBI, BhIACIIsSIEMBIE I10 TIPU3HA-
KaM CMMMETPHMHU IIBETKA, ITOJYYMJIA HOBBIM CTaTycC.
Taxk, 0s11M IepeopMUpPOBAHBI TPUOBI Swartzieae u
Sophoreae. HeomnpaBmaHHBIM OKa3ajiCsl POIOBOI
CTaTyC HEKOTOPBIX MOP(POIOrNUECKM OTIMIAIOIINX~
cs1 TaKCOHOB: Hanpumep, Etaballia sBnsgeTcss ogHUM
n3 BunoB Prerocarpus (Klitgard et al., 2013). Boo61e,
OBLIO OOHApPYXE€HO MHOXKECTBO CJIy4aeB, KOTIA BbI-
nensieMasi o MOJIEKYISIpHbIM JaHHBIM IpyIira BeCb-
Ma pa3sHOpPOJHA MO MOPQPOJOTUYECKUM ITpU3HAKAM
(IToBbigwm u ap., 2014; Cardoso et al., 2012a,b). ITo-
JIOOHBIE COMOCTABJICHUS B cUICTeMe BOOOBEBIX, IPYIIITBI
C Upe3BbIYaTHO Pa3HOOOPa3HBIMU LIBETKAMU, YKA3bI-
BalOT, C OMHOI CTOPOHBI, HA LIECHHOCTh MOJIEKYJISIP-
HBIX METOIOB B (DMJIOTEHUM, a C APYroii — Ha BO3-
MOXKHOCTb HEOXUTaHHO BLICOKOTO YPOBHSI TOMOIIJIa-
3uu (Pennington et al., 2000; Fougere-Danezan et al.,
2010).

I'eHeTnueckast peryiasiuusi GopMUpOBaHUS 3UTO-
MOp¢HOro BeHUYMKa JOCTATOYHO JeTajJbHO M3ydeHa
Ha MOJEJbHBIX 00beKTax — Antirrhinum (Plantagina-
ceae), Lotus, Pisum (Papilionoideac). OcHOBHyIO
pOJIb B OIpeAe/ieHN CUMMETPUU UTPAIOT TeHEI ce-
meiictea TCP. MUx mponyKTel — OEJIKM ¢ MOTHMBOM
cniupaiib—neTias—cnupanb (D HLH), oTBeTCTBEHHBIM
3a B3aumoneiicteue ¢ JHK wm mexny Oenkamu
(Martin-Trillo, Cubas, 2010). MopdoreHeTU4eCKy0o
pPOJIb 3TUX OEJIKOB BUISIT B MOAAaBICHUY Mpoaundepa-
LI KJIETOK 3a CYET YCKOPEHMS UX mepexona K aud-
depenmpoBke. K aToMy ceMeMCTBY OTHOCSITCS TeHBI
CYC (CYCLOIDEA) v DICH (DICHOTOMA) nbBuU-
Horo 3eBa (Luo et al., 1999). O6a reHa akcnpeccupy-
IOTCS B afaKCHUaIbHOM YacTu (hJIOPATBHOTO IIPUMOP-
IIUST; Y MyTaAaHTOB ¢yc TIPOUCXOIUT pacilivupeHue Mpo-
rpaMMbl pa3BUTHUsI a0aKCHUaIbHBIX JIEIECTKOB Ha
JIaTepaJibHbIE JIETIECTKN — BEHTpaIm3anus. Y IBOi-
HBIX MYTaHTOB cyc dich TbBUHOTO 3€Ba BEHTPAIU3a-
LUSI OCTUTACT Mpeeiia: BCE JISTIECTKY BBITIISIAAT KaK
abaKcHaJIbHBIC, X YUCIIO OOBITHO YBEJIMYEHO JIO IIIe-
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CTHU, BMECTO CTAMHUHOINS (hOPMUPYETCS TTOJTHOLIEH-
Has TeiyuHKa (Luo et al., 1999).

C momeHTa naeHTudukanuu reios CYCu DICH
OBLIO YCTAaHOBJIEHO, YTO CXOMHbIE TEHBI OMPEACISIOT
3UTOMOP(HYI0O CUMMETPUIO Y MHOXECTBA IPYTUX MO~
KPBITOCEMEHHBIX U OOBIYHO BKCIIPECCUPYIOTCI B
amakcuajgpbHoi vactu uBeTtka (Preston, Hileman,
2009). I'enHombl BoGOBBIX comepxaT MO HECKOJbKO
opronoroB reHa CYC, mpencTaBIsIOIINX pe3yIbTaT
KaK MUHUMYM ofgHoOM npeBHen nyruimkaimu (Citerne
et al., 2003). Ponb 3TuX reHOB B MOp(d oreHe3e IBETKA
neTtanbHO uszydeHay Pisum u Lotus (Wang et al., 2008;
Xu et al., 2013; He et al., 2020). ¥ ropoxa u3BecTHBI
peleccuBHbIE MyTallMK, BIUSIONIE HA CUMMETPUIO
BeHYUKa. Y MyTaHTOB keeled wings (reH K coorBeT-
ctByeT PsCYC3) nenecTku-Becia nuddepeHInpyoT-
Csl KaK 2JIEMEHTHI JIomouku. djar MyTaHToB lobed
standard 1 (ren LSTI coorBeTcTBYeT PsCYCZ2) pa3Bu-
BAaeTCS C CUMMETPUYHBIMU BBIpE3KaMHM Ha KpasiX.
Y mytanTtoB symmetric petals 1 (ren SYPI xomupyet
TPaHCKPUTILIMOHHBIA (PaKTOp, HE CXOIHBINA C IPO-
nyktoMm CYC) Bce JIeNecTKA CTAaHOBSITCS CUMMETPUY -
HBbIMU OTHOCUTEJILHO CPENMHHOM XWIKU. Takum obpa-
30M, 1 Y bob6oBbeIx CYC-110M00HBIEC TeHBI YIaCTBYIOT B
oIpeneJeHUY CUMMETPUU 1IBeTKa. VX poJib B 3BOJIIO-
1IMM ObLIa MpOAEeMOHCTpUpOBaHa Ha npumepe Cadia
(Papilionoideae). TakcoHoMHYecKOe IIOJIOXEHUE
BTOTO polia JABHO BBI3BIBAJIO 3aTPYAHEHUS: YEPThI,
TPaAMLIMOHHO WMHTEPIIpeTUpyeMble KakK IMPOIABUHY-
Thl€, COUETAIOTCS y HETO C aKTUHOMOP(MHBIM 1IBET-
KOM, HO 110 MOJIEKYJIIpHBIM JaHHBIM Cadia BXOOUT B
JIOCTaTOYHO MPOABUHYTYIO Kjady core genistoids
(Cardoso et al., 2012b). bmxaiiiiimM poaCcTBEHHU-
koM Cadia oxkazaicsa pon Calpurnia ¢ TUTIMYHO MO-
ThUJIBKOBBIM BEHUYMKOM. BbLI0 yCTaHOBJIEHO, YTO pa-
IuvanbHasi cuMMeTpus BeHuuka y Cadia cBs3aHa € 9K-
TOMUYECKOM OSKCIpEeccCueil OIHOro M3 OPTOJIOrOB
CYC B nmpuMopausix BCeX JIETIECTKOB, a HE TOJbKO
agakcuanpHoro Jjernectka (Citerne et al., 2006).
MHbIMU clI0BaMM, HETaBHSISI TOMEO3UCHAsT MyTallUs
MPUBOAUT K TOMY, YTO BCe JienecTKU auddepeHim-
pyloTcsl Kak ¢yaru 1M 11BETOK CTAHOBUTCSI aKTMHO-
MOp(MHBIM. AHOMaJIbHbIE (DOPMBI C JOpcajiu3aluen
BCEX JIENECTKOB M3BECTHHI U Y APyrux BUaoB bobo-
BhIX (Sinjushin et al., 2015).

CoBepllleHHO MHOM citydait orucaH y Etaballia —
MOHOTUITHOTO poaa (UM BUa B cocTaBe Pterocarpus)
(Klitgard et al., 2013) ¢ akTHHOMOP(HBIM IIBETKOM B
GUIOTeHETUYECKOM OKPYXXEHUM TAaKCOHOB C MO-
TBUIbKOBBIM BEHUYMKOM. Y3KHUEe, CUMMETPUYHbBIC, HE
pa3zaesieHHbIE Ha HOTOTOK U oTrub Jjienectku Etaballia
HE CXOOHBbI C HOTOTKOBBIMU JIEMECTKAMM ITPOYUX
Pterocarpus n, cliefoBaTeJIbHO, HE MOTYT OBITh PE3yJIb-
TaTOM romMeo3uca. Drmaepma JienectkoB Etaballia co-
CTOUT U3 MEJIKUX KJIETOK, PACITOJIOKEHHBIX JJTMHHbBI-
MU IIPOKCUMO-IUCTaJbHBIMU HermoukaMu (Sinjushin,
2019). BeposiTHee Bcero, y 3TOro pacTeHu1sI BO3HUKJIA
MyTalysl, MPEIMSTCTBYIOIIAsl ACJACHUIO KIIETOK Jie-
MECTKOB B JlaTepaJibHOM HANpaBJICHUU U MPUBOISI-

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 1

IIast K Pa3BUTHUIO Y3KUX OOUHAKOBBIX JIETIECTKOB BO
BceX nojoxeHusix. CXxoaHble MyTallMi ONTMCAaHBI, Ha-
npumep, y Rhododendron, Ericaceae (Tasaki et al.,
2012). 'omeo3uc, BIIpoYeM, MOXET OBITh IPUIMHOMN
akTUHOMOpdUU y Apyrux ponoB Pterocarpus clade
(Sinjushin, 2019).

I[IpuBeneHHBIE pUMEPHI M aHAIU3 (QUIOTeHUU
bo6oseix (LPWG, 2017) yoexnaloT B TOM, YTO 3UTO-
MopdHasi CHMMETPUSI 1IBETKa SIBJISIETCSI CUMILIE3UO-
Mopdueii cemeiicTBa. BeposiTHee Bcero, oHa yCTaHO-
BWJIACh €IMHOXKIbI, HO BO3MOXHBI PA3IMUYHbBIEC ITyTU
€¢ HapyllIeHMsI, KOTOpbIe B pa3HbIX IOACEeMeNCTBaX
peaIn30BBIBAIICH HEOTHOKPATHO, IIOPOXKAasi TAKCO-
HOMUYECKHME Kypbe3bl. B IepcrnekTtuBe, IO Mepe
n3y4yeHus Mop¢oreHesa 1IBeTKa U ero peryJsiiuu, 0y-
JIyT OTKPBITHI HOBBIE MEXaHU3MEI IIepexoia OT 3Ur0o-
MopdHOIT K akTmHOMOp(dHOiIT cuMmMmeTprnn. MoXHO
MPEINOJI0XNUTh MHOXECTBO MOJTOOHBIX MEXaHU3MOB.
Hampumep, y Vicia sativa 6610 YCTAaHOBIIEHO CYIIlE-
cTBOBaHue 462 reHOB, cneuPUIECKU SKCIIPECCUPY-
IOIIMXCS B alaKCUATbHOM JIETIECTKE U TTPEATTOIOXKM -
TEJIbHO HAaXOMSIINXCS MOA KOHTPOJIEM IBYX OPTOJIO-
roB CYC (Liu et al., 2013).

TunmmaHO MOTBUTBKOBEIM BEeHUMK MHOTHX Papil-
ionoideae cOCTOUT U3 TpeX TUITOB JierecTKoB. O01Iei
st nopsinka Fabales 0cOGeHHOCTBIO SIBJISTIOTCS CBO-
oonnbie nernectku (Bello et al., 2012), HO y MHOTHX
Papilionoideae abakcuajbHBIE€ JIETIECTKU TTOCTTEHU-
TaJILHO CPacTaloTCs B JIOJOYKY U TeM WA UHBIM 00-
pPa3oM COEIMHEHHI C JaTepadbHBIMU. B psime ciyyaen
JlaTepajbHble U abaKcHUaJbHbIE JEMEeCTKU WMEIOT
MIPaKTUYECKN OOWHAKOBOE CTpOeHHEe (HESICHO MO-
TBUIBKOBBIN BEeHUYMK). Benuk cob1a3H cuuTarh, 4TO y
Papilionoideae sBostoliMs BeHYMKa IUIa IO IYTHU
YCIIOXKHEHHUSI OT HESICHO MOTBUILKOBOTO K MCTUHHO
MOTBUIBKOBOMY. OTHAKO ONMUCAHHBIA BHIIIE IIPUMED
MYTaHTOB keeled wings ropoxa MOKa3bIBaeT, 4YTO yIO-
JI00JIEHNE JIaTepaJibHBIX JICIIECTKOB a0aKCHaJIbHBIM
MOXET IIPOMCXOIUTh OYEHBb JErKo. Y IpeACcTaBUTE-
Jeit TpuObl Amorpheae MOCTYJIMPOBAHO BTOPUYHOE
yIIpollleHe BeHYMKa, 3aBepllaroleecsl IMOJTHOM pe-
IYKIWEH JaTepajbHbIX M a0aKCHUAJIbHBIX JIETIECTKOB Y
HEKOTOpPbIX poaoB (McMahon, Hufford, 2005). Y He-
KOTOPBIX BUIOB Lotus mporpamma auddepeHIUpOB-
KM JIaTepaIbHBIX JIETIECTKOB PacIpOCTpaHSIeTCsS Ha
ajakcualibHble M abaKcHaIbHBIE JIETIECTKU, YTO MPU-
BOIUT K Pa3BUTHUIO BEHUYMKA, IPUCIOCOOJIEHHOIO K
opautodunum (Ojeda et al., 2017). dDiaar-kamoiioH,
XapaKTEepHBIN UISI MHOTUX caloBbIX dopM Lathyrus
odoratus (Papilionoideae), sSBiIsgeTCs pe3yIbTaTOM
IepeHoca IIporpaMMbl pa3BUTHS JIaTEPAIbHBIX JIe-
TIECTKOB Ha iar, BbI3BaHHOro myranueit B CYC-1o-
nmoonoM rese (Woollacott, Cronk, 2018).

OTU U Apyrue npuMmepsl yoexnaloT B TOM, 4TO
CUMMETpHS BeHYNKa U TuddepeHIInpOBKa pa3and-
HBIX TUIIOB JIETIECTKOB BeChbMa IUIaCTUYHBI. Jlaxke B
npeaenax OJHOTO MOACEMENCTBA ITepeXoabl OT BEH-
YMKa C IByMsI BUIAMH JIETIECTKOB K BEHUYUKY C TPEMSI

2021



54 CUHIOUIWH

BUIAMU JIETIECTKOB WJIM MOJTHOCTBIO aKTMHOMOpPGd-
HOMy mnpoucxomunau HeogHokpaTHo (Ojeda et al.,
2019). Cucrema cemeiicta (LPWG, 2017) yka3biBaer,
CKOpee, Ha TO, YTO UCXOIHBIM COCTOSTHUEM SIBJISICTCS
3uroMopdusi, yrpadeHHasi BTOPUYHO y HEKOTOPBIX
pOIOB B KaxIOM ItoacemeicTBe. st OOJbIIMHCTBA
Caesalpinioideae B MXx COBpeMEHHOM OOBEME CBOM-
CTBEHHBI aKTUHOMOpP(HBIC LIBETKU. MOTBUILKOBbI
WJINA CXOIHBIII ¢ HUM BEHYMK HeXapaKTepeH TOJILKO
st Detarioideae u Duparquetioideae (LPWG, 2017).
Vxe B padote (Tucker, 2002b) yka3aHo, uto y Cercis
(Cercidoideae) u Papilionoideae cxonHast MmopdoJo-
I'Ysl BEHYNKA €CTh pe3yJIbTaT KOHBEPTeHIINH.

PaznmmaHple yacT BEeHYMKA MOTYT PeayLIMPOBaThCS.
Bo MHoOTrUX Citydasix coxpaHsieTCsl TOJIbKO afaKCcHalb-
HEI1 JIeniecToK: Amburana, Bocoa, Swartzia p.p. (6a-
3anpHble Papilionoideae), Amorpha (IpooBUHYTHIE
Papilionoideae), Aphanocalyx, Monopetalanthus (De-
tarioideae). M3penka nBa abaKcHaJIbHBIX JIEIECTKA
CUJIBHO HEAOPA3BUTHI IT0 CPABHEHMIO C OCTaJIbHBIMMU:
Hymenaea, Neochevalierodendron (Detarioideae).
3HAYNTEILHO YMEHbIIIEHEI JIaTepajlbHbIC JISIEeCTKU Y
Onobrychis p.p. (Papilionoideae). BcTtpeuatorcs 6e3-
JIETIECTHBIE LBETKU: Swartzia p.p., Cordyla (6a3anb-
Hbele Papilionoideae), Ceratonia (Caesalpinioideae),
Colophospermum, Crudia, Saraca (Detarioideae), Di-
alium (Dialioideae).

OO0paileHne K OHTONeHeTUYSCKUM JaHHBIM ITOKa-
3bIBAET, YTO CXOAHOE KOHEYHOE COCTOSIHUE, HAalpu-
MEp OTCYTCTBUE JIETIECTKOB, 00YCJIOBJIEHO HEOAUHA-
KOBOM cteneHbio peaykuuu. Eciu y Cordyla, Ge3ne-
MeCcTHBIX Swartzia n Dialium HeT HUKaKMX IIPU3HAKOB
3aJloKeHus1 HenocTawomux JermectkoB  (Tucker,
2003a; Zimmerman et al., 2013; Sinjushin, 2018), To y
Crudia n Amburana npyuMoOpIUN YEThIpEX WIN MSITUA
JIETIECTKOB  (pOpPMUPYIOTCS, HO HE€ pa3BUBAIOTCS
(Tucker, 2001; Leite et al., 2015). MHoroa coxpaHsi-
1orcst (Copaifera, Detarioideae) mim u3penka pa3Bu-
Batotcs (Ceratonia) pynuMeHThl denectkoB (Tucker,
1992; Pedersoli et al., 2010).

TpaguLIMOHHO I OMMCAHUSI pa3HbIX CTEICHEM
peOyKIUY MCIOJb3YIOT ITOHSITHS abopTa M abjacta
(Yy0, 2010; Schmitz, 1872). B nepBoM ciydae pa3Bu-
THE HAaYMHAETCsI, HO OpTraH He JOCTUTAeT TUITMYHBIX
pa3MepoB U CTPOCHMUSI; IO TUIUIHLIMU MBI ITIOHU-
MaeM COITOCTaBUMBIC C IPYTUMU OpTaHaMH TOTO K€
Tuna (HarmpuMep NpoYrMHM JIETIECTKAMU ) WJIU C TAaKU -
MU K€ OpraHaM# Y pOACTBEHHBIX TAKCOHOB. AOiacT
MpearnoaraeT, YTO HeT HUKAKUX IIPU3HAKOB 3a7103Ke-
HUSI U Pa3BUTHUS, HO B CXOAHOM ITOJIOXKEHUU Y POJI-
CTBEHHBIX TAKCOHOB OpraH ecTbh. I mmore3a o Halu-
YUy abJIaCTUPOBAHHOI'O OpraHa MOXET IOoTpebo-
BaTbCsl, YTOOBI OOBSICHUTH OCOOCHHOCTU CTPOCHMUS
BCeil CUCTeMBl — HallpuMep IPOTUBOJIEXKaHUE Opra-
HOB IIBE€TKA B CJIy4yae, KOTIa B IIBETKaX POJICTBEHHBIX
TaKCOHOB OOBIYHO YepemoBaHue. AOOPTUPOBAHHBIN
OpraH MOXeT HOCTUIraTh 3HAYMTEJILHBIX Pa3MepOB.
B caygae TEIAMHOK, HanmpuMep, K adOpTy MBI OTHO-
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cuM (popMUpoOBaHEe cTaMUHOIMEB. TakM oOpas3om,
B BEHUMKE TaKKe BO3MOXKHBI SIBJICHHUSI abopTa 1 ab-
JlacTa, KOTOpPBIC 3a4acTyl0 IIPUBOASIT K CXOTHOMY
CTpoeHHI0 c(hOPMUPOBAHHOTO 1IBETKA, HO, BEPOSIT-
HO, TIOCTUTAIOTCS 32 CUYET pa3HBIX MEXaHU3MOB.

AHIPOLEN

Annporneit mpencraBasieT co0Ooif HamboJiee W3-
MEHYMBYIO 4acTh 1IBeTKa BOOOBBIX KaK B 3BOIIOLIU-
OHHOM, TaK UM B OHTOreHeTnueckKoMm cMmbicie (Pren-
ner, 2013; Sinjushin, Karasyova, 2017). CumMIuie3uno-
Mopdueii BoOOBBIX SBISIOTCS OECSITh THIYMHOK B
nByx kpyrax (Bello et al., 2012), HO 3a4acTyio 3TOT
IUIaH IIpeTepreBaeT N3MEHEHMSI.

Hepenku cnydau peayKuMu 4acTU TBIYMMHOK. XOTSI
CTeNeHb 3TOI peAyKIIMM HEOIWHAKOBa B Pa3HbBIX
rpynmnax boOoBbIX, MOXHO BBIIECJIUTDH IBA OCHOBHBIX
raTTepHa, CBSI3AHHBIX C MOJOXEHUSIMU PEayLMpO-
BaHHbBIX OpraHoB (puc. 1).

1. Penykmms TBIMMHOK OTHOTO MJIM 000X KPYTOB
B ajakcHuajbHOM yacTtu 1iBeTKa. Y Abrus (Papilionoideae)
OTCYTCTBYIOT KaKWe-JIMOO TPU3HAKM 3aKJIagKU ThI-
YMHKU BHYTPEHHETO Kpyra, IIPOTUBOJICKAIIEH amaK-
CHAJILHOMY JIETIeCTKY, — BEKCWUISpHasl TbIYMHKA
(Prenner, 2013). Y Castanospermum (0a3ajJbHbIC
Papilionoideae), Amherstia, Brownea (Detarioideae)
9Ta Xe TBIYMHKA OCTaeTCs Helnopa3BUTOi. Y Arachis
(Papilionoideae) BekcuIsIpHasE THIYMHKA U CMEX-
HbIe C Hell OMHa—IBEe THIMMHKU HApy>KHOTO Kpyra
CTepUJIbHBI, MpeBpallleHbl B cCTaMUHOAUU. BeposiT-
HO, K 3TOM KaTeTOPUM MOKHO OTHECTH TTpeBpaIleHIe
TEeX XK€ TPeX alaKCUATbHBIX THIYMHOK B JIETIECTKOBUI-
Hble CTAaMUHOAWM Yy OOJIBIIMHCTBA BUIOB Senna
(Caesalpinioideae). 9t cramuHonuu (Marazzi et al.,
2007) cuuratloT cuHanomopdueit Senna, nmpudyeM B
OdHOI M3 KJaj poja Ipelarnojaraetcsi BTOpUYHAS
dbepTrIM3anMg amakCUaIbHBIX TBIMUHOK. M3ydeHne
TPAHCKPUNITOMA Pa3JIMIHBIX IO TTOJIOKEHUIO THIYM-
HOK Y S. bicapsularis moka3bIBaeT, 4TO B ThIYMHKAX
KaxkIoTo MOP(MOJIOTHIECKOro THIIa, BKIIOUask CTaMK-
HOIWU, aKTUBHBI HECKOJIPKO COT YHUKAJIBHBIX TEHOB
(Luoetal., 2016). dopMupoBaHUEe CTAMUHOAMEB TIpe-
WMYIIECTBEHHO CBSA3BIBAIOT C ITOHIKEHHBIM YpPOB-
HEM BKCIIPECCUU TeHOB, TPEAITOIOXKUTEIbHO KOIU-
pyroux 6enku ¢ motusoM bHLH, u ocobeHHOCTSI-
MU TopMOHabHOM peryisuun (Luo et al., 2016).

Ypes3BbpIUaitHO pa3HOOOPA3HEI peAYKIIMOHHEIE SIB-
JieHus1 B aHapouee Bauhinia s.l., Cercidoideae (Taubert,
1894); y B. petiolata BexcWIIsipHasl THIMMHKA HEA0pa3-
puta. IIpeoOpasoBaHust abakCHadbHBIX TBIYMHOK
BCTpeYaloTCsl pexe — Harmpumep, abactT MeauaHHOM
abakcuanbHOM TeIYMHKU Y Duparquetia, Duparqueti-
oideae (Prenner, Klitgaard, 2008) i ripeBpaiieHue
B CTAMUHOJUY a0aKCUabHBIX THIYMHOK 000UX KpPY-
roB y Neptunia, mimosoid Caesalpinioideae (Tucker,
1988). Y HekoTOpBIX Senna npeBpalleHbl B CTAMUHO-
ToM 141

Nel 2021



OBOJIIOONOHHAA NCTOPUA LIBETKA BOBOBLIX 55

OO0 00 o o @S

O @ @) O O O O
OnY00O On¥n0O O
(a)OOO (6)OOO

OO q ° 0@%
OOOO% OO Qb 00
(B)O (F)O (JI)O
OxO x99 x99 00

O

* * e S
OGO OOO 0056000 O *O* O QGQ(DaDD OQ C) DO

(e) O (x) O (3)

O+O 0OxO Oe

* % * * q
OV O

() * (M) *

0.0
002000 O
05000 OOOOOOO
00690035 0" °9%20
A0S 08 m 96
$o50\')o833  O9 Nele)
O 0NO500 )% 0
O~LOM =0 @)
OOOO OOQ 00
(@) OO OOSOOO
(p) Col_JoO © OO0

% V. % OO0 5 0«
(H)O

w D w0wOSZID

O O =)
* % OJNO)
' OO ¢S

(o)O * O (H)%O&

Puc. 1. [Ipumepsl Tpeobpa3oBaHuii aHIpolies: B ceMeiicTBe boo6oBbiX. OKOJIOIIBETHUK U CpacTaHKWE THIMMHOK HE OTOOpaKeHHI.
(a) — UCXOMHBI TUTAH CTPOEHUS aHApolies B ceMeiicTBe; (0) — Amherstia, Bauhinia petiolata, Brownea, Castanospermum; (B) —
Arachis, Senna p.p.; (r) — Gilbertiodendron, Phanera; (n) — Bauhinia monandra; (e) — Afzelia; (x) — Tamarindus; (3) — Petalosty-
lis; (n) — Sindora; (K) — Neptunia (My>Xckoii uBeToK); (1) — Duparquetia; (M) — Dialium p.p., Distemonanthus; (H) — Astragalus
p.p., Bauhinia variegata, Staminodianthus; (0) — Ceratonia; (1) — Dimorphandra; (p) — Swartzia p.p.; (¢) — Cordyla. OkpyxHo-
CTSIMU IMOKAa3aHbl TBIYMHKU, CEPBIMU (DUTYpaMU — CTAMUHOIWHU, 3BE300UYKaMK — abJIacCTUPOBaHHbIE opraHbl. durypa 6oJiblie-

ro pazMepa COOTBETCTBYET HAPYKHOMY KPYTY.

MU IO TPU THIYMHKU C aJaKCUATBbHOUN U abaKCcUalb-
Hoii cropoH (Marazzi et al., 2007).

Oo6painasich K pa3Ho0O0pa3rIio MOKPBITOCEMEHHBIX
B 1I€JIOM, MOXHO 3aMETUTh, UTO PEIyKLIUs agaKkCcu-
aJIbHOM TEIMMHKM (MJIM HECKOJIBKMX) JOCTATOYHO Ya-
CTO comyTcTBYeT 3uroMopduu. TakoBBl LIBETKH Y
npencraBpurtesieii mopssakos Lamiales (MHorue Acan-
thaceae, Gesneriaceae, Lamiaceae, Plantaginaceae,
Scrophulariaceae u ap.); Sapindales (Aesculus, Sapin-
daceae; Galipea, Rutaceae); Myrtales (Cuphea, Lyth-
raceae); Zingiberales (Musaceae, Strelitziaceae, Lo-
wiaceae u Heliconiacae).

Penykiiisi agakcuallbHbIX THIYMHOK HaIpsIMYIO
cBsg3aHa ¢ okcrpeccueit CYC-TIOMOOHBIX TEHOB.
VY MyTaHTOB cyc dich TbBUHOIO 3¢Ba BCE THIYMHKU
pa3BuBarTcsa mnojgHoueHHo (Luo et al., 1999).
Y Saintpaulia (Gesneriaceae) H3BECTHBI CaIOBEIC
¢dopMBbI ¢ gopcanu3aiueit (Bce JENeCTKU BBIJISLISAT
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KaK afjakcHajibHbIe) U BeHTpalIu3alueit (Bce JenecT-
KU BBITJISIAAT KaK adakcualibHble) BeHunKa. O6a Ha-
pYILIEHUSI CBSI3aHBI C M3MEHEHUEM YPOBHS W/WIU
marTepHa 3kcipeccum aByx optojoroB CYC (Hsu
et al., 2018). B HopMe Tpu amakcuajibHble THIMMHKU
HEAO0Pa3BUTHI, ITpE€BpalliCcHbI B CTAMUWHOANMU. B BCH-
TpaJIM30BaHHBIX 1IBETKAX BCE THIYMHKM Pa3BUBAIOTCS
MOJTHOCThIO (MeIrMaHHas aJakcUalbHas HECKOJIBKO
MEHBIIIE MPOYMX), a B JOPCAIM30BAHHBIX — BCE ThI-
YMHKW 3aMEHEHBI Ha CTAMUHOIUM. TakKuM o0pa3oM,
ajaKkcualibHasi mporpaMma pa3BUTHUSI OKOJIOLBETHU -
Ka (00bidHO CYC-orocpenoBaHHasl) ONpenesieT U
CTEIIeHb Pa3BUTHUSI, M MHBbIE O0COObIC CBOMCTBaA (Ha-

IpUMEp CpacTaHue) afaKCUaIbHBIX TBIYMHOK'.

! WHrepecHo, uTo y BoOOBBIX anakchaibHast THIYMHKA BHYTPEH-
Hero Kpyra Hau0oJjiee 4acTo MoABEPraeTcst peAyKIIMH, a IPOTH-
BOJICKAIINH eif alaKCUaIbHBIN JISTIECTOK — HauboJiee peaKo.
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2. [MonHas WM YacTUYHAS PEAyKINSI OMHOTO Kpy-
ra TeIamHOK. CumMmie3noMopdueii mopsinka Fabales
SIBJISIETCS aHAPOLIeH M3 IBYX MSATUWIEHHBIX KPYroOB.
B pasiauuHBIX rpyniiax oluvcaHO HeAOpa3BUTHUE O-
HOTO KpyTa MJIN €T0 MoJIHOE OTCyTCcTBUE. OOBITHO N3-
MEHEHMUIO MMoABepraeTcsl BHyTPEHHU KPyT — HaIIpU-
Mep, IpeodpasyeTcsl B CTAMUHOAWM Y HACTOJIBKO Ja-
JIEKUX poOmoB, KakK Astragalus (A. epiglottis n
A. pelecinus), Tetrapterocarpon, Staminodianthus (Pa-
pilionoideae), Pentaclethra (mimosoid Caesalpi-
noideae). ¥ uesanbnuHueBoro Dimorphandra ctamu-
HOIUM (DOPMUPYIOTCS M3 TBIMMHOK HAPYKHOTO Kpyra —
9TO MeHee TUMMYHBIN ciiydail (De Barros et al., 2017).
BHyTpeHHMI KpyT TEBIYMHOK IMpeoOpa3oBaH B CTAaMU-
HOIMM U y HEeKOTOpbIX Surianaceae (Cadellia, Suri-
ana), TakxKe IpruHaIIexXamux K mopsiaky Fabales.

B pa3HBIX moaceMeiicTBax BO3MOXKEH abiacT
BHYTPEHHETO Kpyra — €CJid CyAUTh 10 TOMY, 4TO CO-
XpaHATCA TBIYMHKU, ITPOTHMBOJICXKAIIIUE YalllCJIn-
cTukaM. Y HeKoTopbix Bauhinia (B. variegata, Cerci-
doideae) enuHCTBEHHBIN (HAapy>XKHBII) KPYT TBIYMHOK
coyeTaeTcsl ¢ OBOMHBIM OKoJouBeTHUKOM. Cylie-
ctByeT npeanonoxenue (Tucker, 2000), uto y Saraca
(Detarioideae) mpoucxomguT IIpeBpallleHUe JIeIecT-
KOB B THIYMHKHU, a SIPKO OKpallleHHbIC YallleIUCTUKI
MpUOOpPETAIOT CBOWCTBA JIETIECTKOB. TBIYMHKU C
aJjakCcualibHOl CTOPOHBI HE pa3BUBAIOTCA, a ¥y
S. declinata, B COOTBETCTBUU C 3TOM THMIIOTE30i, B
MIPUHIIMUIIEC HET THIMMHOK B T€X K€ IOJI0KCHUSIX, YTO
n y npyrux boOoBbIX.

Camo o cebe JIETIeCTKOBUAHOE CTPOCHUE yallle-
JIMCTUKOB y BoOOBBIX BCTpevyaeTcsl He4acTo, BOZHU-
KaeT B pa3HbIX 9BOJIOLIMOHHbBIX JIMHUSIX U Heobsi3a-
TEJIbHO CBSI3aHO C PeAyKILMeil apyrux dacreil. SApko
OKpallleHa BHYTPEHHSISI TTOBEPXHOCTh Yallieuku y De-
lonix, Caesalpinioideae, muMelomero HOPMaJIbHOE
YUCJIO OPTaHOB 1IBeTKA. JIenecTKOBUIHbIE YallleJuc-
TUKU COYETAIOTCSI C HEKPYTTHBIMU, C1a00pa3BUTHIMU
nenectkamu y Duparquetia, Duparquetioideae.

Hcue3HoBeHHE OTHOBPEMEHHO JIETIECTKOB M Ya-
CTH THIMMHOK BCTpeUYaeTcs B pa3HBIX CEMEMCTBaXx I10-
KpeiIToceMeHHBIX. Cpenri BoOOBBIX TaKOBBI POIBI
Ceratonia, Saraca 1, BO3MOXHO, HEKOTOPBIE IpPYyTHUE,
HO TIpUBEICHHBIE BHIIIIEC IIPUMEPHI YOEXKIAIoT, YTO pe-
IYKIMST THIYMHOK MOXKET TTPOUCXOINTH HE3aBUCHMO
OT JieriecTKOB. OTCYTCTBYIOT JIETIECTKA W TBIYMHKH
HapyXHOTro Kpyray Seetzenia, Zygophyllaceae, xoTs1 1
B BTOM CeMeiCTBe THIMMHKU MOTYT PEIyIIMPOBATHCS
npu Hanwyum BeHuuka (7ribulopsis, Kallstroemia).
Xopomro u3BecteH npumep Lepidium, Brassicaceae,
MEeMOHCTPUPYIOIINI TOMOTUTACTUYECKOe pa3HOOOpa-
31e peIyKIIMOHHBIX ITPOIIECCOB B BEHUMKE U/MJTH aH-
npoiiee (Bowman et al., 1999). Pazsutre ThluMHOK 1
JIETIECTKOB Ha TCHETUYECKOM YPOBHE KOHTPOJIMPYET-
Ccsl BO MHOTOM CXODHO, U B 3KCIEPUMEHTATbHBIX
YCIIOBUSIX TTOKa3aHa BO3MOXKHOCTb OITHOBPEMEHHOTO
nopaBieHus ux pazsutusd (Yun et al., 2002).
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V psaga BoGoBEIX (B mepByi0 odepedb ITOACEM.
Caesalpinoideae u Cercidoideae) coueraloTcst ABa Bbl-
LIETIEPEYMCIICHHBIX MaTTepHA PEIyKUUM ThIYMHOK —
M0 KpaiHel Mepe, 3TO 0O0BbICHSIET YUCIO U pacHo-
JIOXXKE€HME THIYMHOK B LIBETKAX 3TUX 3K30THMYECKUX
pacteHuii. JIumb Tpu abakcuaJdbHBIX THIYMHKU Ha-
PYXHOT'O Kpyra cCoXpaHsItoTcst y MHOTHX BUIoB Che-
niella (=Phanera s.1., Cercidoideae), a ocrajbHBIC
ceMb — Ipeodpa30oBaHbl B CTAMUHOINU; MSITh U3 HUX
C alaKCUATbHOI CTOPOHBI 00Pa3yIOT MSICUCTBIN SIPKO
OKpAallleHHbI AUCK, MPEAIIOJIOXUTEIbHO MPUBJICKA-
ommit onbututeneit (Clark et al., 2017). ¥V Bauhinia
monandra, Cercidoideae, TTOTHOIIEHHO pa3BUBaCTCS
JIMIIb MeIuaHHasi abakcuajibHasl ThIYMHKA HapyX-
HOTIO Kpyra, ocTajJbHble 00pa3ylOoT CTAMUHOAVN; BO-
obute Bauhinia s.]. IeMOHCTPUPYIOT IIPAKTUIECKH
BCE BO3MOXXHBIC BApUAHTHI PSAYKIINY aHAPOLIES.

B HeoObIuHbIX 11BeTKax noaceMeiictBa Dialioideae
abjacT BHYTpPEHHEro Kpyra aHapoliest (Ipucyll He
BCEM pomaM) codeTaeTcs ¢ Hemopa3BUTHeM (aGop-
TOM) WICHOB BHEIIHEro Kpyra — Kak IpaBUJIO, C
agmakcuanibHoi (Petalostylis), pexe ¢ abakcHaJIbHOM
(Dialium) ctroponbl. CXOOHBIM 00pa3oM abJIaCTUPO-
BaHBI BCE THIYMHKN BHYTPEHHETO KpyTra U MeTruaHHast
abakcuaibHas THIMMHKA HapyXXHOTO Kpyra y Dupar-
quetia, Duparquetioideae (Prenner, Klitgaard, 2008).
Jlvme mBe amakcuadbHBIE TBIYMHKU TTOJIHOIIEHHO
pa3BuThl y Sindora, Detarioideae.

IMonHbiit abmacT ThIMMHOK cpenu boboBbIX, MO-
BUAUMOMY, He BcTpedaercsi. B dyHKIMOHaIbHO
XeHCcKuX nBeTrkax boOoBeix (Hampumep Ceratonia)
TBIYMHKY BCeraa 3aKjIadblBalOTCSI, HO WX pa3BUTHUE
octaHaBnuBaetcsi. [loJHOCTbIO MpeBpallleHbl B Jie-
MECTKOBUIHbIE CTAMUHOAUU THIYMHKU B CTEPUJIb-
HbIX 1IBeTKax Neptunia (Tucker, 1988).

Takum obpa3om, Oosiee OOBIYHO HEPA3BUTHUE WIN
HeIOpa3BUTHE THIYMHOK B aJaKCUaJIbHOW YacTu
IIBETKA, KOTOPOE MHbI CBSI3bIBA€M C aKTHMBHOCTBIO
CYC-ntono6HBIX reHoB. VMcKimoueHuns, Korma rmpeoo-
pasyroTcs abakcuaabHble THIYMHKU, peaKu. B 1iea1om
Takasi U3MEHYMBOCTh OOBSICHMMA TEPMHHOJIOTHAYE-
CKOM HEOJHO3HAYHOCThIO — TeM, HACKOJILKO IIUPO-
KO MOXHO TPaKTOBaTh IOHSTUS HEIOPa3BUTHUS WA
npeoOpa3oBaHU 1, CJIEAOBATEILHO, TEM, HACKOJIBKO
pa3HOOOPa3ZHBIMU MOTYT OBITh TIPUYMHEI TAKUX SIBJIS-
HMA. PenyKiiMoHHEBIE sIBJICHUS B aHapoliee boboBbIX
TaK:Ke JeMOHCTPUPYIOT BEICOKUIT yPOBEHb TOMOILIA-
3UU.

VYV yactn boboBBIX 0OTMeueHa mosmaHapusi. B atom
OTHOIIIEHNU HauboJjiee U3BECTHHI HEKOTOPHIE POJIbI
Caesalpinioideae — OnIBHIEro IomceMeiictBa Mimo-
soideae (Acacia, Inga), Detarioideae (Colophosper-
mum, Maniltoa, Polystemonanthus) u Papilionoideae
(Swartzia, Bocoa, Cordyla). He nnst Bcex aTUX pacTe-
HUI U3y4eH X0a MopgoreHesa, HO yKe MMEIOIINeCs
JIaHHbIE TI03BOJISIOT CIeJIaTh BHIBOA O pa3HOOOpas-
HBIX MeXaHM3MaX (OPMUPOBAHMSI ITOJIMMEPHOTO aH-
npoues. Y Acacia iMeeT MECTO TaK Ha3bIBacMast KOM-
ToM 141
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IUIEKCHAsI akpolieTalbHast rmoivanapus (Pemuzosa,
2019). Becw aHgporeii popMupyeTcsl U3 KOJIbLeBOM
MEPHUCTEMBI, W TIEPBbIe IIPUMOPINU OTACIbHBIX ThI-
YMHOK MpOTHBOJeXKAT dalrenuctukam (Gomez-Ace-
vedo et al., 2007; Prenner, 2011). ITo mepe akporne-
TaJIbHOro (hOPMMUPOBAHUS MIPUMOPANEB OTIEIbLHBIX
TBIYMHOK YIOPSIAOYEHHOCTh B MX PACIIONOXEHUU
yTpauuBaeTcs. BepossTHO, mpaBUIbHOE YepenoBaHe
BCHYMKA M IIEPBBIX THIYMHOK CBSI3aHO C (OpMOIi
KOJIbLIEBOMI MEPUCTEMBI, KOTOPOIi JaBJIEHUE CO CTO-
POHBI TIPUMOPIMEB JENECTKOB (hU3NUYECKM NPUIAET
¢dopMy YeThIpeX-TISATUYTOJILHUKA.

KomnbpueBasg mMepucTteMa aHIpoles ONUCaHa U Y
Swartzia (Tucker, 2003a). B 3uromopdHbIX LIBETKax
3TOI0 POAa, OOHAKO, THIMMHKN OOBIYHO TUMOPQHBIE;
penko MmoHoMopdHEIe (S. auriculata) niu TpumMopd-
Hble (S. trimorphica). B abakcuajibHOI YaCTH KOJIbIIe-
BOII MEpUCTEMBI ITPaKTUIECKU cpasy Iocie ee ¢op-
MUPOBaHUS 000COOISIIOTCS MPUMOPIUHN HECKOIbKUX
KPYMHBIX THIMMHOK. OcTaBIIasics KoJblieBasi MEpU-
cTeMa JIacT Hadyajio IIPUMOPIUSIM MEJIKMX ThIYMHOK,
MIpUYEM 3TOT MPOLIECC HAYMHAETCSI ¢ abaKCUAJIbHOMI
yacTu U rpoucxoaut dasurneranbHo (Tucker, 2003a).

Y Cordyla, panee comxaemoii ¢ Swartzia (Cardo-
soetal., 2015), xapakTep pa3BUTHUS ITOJIMMEPHOTO aH-
npotest uHo. [TpuMopauu THIYMMHOK 3aKJIaIbIBaIOT-
csl B aKpOTeTaTbHOM MOPSIAKE, TO €CTh MOP(OIOTH-
YeCKM CBEepXy BHU3, Ha pa3BUBAIOMIEMCS TUITAHTHHU
(otcyTcTBYET Y Swartzia), UMEIOT pa3HbIiA pasMep u
10 KpaifHeil Mepe Ha paHHUX CTAIUSIX BBITJISIIST ITpa-
BIWILHO Yepenyomumucs (Sinjushin, 2018). Ecou y
Swartzia Bce MeJKMe THIYMHKU OJWHAKOBBI yXXe Ha
cranuu npumopaues, y Cordyla BHyTpeHHUE ThIYWH-
KA 9acTO OKa3bIBalOTCS 0e3 TBIBHUKOB. MIMeHHO
13-3a BTOr0 OBbLIO TIPEIJIOKEHO BBIICIUTH Majara-
ckapckue Bunbl Cordyla B oTnelbHBIN pon Dupuya
(Kirkbride, 2005), xoTs HalIm4Yne CTAMUHOOWEB U HE
YHUKaJbHO 1711 popMm ¢ Manarackapa.

PasButHe MOIMMEpPHOTO aHAPOIEST OMHUCAHO U Y
Colophospermum u3 moncemeiictBa Detarioideae
(Kriiger et al., 1999). TeluMHKM, BEPOSITHO, 3aKJIaIbl-
BalOTCs Ha KOJIBIIEBOM MepHUCTeMe B aKpOIeTaITbHOMN
TTocJIenoBaTeIbHOCTH. Bce mpuMopanm oqnHaKOBO-
ro pazMepa 1 He UMEIOT SIBHO YMOPSIA0UYeHHOTO pac-
TTOJTOKEHUSI.

Hab6mronenus yoexxmaoT B TOM, YTO ITOJTUAHIPUS
BO3HMKJIA B pa3HbIX IpyIinax boOoBbIX HE3aBUCUMO U
pasHbIMU NyTsIMU. HU y oHOTO M3y4eHHOTO Mpe-
ctaBuTeNnsT DBOOOBBIX ITOIMMEPHBIN aHApoleil He
dopmupyeTcsi M3 HECKOJBKUX IePBUYHBIX OOIIMX
MPUMOPANEB, KOTOPbIE MPaBUJbHO YeperoBaUCh
OBl C 2JIEeMEHTaMM OKOJIOLIBETHUKA, KaK 3TO MPOUC-
XOMUT Y MHOTUX Apyrux ceMeiicTB (Ronse Decraene,
Smets, 1993).

B pasmmunbix moaceMeiictBax boOboBEIX oTMeda-
€TCsl cpacTaHue ThIYMHOK. O030p MOCTYITHON JTUTE-
paTypbl MOKAa3bIBa€T, YTO BO MHOTUMX CIIy4asix IIOJ
cpacTaHMEM MOHMMAIOT pa3HbIe SIBJCHUS 1 OIMCHI-
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BaIOT B pa3HbIX TEPMUHAX. 3a4aCTyIO0 HAJIMYKNE U TUIIL
cpacTaHUsl TBIMMHOK OKa3bIBAIOTCSI TIPEAMETOM JIUC-
kyccuu (CokosoB, 1995). OcobeHHOCTU cpacTaHUs
aHIpoIles BeChbMa IUIACTUYHBI JaXe B IIpelenax I0-
CTaTOYHO HEOONbIIMX Tpynm. s mpeactaBuTenci
BBICOKOCIICLIMAIM3pOBaHHOM Kiianbl Papilionoideae,
JIMIIIEHHOW O0pallleHHOTo MOBTOPa XJOPOIUIACTHOM
JHK (inverted repeat-lacking clade), B 11e1oM Xapak-
TepeH IBYOPATCTBEHHBIM aHApPOLIE CO CBOOOOHOI
BEeKCWUISIDHOIT ThIMMHKOW. OIHAKO IIOJHOCTBIO
cpacTaloTcs ThIIMHKU Y Ononis, Tpuda Trifolieae, He-
CKOJIbKUX BUITOB Astragalus U3 pa3HbIX cekluii (A. do-
nianus, A. himalayanus, A. oxyodon), Galega, Tpn6a
Galegeae s.1. Kpome TOro, B HECKOJILKMX poaax Kia-
Ibl OpMUPYETCSI TaK Ha3bIBaeMbIH JIOXKHOOIHO-
OpaTCTBEHHBIN aHAPOIICi, B KOTOPOM BEeKCIJLISIpHAS
ThIYMHKA IMOCTTeHUTAJILHO MIPHUPACTAET WU TLIOTHO
npuieraet K octajabHbIM (Tucker, 1989a). O6bI1YHO B
OCHOBAaHUM 3TOI THIYMHKU OCTAIOTCSI OTBEPCTUSI, Ue-
pe3 KOTophIe €CTh JOCTYN K HeKTapHukaM. ITogo0-
HBII1 aHIpOolIeil OIMcaH B pa3HbBIX IPyNIIax U, BEPOSIT-
HO, BO3HUK HE3aBHCHUMO M3 IByOPAaTCTBEHHOTO.

Ha peryasTopHoM ypoBHe OCOOBIE CBOICTBa
BEKCHJUISIPHOM THIYMHKM CBSI3aHBI C DKCIIpeccueit
CYC-nonoOHBIX T€HOB B aJaKCHUaJIbHOUW o00JiacTu
BeTKa. Takas 3KCIIpeccusi OTMEUYeHa B IIPUMOPIMIX
aIaKCHAJIbHOTO JIeNeCTKA Y BEKCUJIISIPHOMN THIMMHKHI
y Lotus (Feng et al., 2006). Ecau B pe3ynbTaTe MyTa-
UM WIKM 3KTonumueckoit skcrnpeccuu CYC-11omo0-
HbIX TeHoB (Feng et al., 2006) Bce nerecTKy MpUoo-
peraloT cBoiicTBa cara, cpacTaHUsI THIYMHOK HeE
IIPOUCXOIUT — KakK, Harpumep, y Cadia niu canoBoii
¢dopmer Clitoria (Sinjushin et al., 2015). OtmedeHo,
YTO MOTBUILKOBBIM BEHYMK MOXET COYETAThCS C JII0-
ObIMM (bOpMaMM CpacTaHMSI THIYMHOK, HO aKTUHO-
MOpP(MHEIIT OKOJIOIIBETHUK — IT0 KpaifHeil Mepe, ¥
Papilionoideae — kpaiiHe peaKo accoLMUPOBaH CO
CPOCIIMMMCS TEM WJIM UHBIM 00pa3oM ThIYMHKaMU
(Sinjushin et al., 2015). MckmodyeHne, BO3MOXHO,
eIMHCTBEeHHOe, cocTaBiusieT Etaballia, Tpubda Dalber-
giecae, ¢ aKTUHOMOP(GHBIM BEHYMKOM U CPOCIINMUCS
B 3aMKHYTYI0O TpPyOKYy TBIYMHKAMM, O BO3MOXHOI
MpUpoAe aKTUHOMOP(MUHU Y 3TOTO HEOOBIYHOTO pojaa
cM. Boie. 3a rpeaeiaamu Papilionoideae Takoe coue-
TaHUE BCTPEUYAETCSI, XOTs U penKo: Brownea n npyrue
ponsl u3 Brownea clade (Detarioideae), Inga (mimo-
soid Caesalpinioideae).

OCO0OeHHOCTH cpacTaHUsl THIYMHOK CBSI3aHBI CO
CTpaTerueil OnbUIEHUS U, B YaCTHOCTH, C HAJIMYUEM
W CTPYKTypoi (JIOpabHBIX HeKTapHUKOB. Hanbo-
Jiee AeTajJbHO B 3TOM OTHOIIIEHUU OMMCaHbI TpeacTa-
Butenu Papilionoideae. OOBIYHO HEKTApPHUKU €CTh B
LIBETKAX C HECPOCIIMMUCS ThIYMHKAMU, IByOpaT-
CTBEHHBIM WJIU JIOKHOOJHOOPATCTBEHHBIM (IIpU
HaJIMYUM OTBEPCTUI B OCHOBAHUU BEKCUJLISPHONI
TBIYMHKM) aHapolieeM. HanpoTtus, IBETKU C OTHO-
OpaTCTBEeHHBIM aHApOlieeM OOBIYHO MPUBJIEKAIOT
OoMnbLIUTENe MbUIbLON 1 penko (HanpuMmep Galega
orientalis) cexpetupytoT HekTap (Bernardello, 2007).
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B 060ux ciyvasx onucanbl uckiaoueHus. [1pu cxon-
CTBE OOIIIEro IjaHa CTPOSHUSI HEKTAPHUKU B CeMeii-
CTBE JIOCTAaTOYHO pa3HooOpasHbl. MIX CTpyKTypa u
pACIIOJIOXKEHUE MHOTIA OTPaXKal0T CHMMETPUIO 1IBET-
Ka — HalpuMep, OHU MOTYT OBbITh JOKaJTU30BaHbI
TOJIBKO B abakKcuajibHOM 4yacTu 1BeTosioxa (Pisum,
Vicia).

Eciiu 0OCHOBHBIM aTTpakKTaHTOM SIBJISIETCSI MbLIb-
112, BO3MOXHA CIelMaln3alus ThlYIMHOK: 4acTh MPoO-
WM3BOAUT MBUIbLYY [Jisl MPUBJACYCHUS] ONBLIUTENCH,
Jpyrasi — HEMOCPEACTBEHHO ISl OlbUieHUs. Pa3niu-
Yusl KacaloTcsl HE TOJIbKO pa3MepoB THIYMHOK, HO U
VIBTPACTPYKTYPbl U (DU3UOJOTUUECKUX OCOOECHHO-
cTeil MpOU3BOAMMBIX MbLIbLEBBIX 3epeH (Paulino
etal., 2016). ¥ Lupinus, Papilionoideae, npenmyiie-
CTBEHHO (DYHKILIMIO TIPUBJICYCHUSI BBITIOTHSIIOT THIYMH-
KW BHyTpeHHero Kpyra, y Cytisus, Papilionoideae, —
ajaKkcualibHble THIYMUHKU 0boux KpyroB. C ocobbiM
tunoM onsuieHus: (buzz-pollination) cBS3bIBAIOT
nunddepeHIIMPOBKY THIUMHOK y Senna (Marazzi et al.,
2007).

TBHIUMHKM MOTYT cpacTaTbCsl C DJIEMEHTaMU BEH-
YUKa; 3TO MPOUCXOIUT B pa3HbIX TpUOaX U, BEPOSIT-
HO, 3a CUeT Pa3HbIX MeXaHN3MOB. XOPOIIIO U3BECTHHI
npumMepbl Gymnocladus (Caesalpinioideae), Trifolium,
Psoralea, Inocarpus (Papilionoideae). leTaabHO HU3y-
YeH OHTOTEHE3 IIBETKOB C TTOJOOHBIM CpacTaHUEeM B
Tpube Amorpheae (McMahon, Hufford, 2002). 3o-
HaJbHbIi POCT OCHOBAaHWU TBHIYMHOK TPUBOIUT K
¢dopMUpPOBaAHUIO TaK HA3bIBAEMOIl CTEMO30HbBI, 00b-
eIUHSIOIIEeN HUXKHUE YacTU ThIYMHOK U JIEECTKOB
(BEpOsITHO, MPOMCXOAWT KOHT€HUTAJIbHOE cpacTa-
Hue). B uBetkax Dalea aTa cTeMO30HA B COUYETAaHUMU C
abJ1acTOM THIYMHOK BHYTPEHHETO Kpyra MpOu3BOAUT
BIleUaTJieHUEe ThIYMHOYHOU TPyOKU, B KOTOPOIi MSTh
TBIYMHOK CPACTaIOTCS U YEPEAYIOTCS C JIeTIeCTKaMMU.
BTa KapTMHA HACTOJILKO TMOopa3ujia HEKOTOPBIX MOP-
¢o0roB, UTO BO3HUKJIA TMCKYCCUSI O TOMOJIOTUSX
MEXIy pa3IUYHbIMU YacTsIMU 11BeTKa Dalea i npyrux
Papilionoideae, mopoauBliiass B UTOre TUIOTE3y O
TOM, YTO 3UTOMOp(HBIE LIBETKU HEKOTOPhIX AmoOr-
pheae BO3HMKIM B 3BOJIOLMN HE3aBUCHUMO OT IPO-
yux IpelacTaBuTesieil moxacemeiictBa (McMahon,
Hufford, 2002). OHTOreHeTMYeCKMe MCCICIOBAHMS
JIMILIWIN 3TY TPO0IeMy TTPEXKHE OCTPOTHI.

TMHELIEM

OIHOWIEHHBIM TMHENE CYMUTASTCSI CMHAIIOMOP-
dueit Leguminosae B pamkax nopsaka Fabales (Bello
etal., 2012). ¥ Polygalaceae (Monnina, Pteromonnina)
BO3MOXEH ICEBIOMOHOMEPHBIII TMHELIEH, a y Suri-
anaceae (Guilfoylia, Stylobasium), BepOSITHO, UCTUH-
HO OJHOYJIEHHBIN, XOTI ero MoxHo cuutath (En-
dress, 2012) Takke pe3yJIbTaTOM PEIyKIIN.

B HeCKOJIbKUX 3BOJMIOLIMOHHBIX JUHUSAX BOOOBBIX
ONMCaH IMOJMMepHBIil rnHeneii. Cilydan cpacTaHUs
IIByX M 0oJiee IIBETKOB, IPUBOISIIETO K 00Opa3oBa-
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HUIO 1IBETKA C HECKOJIbKUMU TUIOJOJUCTUKAMU, HE
HECYT TAKCOHOMMWYECKOI MHGbOpMaIIMU U, BEPOSIT-
HO, BOBMOXHBI BO BCeX rpymniax. B HopMe HeCKOIbKO
TUIOJOJUCTUKOB 00pa3yloTcsl B OOJIbIIMHCTBE 1IBET-
KoB Inga p.p., Archidendron, Acacia celastrifolia (mi-
mosoid Caesalpinioideae), Swartzia p.p., Aldina diplo-
gyne (basanbHble Papilionoideae), Thermopsis turcica
(npomBunyThie Papilionoideae). Ilepnognaecku 00-
pa3yroTcs 1IBETKU C MOJUMEPHBIM ruHeneem y Cera-
tonia (Caesalpinioideae), Cordyla pinnata (6a3anbHble
Papilionoideae) 1 HeKOTOPHIX Ipyrux BoOOBEIX.

dunoreHeTnyecKass MHTEPHpPETALAS TTOJOOHOTO
SIBJIEHUS JUIMTEJIbHOE BpeMsl Oblia TTPpeaMeTOM JIUC-
kyccun. Tak, I'.Il. fIxoBieB cumTan, 4TO MOJMMEP-
Hble THUHeLleu bOOOBBIX MNPencTaBISIOT COOOM
“Mopdonornyeckue pearuKThl, COXpPaHUBIIUECS B
CWJIy TeTepobaTMUU y TPYIIN pa3HOro cucTteMaTuye-
CKOTO TIOJIOXXKEHUSI U PA3IUYHOM SBOJTIOLMOHHON
nponBuHyToctu” (Axkosnes, 1991, c. 35). Boiee
Mo3aHue paboThl CXOMSITCS BO MHEHUM O TMJIE3MO-
MOpP(HOM XapakTepe MOHOMEPHOIO TUHELES B ce-
MEMCTBE U HE3aBUCHMOM BO3HUKHOBEHMUU ITOJIU-
MEPHOTO B HECKOJbKHUX 3BOJIOLMOHHBIX JIMHUSIX.
HacuutsiBarot (Paulino et al., 2014) ceMb ITOT0OHBIX
CcoOBITHI TToTMMepu3aluu. MU3ydeHrne MyTaHTOB MO-
JeJIbHbIX BOOOBBIX MTOKAa3bIBAET, YTO JUIITHYME TTOA0-
JIMCTUKU MOTYT BO3HMKaTh B pe3yJibTaTe TOMEO3UC-
HOTO TpeBpallleHUs YaCTU ThIYMHOK, CpACTaHUS He-
CKOJIBKUX (DJIOPATBHBIX MEPUCTEM WU YBEJIUYCHUSI
pa3MepoB (acuualn) eIMHCTBEHHOM (p1opabHOM
MepucTeMbl (Sinjushin, 2014; Sinjushin et al., 2019).
MMeHHO nocieaHuii BapuaHT, Cyisl 0 BCEMy, Yallie
BCEro MPUBOIUT K MToJIMMepu3aluu ruHeliest y bodo-
Bhix. O0Opamiaer Ha ce0s1 BHUMaHME TOT (GakT, YTO B
OOJIBIIIMHCTBE CJIy4a€B HECKOJbKO TIOJOIUCTUKOB
pPa3BUBAIOTCS BaKTUHOMOPGHOM LIBETKE C TTOJIMMEP-
HBIM aHApOlIeEM U HEMOCTOSIHHOI MEPHOCThIO.

Y Thermopsis turcica TPUMEPHBIN TUHELEH coye-
TaeTcs ¢ TUIIMYHO MOTBUIBKOBBIM BeHUMKOM. [Toka-
3aHO, YTO B TAKMX HEOOBIUYHBIX 1IBETKAX MJIOAOJIUCTH -
KU 3aKJIaJIbIBAIOTCSI HE OMHOBpeMeHHo. IIpoucxoaut
HE CTOJIBKO yBeJIWUYeHUE pa3MepoB (iopaibHO Me-
pucTeMbl (KOTOpOe MpUBeio Obl K AecTabuin3anuu
IIBETKa), CKOJIBKO ee 0oJjiee IIUTeIbHas mpodepa-
1M, TOTTyCKaloIasl 3aJI0KeHue OOJIbIIEro Yrcia op-
raHoB “mo Beptukanu” (Sinjushin et al., 2018). Coue-
TaHUEe 3UrOMOPMUU C MOJMMEPHBIM THMHELEeM Xa-
paKTepHO TaKKe IS HEKOTOPBIX Swartzia. B iBeTKax
S. dipetala 0GpIYHO pa3BUBAIOTCS ABA MJIOAOJINCTUKA,
o0pallleHHBbIX IIIBaMU K alaKCUAJIbHOI YaCTU 1IBETKa,
B KOTOPOI TPUCYTCTBYIOT JIBa aJaKCUAJIbHBIX Jie-
nectka. ITogoOHast Mopdoyiorusi MOXeT OBbITh pe-
3yJIbTaTOM (pacuMaliui — CpacTaHUs WM HETIOJTHOTO
pazneneHus AByX hJopaJibHbIX MEPUCTEM Ha PAHHUX
cragusgx. bojiee BeposiTHO (popMHUpoOBaHUE EANHOMN
riockoii mepuctemsbl (Paulino et al., 2013), pa3mepsl
KOTOPOM JIeJ1al0T BO3MOXKHBIM 3JI0KEHUE TTapHbIX, a
HE OIMHOYHBIX OPTaHOB B KaX/IOM Y3Ji€ 1IBETKa.
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ChopaBenjinBo MHEHHE, YTO MOJMMEPHBIN TMHE-
Lleil TUIOXO COYeTaeTcsl ¢ TUITMYHO MOTBLIBKOBBIM
BeHuukoM (flag blossom) uMeHHO M3-3a TOTO, YTO
HEeCTaOMIBHOCTD B YMCJIE M PACIOJIOXEHNN OPTaHOB
MPENSITCTBYET CKOOPAMHUPOBAHHOMY B3aMMOJIEHi-
CTBUIO yacTeit Takoro 1petka (Paulino et al., 2014) —
B IIEPBYIO OYEpeIb 3TO KacaeTcs JIEIIECTKOB. VIMeHHO
MMOATOMY TMOJMMEPHBIN TMHellel y boOoBbix 3aua-
CTYIO SIBJISICTCSI YACThIO CMHJIPOMAa HECTAOMJIBHOCTH,
WHBIMA CJIOBaMU — CpPaBHUTEIBHO O€3BpEIHBIM
CJIEICTBMEM, a HE aJalNTUBHBIM MPEUMYIIIECTBOM.
OOnagamluii TPMMEpHBIM ruHelieeM 1. furcica 00-
pasyeT He OOoJbIIe CeMSIH, YeM IPYTrie BUIBI TOTO Ke
poja ¢ eIMHCTBEHHBIM TIOTOJMCTUKOM (Sinjushin et
al., 2018). Jlump HeGombimass 4acth (okoio 10%)
IIBETKOB O0Opa3yloT OWMEpHBIN 1uion y S. dipetala
(Paulino et al., 2013). JluMepHbIe 10Ol HUKOTAA HE
obu1u onucaHbl Yy Cordyla, XOTsI TUMEPHbBIN TUHeLei
BcTpedaeTcs peryiasapHo (Sinjushin, 2018).

Hauboinee BeposiTHO, 9TO Bce CIydau IIOJIMMEPU-
3anuu TuHelesl y Leguminosae IpeacTaBisiioT co0oit
pe3yIbTaT HeTaBHUX — B 3BOJIFOLIMOHHBIX MacIITadax —
MYTallWii, 1eCTa0MIM3UPYIOIINX pa3Mep MEPUCTEMBI
LIBETKA 1/WJM MpPOJJieBaloIIX BpeMs ee mpojude-
pauun. Y Arabidopsis onrcaHO MHOXECTBO IOH00-
HbIX myTtauuit (Yy6, CunrommuH, 2012). XapakTepHo,
YTO HET, MOXalyil, HU OJHOro (He MOHOTHUITHOIO)
pona boGoBBIX, B KOTOPOM BCE MPEACTABUTEIN UME-
JI OBl TIOJIUMEPHBIN TUHELIECH.

Hduckyccust 0 ToM, TepMUHAJIBHOE WU JIaTepaib-
HOE MOJIOXEHNEe 3aHMMAEeT ¢AMHCTBEHHBIN TJTOA0I-
ctuk y boboBBIX, UMeeT naBHIOW uctopuio (Derstine,
Tucker, 1991). [Ipeobaanaet Touka 3peHUsI, UTO TLIO-
IOJIUCTUK SIBJISIETCSI UICTUHHO TEPMUHAJIBHBIM ITPO-
U3BOAHBIM (hJIOpaJIbHOI MepUcTeMbl. BO3HUKHOBe-
HUE MNOJMMEPHOI0 TMHelles WHTEePHPETUPYIOT KakK
nepexo OT 3aKPhITOi K OTKPBITOI CUCTEME, TO €CTh
OYEeHb CYIIIECTBEHHOE MpPeoOpa3oBaHUE MEPUCTEMBbI
uBetka (Paulino et al., 2014).

I1o HalleMy MHEHUIO, TUIOJOIUCTUK MIPeaCcTaBIIs -
eT co0oi1 JTaTepajbHOE TIPON3BOAHOE. B TepMuHAIBL-
HOM ITOJIOXKEHUM HE MOXKET HaXOIUThCS CTPYKTYpa,
“MeloIast abakCUallbHYIO U afaKCUAJbHYIO TTOBEPX-
HOCTH, HO cylIecTBYIOT boOOBBIE ¢ MICTUHHO TEPMH-
HAJILHBIMU O0OEMOJILIMU 1IBETKAMU B PalleMO3HbBIX
(Gleditsia, Gymnocladus) 1, BepOSTHO, IIMMO3HBIX

(Apuleia, Dialioideae?) cousetusix. UsMeHeHUs Mep-
HOCTH TMHEIIES] XOPOIIIO OOBSICHUMBI C TOYKHU 3PEHUS
OopraHoTakcuca LIBeTKa, TO €CTh aHTOoTakcuca (Sinju-
shin, 2015). CyIecTBYIOT IBa OTYACTU HE3aBUCHUMBIX
rmapamMeTpa — pasMepsl (GIOPAIbHOM MEepUCTEMBI M
BpeMsl ee mpoaundepalnn. YBeIUnUYeHUe MEPUCTEMBbl

2 Cougernst Apuleia unTepnpetupyioT Kak ummosHbsle (Falcao
et al., 2020), HO BepXyIlIeYHbI€ LIBETKU B HUX UMEIOT OTYETINBO
3UroMop(HOe pacroyioXeHNe ThIYMMHOK, YTO BbI3bIBAET HEKO-
TOpbIE COMHEHMSI B TPAKTOBKE MX MOJIOXEeHUs1. TepMUHalIbHbIE
uBeTku y Ceratonia, BEpOSITHO, BOSHUKAIOT B Pe3yJIbTaTe CIIUsI-
HUSI HECKOJIBKMX MEPUCTEM CaMbIX BEPXHUX OOKOBBIX LIBETKOB
(Tucker, 1992).
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TTO3BOJISIET 3aJIOKUTHh ITOIIOJTHUTEIbHBIC TLIOMOIM-
CTUKHU B TOM K€ y3JIe, YTO U TIePBbIi (BEPOSITHO, CITy-
yait Swartzia), unam chopMupoBaTh Leblit Kpyr (/n-
ga). bonee mnmurenbHas mpoamdepanys IpUBOIUT K
3JI0KEHUIO HOBBIX TIJIONOJMCTUKOB B PAa3HBIX y3/IaxX
no cniupanu (Thermopsis turcica). CoueTaHue 0O0UX
MpeoOpa3oBaHUil AemaeT BO3MOXKHBIM, HarpuMmep,
TTOSIBJICHME O0JIee YeM OTHOTO KPyTa IUIOJ0JIMCTUKOB
(Inga, Acacia celastrifolia). Y dacumupoBaHHBIX MY-
taHTOB BboOOBEIX (CM. BhILIe) U Arabidopsis (Clark et al.,
1995) MoxxHO HaOIIOAATh BCE TIEPEYUCICHHbBIE Bapy-
aHTel. CllenoBaTeIbHO, MEePEeXOmbl MEXIY MOHOMEpP-
HBIM ¥ TIOJIMMEPHBIM THHEIIEEeM TTPEICTABIITIOT COOO0I
KOJIMYECTBEHHBIE U3MEHEHMS U C PETYJIITOPHOM TOUKHU
3peHMS JODKHBI IIPOVICXOIUTD TOCTATOYHO JIETKO, KaK
1 JTIOOBIe COOBITHS, KacaroIrecss MEpPHOCTH.

EnuHcTBeHHBIN (MU HEPBLIi B TOJIMMEPHOM T'H-
Hellee ¢ HEOTHOBPEMEHHBIM 3aJIOKeHUEM 2JIEMEH-
TOB) TUIONOJUCTUK B TIOJABJSIONIEM OOJILIIMHCTBE
ciydaeB oOpallleH IIBOM K aJaKCHaJbHOM CTOpPOHE.
Bce u3BecTHBIE MCKITIOYEHUSI OTHOCSTCS K aKTUHO-
MopdHbIM 1BeTKaMm (Ceratonia, Gleditsia, Acacia).
BepositHo, abakcuaabHO-agaKCUaJbHAS — IIOJISIP-
HOCTb MEPUCTEMBI LIBETKA OIpeesIsieT OpUeHTAIIUIO
IUIOJOJUCTUKA — U JaXKe 100aBOUYHBIX TJIOAOJIUCTH -
KOB, KOTOpKIe B LIBETKax 7hermopsis turcica OT4aCTU
MOBEPHYTHI 1IBaMU K iary (Sinjushin et al., 2018).
OIHaKO IUIONOJMCTUK B OOJBIIMHCTBE aKTHUHO-
MoOp¢HBIX HBETKOB Gleditsia opueHTUPOBaH IIpa-
BuibHO (Tucker, 1991). Bompoc o MexaHu3Max,
ONpeIECIISIIONINX OPUEHTALIAIO TUIONOJIMCTUKA B MO-
HOMEPHOM TMHellee, UHTEpeCceH B MacllTabax BCero
oTAeaa TOKPBITOCEMEHHBIX U, IIO-BUAUMOMY, He
nMeeT enruHoro pemenus. [1o kpaiiHeit Mmepe, B aKTH-
HOMOpPGHBIX “XaoTHueckux’ uBeTKax Achlys, Ber-
beridaceae, IOJOJMCTUK OPUEHTUPOBAH €OUHOO0-
pa3Ho (Endress, 1989), a B 3uroMop@HBIX LIBEeTKaX
Consolida, Ranunculaceaec, — HecTaOUIBbHO (COO-
CTBeHHbIe maHHbIE). Y Posidonia, Posidoniaceae,
eIUHCTBEHHBIN TIOAOIMCTUK CTaOMIBHO OPUEHTU-
pOBaH IIIBOM B abakcUalbHYIO cTOpoHY (Remizowa
etal., 2012).

ITPOYUE OCOBEHHOCTHU
IBETKOB BOBOBbIX

st ortcaHusi pa3HOOOpa3unsl LIBETKOB C KPYro-
BBIM PACIOJIOKEHUEM OpPraHOB OBUIO IIPEIUIOKEHO
ITOJIb30BaThCSI MBYMsSI ITapaMeTpaMu: MEPHOCTBIO —
YUCJIOM OPTaHOB B Kpyre — U MOJHOTON — YKUCIOM
kpyroB (Uy0, 2010). DTa KOHILIEIIINS IIPUMEHNUMA K
BeTKaM BoOOBBIX ¢ HEKOTOPHLIMU OTPAaHUYCHUSIMMU,
B MEPBYIO oYepelb CBI3aHHBIMU C 3UTOMOpPdUEii.

XoTs ucxomHbIM 1jsi BoOOBBEIX MpencTaBiseTCs
MSTAWICHHBINA 1IBETOK, B HEKOTOPKIX I'PyIIIIaX Mep-
HOCTh MeHsIeTcs. Takue n3aMeHeHUsI XapaKTePHBI IS
TPYIII ¢ aKTUHOMOP(MHBIMU LIBETKAMU HE3aBHUCUMO
OT UX TAaKCOHOMUYECKOTO MOJOXEHUS. TpexdieH-
HBIE IIBETKM OMMCAHBI Y HEKOTOphIX mimosoid Cae-
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salpinioideae (Mimosa ceratonia n npyrue Bunbl Mi-
mosa, Sanjappa) u Dialioideae (Apuleia). YeTbipex-
YJieHHbIE LIBETKU OObIUHBI ¥ M. pudica (mimosoid
Caesalpinioideae) u y Tetrapterocarpon (Caesalpini-
oideae). MepHOCTh IIBETKAa HMMEET OIIpeacIeHHOE
TaKCOHOMMYECKOe 3HauyeHue mjis MumMo3 (Simon
et al., 2011). IlIBeTku HeKOTOpBIX Mimosa MOKXHO Ha-
3BaTb MMHUMAaJIbHBIMU 151 cCEMeHCTBa: HU3Kasl Mep-
HOCTb COUETAETCs C peAyKIMEN OMHOTO Kpyra Thlur-
HOK. Bo3MoOXHa M HEOOBIYHO BBICOKAsI MEPHOCTD.
Tak, BeHuuk y Aldina diplogyne (6azanbHbie Papilion-
oideae) u oba Kpyra okojiouBeTHUKA y Engleroden-
dron usambarense (Detarioideae) — mrecTU4ieHHEIC.

AxTmHOMOp(®HBIE TBETKM y BOOOBBIX ITeMOH-
CTPUPYIOT HE TOJIbLKO OoJjiee IIMPOKUI Auara3oH
MEPHOCTH, YeM 3UTOMOP(HBIC, HO M OTIMYAIOTCS
MEHbBIIEH CcTaOMIbHOCTRIO. BapmabeiabHa MEpHOCTH
uBetka y Inga, mimosoid Caesalpinioideae (Paulino
et al., 2017), Gleditsia (Tucker, 1991), Ceratonia
(Tucker, 1992). IIpoBeneHHOE CpaBHEHUE CTAOWIb-
HOCTHU 1IB€TKAa ¥ BOOOBBIX C pa3HbIM CTPOEHUEM IO~
Ka3zajgo, 4YTO aKTUHOMOP(MHEBIC IBETKM WMEIOT
OOJIBIITYI0O U3MEHYMBOCTD, YeM 3uroMopdHbie (Sin-
jushin, Karasyova, 2017). BHyTpuBHUIOBbIE U BHYTPU-
OpraHM3MEHHbIE KOJIeOaHUS B YMCJIE OPTAHOB LIBETKA
OTpaXalT HE TEHOTUIIMYECKUE Pa3Iudus MEXIYy
pa3HBIMU IIBETKAMHU B OJIHOM COLIBETMH, a OOIIYIO
CTabMJILHOCTH MOp(pOreHe3a.

HaunmeHee cKII0HHEI K CHOHTAaHHBIM KOJIeOaHUSIM
4YucJia OpraHbl alakKCUaIbHOM YacTu 1iBeTKa (Sinjush-
in, Karasyova, 2017; Sinjushin et al., 2019). DTo xopo-
IO OOBSICHSIETCSI TEM, YTO OIIPEIEISTIONINE CUMMET-
puto CYC-mogoOHBIE TeHBbl aKTUBUPYIOT Mepexon K
nuddepeHIMPOBKE, TEM CaMbIM YrHeTasi KJIE€TOUHbIE
JIeJIcHUSI. DTU T€HBI MOAABISIIOT 3KCIIPECCUIO psiia
(haKTOpPOB, OTBETCTBEHHBIX 3a OCYIIECTBJICHUE KJIE-
TOYHOTO LIMKJIa, HanpuMep HMKInHOB (Martin-Trillo,
Cubas, 2010). XapakTepHo, 4TO y MyTaHTOB 110 CYC-110-
JIOOHBIM TE€HAM YBEJIMYMBAECTCSI MEPHOCTb IIBETKa
(Luoetal., 1999; Hsu et al., 2015). B usetke CYC-110-
JIOOHBIX MyTaHTOB rOpoXa TakK:Ke OTMEUEHO pa3BUTHE
n30bITOYHBIX opraHoB (Wang et al., 2008).

I1pu n3yuenuu Arabidopsis Obli1a oIcaHa CJIOX-
Hasi CHCTEMa HETaTMBHOI peryjisiiuy pa3MepoB
anukKajabHOUM 1 QuopanbHoit Mepuctem (UYyo, Cu-
HiomuH, 2012). Lenplii psio reHOB, Cpeard KOTOPBIX
Hau6oJsiee u3BecTHbI rpynibl CLAVATA v FASCIATA,
MHTUOUPYIOT Opordepalnio KJICTOK MEePUCTEMEL.
VY MyTaHTOB 110 3TUM M HEKOTOPHIM APYTMM IreHaM
9Ta HeraTuBHasl peTyJIsius yTpauuBaeTCsl, UTO IIpU-
BOIUT K (pacumaliiy — aHOMAJIbLHOMY YBEIUYCHUIO
MepHUCTeMBI. B IIBeTKe 3TO MPUBOIUT K 3aKJIaIKE 10-
MMOJTHUTEIBHBIX OPTAaHOB U HEU30E€XXHOM AeCTaOMIn-
3anuu. OTHAKO y OOJIBIINMHCTBA U3BECTHBIX bOOOBBIX
peTyIsSnns pa3MepoB aIlMKaJbHOW M (pJropajbHOM
MEPUCTEM OCYILIECTBJISIETCSI OTYACTU HE3aBHUCHUMO:
LBETKM ((PacUMUPOBAaHHBIX MYTaHTOB bBoOOBBIX
OOBIYHO MMEIOT HOPMAJIbHYIO CTPYKTYpY (Sinjushin,

YCITEXY COBPEMEHHOM BUOJIOTUH

2016). OgHo 13 UcKIoUYeHnt — Lupinus angustifolius.
B 1nBerkax dacuuMmpoBaHHBIX MYTaHTOB JIIOTIMHA
YBEJIUYMBACTCS YMCJIO OPTAaHOB BO BCEX Kpyrax, HO
aJakcualibHash 4acTh BEHYMKA — IIpeAliojaraemasi
obsacth 3kcnpeccun CYC-1omoOHBIX TEHOB — OKa-
3bIBaeTCs cTabuiabHee mpouux (Sinjushin et al., 2019).
Takum o6pa3om, y boOoBBIX (Kak, BEPOSITHO, Y MHO-
T'MX TaKCOHOB C 3UTOMOP(MHBIM IIBETKOM) €CTh IBC
He3aBUCUMBIC CUCTEMbI HETATUBHOM PETYJISILIUU pa3-
MEpPOB (PIOpaIbHOM MEpUCTEMBI, U 3UTOMOPdUSI
npenarojaraeT 0ojee yCTOMYMBOE K (DIyKTyalusiMm
pa3BUTHE LIBETKA.

MHorue OHTOT€HETHMYECKHUE COOBITUSI B LIBETKE
Bo60BBIX MOXKHO OOBSICHUTH B CBETE IIPEACTABIICHUIA
0 O1acto3oHax. IlepBoHaYaIbHO ATOT TEPMUH OBLI
BBEIECH sl 0003HAYEHMsI 00acTeid modera, KOMIIe-
TeHTHBIX K opraHoreHe3y (Hagemann, Gleissberg,
1996). OgHO U3 HOMOJMHUTENIbHBIX 3HAYCHUN — 00-
JIaCTh MEPUCTEMBI, KOTOpas IIPU pa3MeTKe BO3HUKa-
€T KaK eIHOE 1IeJI0€, a 3aTEM CIIOCOOHA K BTOPUYIHO-
My opraHoreHe3y (Uyo, CuniomuH, 2012). B atom
CMBICJIE O0IIMEe TPUMOPAUM JICTIECTKOB U THIYMHOK Y
Pisum (cM. HIXE) MOXHO MHTEPHPETHUPOBATh Kak
omacto3oHnbl (Tucker, 1989b).

IIpu yBenuuyeHun pazMepoB (opaibHOU Mepu-
CTeMbl 3UTOMOP(HBIX 11BeTKOB BOOOBBIX 3a4acTyo
MPOUCXOAUT HWMEHHO pacliupeHue OJIacCTO30HBbI,
MO3BOJISIIONIEE 3aJI0XKUTh OOJIbIIIE OPTaHOB B €¢ Mpe-
nenax. CiencTBUEM CTaHOBUTCSI HapyllleHUE pery-
JIIPHOTO 4YepelloBaHUsl OpraHoB B Kpyrax. Tak, npu
dacuuanuu uBeTka y Lupinus BMECTO OIMHOYHBIX
TBIYMHOK MOTYT pa3BUBATbCS Mapbl, U UMEHHO Taphbl
TBIYMHOK OJIHOTO KpYra YepeayloTcsl ¢ ONMHOYHbIMU
WJIM MapHBIMU ThIMMHKaMU Apyroro (Sinjushin et al.,
2019). CxonHasi, XOTS M COBEPIIEHHO HE TUIUYHAS
11 BoGOBEIX KapTrHA HAOJIOJaeTCsI B OYSHb HEeCTa-
OMJIBHBIX ITO YMCJIy OpraHOB LiBeTKax Mendoravia,
Dialioideae (Zimmerman et al., 2013). BeposiTHo,
MPOU3BOJIHBIMY €IUHOMN 6JIACTO30HBI SIBJISIIOTCS J1Ba
aJaKCUaJIbHbIX JIETIECTKA U eANHO Xe — JIBa TUI0J0-
JmcTuka y Swartzia dipetala.

INpencraBiaeHns1 00 UBMEHEHMUSIX MMOJIHOTHI LIBETKA
chopMUpOBaHbl MPEUMYILIECTBEHHO Ha MaTepuase
akTMHOMOP(dHBIX 1IBETKOB (Hy0, 2010) 1 B mpuHIIUIIE
MOTYT OBbITh ANIPOKCHUMUPOBAHbl Ha TaKue LIBETKU
bob6oBpeix. Hanbonee BeipaxkeHHOE 0OeTHEHNE 1IBET-
Ka JOCTUTAETCS MPU PeAYKIIMU JIETIECTKOB U OTHOTO
Kpyra TeranHOK (Ceratonia). Pedb uneT uMeHHO 00
abjlacTe HeIOCTaloIIUX OPraHOB, a HE O JeJeluu
kpyros (Hy6, 2010). B nmpoTuBHOM ciiydyae TBIMUHKU
eIUHCTBEHHOTO Kpyra B 1iBeTKe Ceratonia mpaBUJIbHO
yepeaoBaIuch Obl C YallleJMCTUKAMM, YEero He Ha-
Omonaercs B peasibHOCTH. IIpu cToxacTuyeckux Ko-
JiebaHUsIX B CTPYKType aKTUHOMODPMHBIX IIBETKOB
Bo60BBIX MEPHOCTH Y MPOTUBOJIEXKAIIIMX KPYTOB (Ha-
MpUMep YallledKu M HapYXXHBIX THBIYMHOK) 4YacTo
KoppeJiupyeT CUjibHee, yeM y dyepenayroimuxcs (Sin-
jushin, Karasyova, 2017). ¥ HEeKOTOpPBIX CIIeLIMAIN3U-
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poBaHHbIX Papilionoideae (Harpumep Astragalus) ne-
MEeCTOK U IIPOTUBOJIeKAIlasl eMy ThIYMHKA 00pa3yIoT-
cs1 U3 equHoro npumopaust (Movafeghi et al., 2011).

Boiblioe 3HaYeHMe NpUAAIOT IIOCIEI0BATEILHO-
CTHU 3aJI0KeHHUSI opraHoB y boOoBhix. B memom mis
IBETKOB BOOOBEIX XapakTepHO aKpoIneTajJbHOE pa3-
Butre. Kak mpaBuio, opraHbl B adaKCHUaJIbHOMN YaCTU
LBETKA MOSIBJISIOTCSI TIEPBBIMU 1 pa3BUBAIOTCS C He-
KOTOPBIM OINEpeXeHUEM; CIydar 0O0paTHOTO MOPSII-
Ka penku (Tucker, 2003b). YalieJucTuKu U pexe Jie-
MECTKU MOTYT 3aKJIaAbIBaTLCS B CITUPAILHOM TTOPSII-
K€, YTO CYUTAETCS IPUMUTUBHON OCOOEHHOCTHIO
(Tucker, 1984). Kpyropoe 3anoxkeHue opraHos (c mo-
MpaBKoOi Ha 60Jiee MHTEHCUBHBIE TEMITbI PA3BUTHUS B
abaKkCHaJIbHOI 4YacTH) MHTEPIIPETHUPYIOT KakK OoJjiee
MPOABUHYTYIO 4epTy. OTMEYAIOT OOLIYIO TEHAEHIINIO
K YCKOPEHUIO pa3BUTHSI, KOTIA OpPTaHbl pa3HBIX KpYy-
roB 3aKJIadbIBalOTCS OJHOBPEMEHHO — HaIlpuMmep,
IJIOOOJIMCTHUK TIOSIBJISIETCSI OOHOBPEMEHHO C THIYMH-
KaMM HapyXHOro Kpyra WIM Oaxe JeIecTKaMu
(Tucker, 1984; Prenner, Klitgaard, 2008). HekoTopo-
ro JIOTUYECKOI'O 3aBEpIICHUS 3TO HaIlpaBJICHUE HO-
cturaety Pisum (M HEKOTOPBIX IPYTUX YWICHOB KJ1aIbl
IRLC) B BuIe Tak Ha3bIBaeMBbIX OOILINX TPUMOPIVIEB
(Tucker, 1989b). Ilocne 3aoXXeHUsT YallleJIUCTUKOB
OOHOBPEMEHHO C IUJIOJOJIMCTUKOM OOpa3yloTcsl ue-
TBIpE TIPUMOPINSI, KOTOPHIE 3aTeM al0T HAa4YaIo BEH-
YUKY U TBIMUHKAM.

XOTsI B NOCeA0BAaTEILHOCTH 3aJ10KEHNSI OPTaHOB
nBeTka y BoGOBBIX MOXHO BBIIEIUTHh apXaldyHbIe U
MMPOABUHYTHIE TTATTEPHBI, OTOOPY B TIEPBYIO OUepeab
nonBepraeTcsl Ae(UHUTUBHOE COCTOSIHHME IIBETKA.
Ha sTOoM ypoBHEe MOXHO KOHCTAaTHUPOBAaTh SKBUMDU-
HAJIBHOCTbh: OAWHAKOBBIN TUTAH CTPOSHUSI TOCTUTAECTCS
HE3aBUCUMO OT T0C/IeI0BATeIbHOCTH, B KOTOPOii Ha
dropapHON MepucTeMe TOSIBISIOTCS TPUMOPINMN.
CoBpeMeHHbIE TIpeACcTaBIeHUsI 00 3BOJIIOLMU II0-
psiaKa 3aJI0KEHUsI OpraHOB 1IBETKA TAKXKE CXOASTCS B
TOM, YTO MEPEXOI MEXIY Pa3TUIHBIMH MaTTepHAMUT
MTPOMCXOIMJI JIETKO U B UTOTE IMTOPOAMII BBICOKU I ypO-
BeHb romoruiazuu (Pemuzona, 2019). MMeroTcs Ha-
O.TI0IeHUST BEICOKOI Bapra0eTbHOCTH MOPSIIKA 3aJ10-
JKeHUS B TIpefiesiax OHOTO OpraHu3Ma. DTO KacaeTcs
HE TOJILKO TaKCOHOB C XaOTUYHBIM MOpP(OreHe30M
nBetka, HanpuMep Gleditsia n Ceratonia (Tucker,
1991, 1992), HO M BHOJHE TPAOUILIMOHHBIX IIBETKOB
Astragalus (Naghiloo et al., 2012). U3MeHYUBOCTh B
TMOPSIAKE 3aIOKEHUS JaIlleJIUCTUKOB y A. compactus
CBSI3BIBAIOT C MEXaHWYECKMM HaBJIEHWEM, KOTOpOe
OKa3bIBaeT KPOIOIIUl JIUCT coliBeTusl. Takum obpa-
30M, MPOCTPAHCTBEHHO-BPEMEHHON IMaTTepH 3aJIo-
KeHUST TIPUMOPINEB HE SIBIISIETCS ONpPEnesIsIONInM
JUJISI CTPYKTYPBI M (DYHKLIMU 3PEJIOro 1IBETKA.

SAKJIKOYEHHME
M3ydyeHue pa3BUTHs IBETKOB B ceMelicTBe bobo-
BBIX TIPEACTABIISICT COOOM, TTOXAITyil, OMMH U3 CaMBIX
BIEUATIISIONINX YCIIEXOB evo-devo B OMOJIOTHUM pac-
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teHuii. [Iporpecc B cucreMaTuke cemMeiicTBa couera-
eTcs C JeTallbHbIM M3y4yeHueM Mopdoaorum u
MopdoreHesa B KIIIOUEBBIX I'PYMIIax, C OOHOM CTOPO-
HBI, ¥ C TEHETUKOM Pa3BUTHSI MOACIHHBIX OOBEKTOB — C
npyroit. Takoil 1Toaxo/ Mo3BOJISIET OMHO3HAYHO yCTa-
HOBUTb, KAKII€ COCTOSIHUSI IPU3HAKOB ObLIN UCXOIHbI-
MU, a KaKre — IIPOU3BOIHBIMHU. Bo MHOTHX clTydasix
MOXHO YBEPEHHO MOCTYJIUPOBATh MOJIEKYJISIPHBIA
MeXaHHU3M TOTO UJIM MHOTO IMpeoOpa30BaHMUsI.

ITo cyrn, Ha npuMepe BOGOBBIX MOXHO BUIETh
CBOETO poda MHBEPCUIO METOHOJOTUM 3BOJIOLIOH-
Hoit ouosiornu. Bekamu Mopgonorus aexajaa B oc-
HOBE CUCTEMAaTUKH1, OJHAKO XOPOIIIO U3BECTHOI MpPo-
0JeMOIi ocTaBaJlaCh HEBO3MOXKHOCTh PaHXXMPOBATh
Mopdoaornyeckue MNpU3HAKM 10 MX 3HAYMMOCTH.
ITomexoit ocTaBajiach roMoruia3usi — JHIIb B MO-
cllemHuEe OECATWICTHUSI CTaJl MOHSITHBIM €€ MCTUH-
HBI, BeCbMa BBICOKMI ypoBeHb. PujioreHeTMKa U
dUuITOreHOMHUKa MO3BOJISIIOT OTHO3HAYHO PEKOHCTPY-
MPOBaTh XOH SBOJIOLNN TaKcoHa 1 AuddepeHLIpo-
BaTb MOP(OJIOrMYECKUE IMPU3HAKU Ha apXandHbIe U
MPOU3BOAHBIC. SIPKIi1 MpHUMep TaAKO UHBEPCUU — TOT
MyTh, II0 KOTOPOMY HIET M3Yy4YeHME II0JICEMEICTBa
Dialioideae. 3HauuTeIBHBIN, JTOCTUTHYTHIM COBpE-
MEHHBIMU METOJaMU aHaJIM3a FTeHOMa — U yMelllalo-
LINIICS TI0 CYTU B OJHY ITyOJIMKAIINIO — IIPOPHIB B CH-
CTeMaTHUKEe 3TOM HEOOBIYHON TPYITITHI TTO3BOJIMII pe-
KOHCTPYMPOBATh XOJ 3BOJIOLMM IIBETKa B Heil u
MPEIJIOKUTh €€ B KAYeCTBE MOJIEIM B OMOJIOTUM pa3-
BuTUsA boboBbix (Ojeda et al., 2019).

3a 1rociieTHIE TeCITUIIETHS cTajia OOIIeTpU3HAH-
HBIM (paKTOM BBICOKAsl CTENEHb 3KBU(MUHAIBLHOCTU
¢mopanbHOoro MopdgoretHesa boOoOBBIX Ipu Bapua-
OETBbHOCTH MPOMEXKYTOUHBIX cTaguii. TUITMIHO MO-
TBUJIBKOBBIIA BEHUMK, KOTOPBIi 10 CYTU U SIBJISIETCS
MIpeaIMETOM 1 UTOTOM €CTECTBEHHOTO 0TOOpa, MOXKET
OBITH C(OPMUPOBAH Ha OCHOBE pa3HOIl ImocienoBa-
TEJIbHOCTY 3aKJIaJKU OPTaHOB.

HUccnenpoBanue npetkoB Leguminosae BCKPBIIO
KOJIOCCAJIbHBIII YPOBEHb I'OMOILIA3MM, IMTEILHOE
BpeMsI MeIlIaBIINii IIOCTPOEHUIO HEIPOTUBOPEUYNBOI
cucTeMbl cemelicTBa. HpIHeITHMIT ypOBEeHb pa3BUTHS
JIETYMUHMCTUKU yXXe He IT03BOJISIET CYUTATh, HAIIPpU-
Mep, aKTUHOMOP(HBII IBETOK €TMHOOOPa3HBIM JIJISI
BceXx BOOOBBIX SIBJIEHMEM W WHTEPIIPETUPOBATH €ro
KaK OJHO3HAYHO ApeBHee (WU, HAIIPOTHUB, OIHO-
3HAYHO IIPOM3BOAHOE) cocTossHue. KoHBepreHTHO
BO3HUKAIOT aKTUHOMOP®US, HE AeJIMMasi Ha OTACb-
HEBIC 2JIEMEHTHI YallleyKa, IOJIMMEPHBII WX TEM WA
WHBIM 00pa30M peayHIrpOBaHHBIN aHAPOLIE, IO~
MEPHBI TUHELEH.

3uroMopdHBIN TMATAWICHHBIA NSTUKPYTOBOM
LIBETOK SIBJISIETCSI HECOMHEHHOI CUMILIe3noMopdu-
et boooBEIX. BeposiTHO, 3uromMopdHasi CUMMETPHUST
1IBETKAa BO BCEM CEMEMCTBE MOMIECPXKUBAETCS OJHUM
U TEM K€ PETYJSITOPHBIM MEXaHU3MOM U COYETAETCS
C IOMOJHUTENbHOM cTabunuzauueilt crpoeHust. On-
HaKO B pa3HbIX IPyIIax CUMMETPUS 1IBETKA pa3Hbl-
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MU IIyTSIMA MEHSIETCSI Ha aKTHHOMOPGHYIO, U 3a4a-
CTYI0 BO3HMKAET CXOJIHBIN Habop armoMopduii: 1ia-
CTUYHBII MOPSIAOK 3aJI0XKEHUSI OPraHOB B pa3BUTUU,
BapuabebHOEe TNOJOXEHWEe MEeIWaHHOIO Yallle-
CTMKa W IIBa TIJIOAOJMCTUKA, HeCTaOWIbHasT Mep-
HOCTb B pa3HBIX Kpyrax, MOJUMEpHBIE aHOpoOleil 1
rmHenei. DT ocobeHHOoCcTH B ceMeiicTBe boOoOBBIX
COCTAaBJISIIOT CBOCOOPA3HBIN CUHAPOM HECTAOMIIBHO-
CTH, KOTOPHIII BO MHOTHMX CJIydasX OKa3bIBacTCS B
aJaNTUBHOM CMBbICJIe HE MeHee LIEeHHBIM, YeM UCXOI-
HO 3uroMop(dHOEe U CTAOMIILHOE CTPOCHME IIBETKA.
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Evolutionary History of the Leguminous Flower
A. A. Sinjushin*

Lomonosov Moscow State University, Moscow, Russia
*e-mail: asinjushin@mail.ru

The contemporary evolutionary developmental biology includes molecular phylogeny, studies on morpho-
logy and morphogenesis, genetics, and genomics. The most reliable conclusions about main trends of floral
evolution can result from investigations of highly polymorphic group, which is characterized from the posi-
tions of both modern systematics and molecular developmental biology. The legume family, Leguminosae, is
a group of such kind. It demonstrates an outstanding variation in flower structure. The ancestral floral struc-
ture in this family includes monosymmetry, pentacycly, with pentamerous perianth and androecium, and a
monomerous gynoecium. However, distinct evolutionary lineages resulted in origin of polysymmetric peri-
anth, different patterns of staminal reduction or polymerization, as well as multicarpellate gynoecium. A
strikingly high level of homoplasy is revealed in Leguminosae. Besides the existing evolutionary tendency to
stabilize floral structure, the exact “instability syndrome” evolved repeatedly, associated with a polysymme-
try and characterized with a highly variable number and position of floral organs.

Keywords: actinomorphy, floral merism, homoplasy, polymerization, reduction, symmetry, zygomorphy
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