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Y GOJIBIITMHCTBA MOKPHITOCEMEHHBIX OPTaHbI B 1IBETKE 3aKJIAIbIBAIOTCS aKPOTIETATLHO — OT OKOJIOIIBETHU -
Ka K TUHellelo. B crathe mpuBeneH 0630p OTKIOHEHUI OT TUITMYHOTO IS IIBETKOB aKPOTETaIbHOTO TaT-
TepHa Pa3BUTHUsI, KOTOPbIE MOXHO BCTPETUTh KaK B OJUTOMEPHBIX, TAK U B MOJMMEPHBIX ITUKIUYECKUX
1BeTKaxX. PacTeHUsI, y KOTOPBIX OOHAPYKUBAETCS OOWH U TOT XK€ HETUITUYIHBINA JUIST TIOKPBHITOCEMEHHBIX
MaTTepH Pa3BUTHS 1IBETKA, HE 00s13aTeIbHO CBSI3aHbl OJIM3KUM POJCTBOM, CXOJICTBO B CTPYKTYPE U pa3BU-
THU UX LIBETKOB CKOpPee OOBSICHSIETCSI KOHBEPTeHTHBIMU OCOOCHHOCTSIMU OPTaHU3aIH M (DYHKIIMOHUPO-
BaHUSI penpoayKTUBHOM chepbl. 1 Hao6opoT, y mpeacTaBuTeieli OHOro ceMeiicTBa Hapsiay ¢ OObIYHBIM
MMaTTepHOM Pa3BUTHS IIBETKA 3a4aCTYI0 MOKHO OOHAPYKUTh U OTKJIOHSIONIeCsT BapuaHThl. LIBeTkM poa-
CTBEHHBIX WJIM HEPOJCTBEHHBIX PACTEHUIi, UMEIOIINe OAMHAKOBBIH IJIaH CTPOEHUSI, MOTYT JEMOHCTPU-
poBaTh Kak 6a30BBIif XapakTep MopdoreHe3a, TakK U pa3BUBAThCS 11O HECBOMCTBEHHOMY OOJIBIIMHCTBY
LIBETKOBBIX TTyTU. MHBIMU CIOBaMU, 9BOJIIOIMSI MATTEPHOB Pa3BUTHsI LIBETKA BeCbMa TOMOTIJIAaCTUYHA.
HeomHoKpaTHBII TTepexoll K HeCTaHIApTHBIM MaTTepHaM pa3BUTHS (M 06paTHO) CIyJascs B 9BOJIOINN
MOKPBITOCEMEHHBIX, MMO-BUAUMOMY, OUEHb JIETKO U HOCWJI CAIbTAlLIMOHHBIN XapakTep.
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BBEJEHUWE

Paccyxnast 06 3BoIOIINMM Yero-1100, 0OBIYHO MMe-
10T B BUJLy, UTO 3BOJIIOLIMS M3y4aeMOil CTPYKTYpbl, Op-
raHa, mpoilecca 1 T.I1. JIBUKETCS OT HEKOETO UCXOTHOTO
MPEIKOBOTO COCTOSIHUSI K MPUOOPETEHHOMY, TIPOIBU-
HYTOMY COCTOSIHMIO. BbICIIMM pacTeHusiM B 3TOM
cMbIciie He moBe3fto. Yapns3 JlapBUH yXe JaBHO BbI-
CKazaJicsl, YTO MPOUCXOXIACHUE BBICIIMX PACTEHUI —
“orBpatuTesibHas TakiHa”. OTBpPaTUTEILHOCTb, IIO
MHEHUIO aBTOpa TEOPUHU TTPOUCXOKICHYSI BUIOB ITyTeM
€CTECTBEHHOT0 0TOOpa, 3aKJIoyanach B TOM, UTO 1IBET-
KOBBIE MOSIBWJINCH “BHE3aITHO” U 32 KOPOTKUIA IIPOMe-
JKYTOK BpeMeHU Jlaiy 0oJibllioe pazHooOpasue (opm
(Friedman, 2009). TTosiBUBILINCH B MEJIOBOM MepUOJIE
Kak Obl U3 HUOTKY/A, OHU PaIUMPOBAIH C TOTpPsicalo-
mieit ckopocthio (Herendeen et al., 2017), yTo mpoTuBO-
peunsio yueHuio JlapBruHa o MOCTENEeHHOM U TUIaBHOM
xapakTepe 3BoJiolnuu. C TeX mop MHEHHUE O CKOPOCTHU
1 caMUX MeXaHUu3MaX 3BOJIOIUY MOABEPIIOCh 3Ha-
YUTEIbHOMY TMepecMoTpy. OmaHako, HEeCMOTpsI Ha
BECh IPOrpecc COBPEMEHHOI O00TaHUYECKOi HayKu
“OTBPaTUTEIILHOCTh’ HMKYyIa He Mcde3ia. [ 1aBHBEIM
00pas3oM, 10 CHX MTOp HESICHO, KaK U KOTlia B BOJIIO-
LIMM CEMEHHbBIX PaCTeHUI OTAeaWIach JIMHUS 1IBET-

KOBBIX PaCT€HMI1, KaK 1 KaKUM 00pa30M IPOU30IILIO
CTAaHOBJICHUE MOKPBITOCEMSIHHOCTH, KaK M KaKUM
o6pa3oM Bo3HUKIM 1BeTKU (MeiieH, 1964; Kpacu-
noB, 1989; Endress, 2006, 2019; Friis et al., 2006).
Mopdo10roB IJ1aBHBIM 00pa3oM MHTEPECYIOT TOMO-
JIOTUM LIBETKA U €0 YacTeil ¢ TeMU PeNpOAyKTUBHBI-
MU CTPYKTypaMU, KOTOpPbIE MMEIOTCSI Y TOJIOCEMEH-
HEBEIX. BTopoii Bompoc — Kak MMEHHO BBITJISIACIN
LIBETKU APEBHEHIIINX MOKPHITOCEMEHHBIX U ObLIU J1
OHM Y HUX BOOOIIIE, TOCKOJILKY MTPHUOOPETSHUE IO~
JIOJIMCTUKA C €T0 3aMKHYTOIl OTrpaHMYEHHOM OT
BHEIIHEI Cpeabl 3aBSI3bI0 B 9BOIIOLIMY IPYIITHEI MOT-
JIO MPOM30HTHU U N0 POpMHUPOBAHUS LIBETKOB. Tpe-
THI BOIIPOC — SIBJISTIOTCSI I IIOKPHITOCEMEHHBIE MOHO-
GuIeTNYECKO TPyl M1 3Ke CTAHOBJICHUE TTOKPhI-
TOCEMSIHHOCTH U 1IBE€TKa IIPOM30IIUIO HE3aBUCHMO B
pa3HbIX rpynnax pacreHnii. OOBIYHO BCE 3TU BOIIPO-
ChbI pacCMaTPUBAIOTCS B KOMITJIEKCE.

Ha paHHBIIf MOMEHT yCTOSLIOCh MHEHUE, YTO T10-
KPBITOCEMEHHBIE TIPEACTABISIIOT coO00it MOHODMIIe-
TH4YecKyio rpynmy (Hanpumep, Wickett et al., 2014;
Magallén et al., 2015; Gitzendanner et al., 2018). Ta-
KMM 00pa3oM, MOKHO TIpeJrnojaraTb HaJu4ue 1BeT-
Ka TMPeIKOBOro, MCXOOHOTO JISI BCeX MOKPHITOCE-
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MEHHBIX TUMa. M3y4aTh 3BOIIOLINIO IIBETKA TOJBKO U
MOXKHO, OTTaJIKMBAsICh OT 3TOT'0 IMPEIKOBOTO COCTOSI -
Hus. Tak CJI0XWIOCH, YTO CTPOSHME IIBETKA IMPEIKO-
BOTO TUIIA HAM, B CYIIITHOCTU, Hen3BecTHO. [Tonyyae-
MbI€ PEKOHCTPYKIIMMU “TIPUMUTUBHOIO” IIBETKA SIB-
JISIIOTCSI B KAKOM-TO CTEMEHU CJeACTBUEM “HaydHOM
MoObl” — B CBOE BpeMsI B KAYeCTBE MPEIKOB IMOKPHI-
TOCEMEHHBIX IOCJIENOBATEIbHO IIepeOpaand ITOYTU
BCE UMEIOIINECS COBPEMEHHBIE M MICKOITa€MbI€ TPYII-
bl TosiocemMeHHBbIX (Friis et al., 2011), cooTBeTCTBEH-
HO C BBIOOPOM TOJIOCEMEHHOTO TIpe/iIKa MEHSUIUCh U
MpeAcTaBJeHUs] 00 UCXOIHOM JJisl TTOKPBITOCEMEH-
HBIX CTPOEHMHU IIBETKA: MOXHO CpaBHUTh, HaIlpU-
Mep, B3rsiabl BerrmreitHa (Wettstein, 1924) u Tax-
TamxsHa (1964). [JlaHHbIe MOJIEKY/ISIPHON (hUIoreHe -
TUKM TakKKe€ He IT03BOJISIIOT IIPOSICHUTH BOIIPOC O
MpeIKax IBETKOBBIX pacTeHUI MOCKOJBbKY OHU BbI-
SIBJISTFOTCSI KaK CECTPUHCKAs TpyTina Mo OTHOIIEHUIO
KO BCEM COBPEMEHHBIM T'OJIOCEMEHHBIM (HallpuMep,
Hansen et al., 1999; Donoghue, Doyle, 2000; Gra-
ham, Iles, 2009; Doyle, 2012). Ceituac Oamkaimm
HWCKOIIAa€MbIM POJICTBEHHUKOM ITOKPHITOCEMEHHBIX
nonaratoT Caytonia (Doyle 2008, 2012; Taylor E.L.,
Taylor T.N., 2009; Endress, 2019), penpoayKTUBHbIE
CTPYKTYPBI KOTOPOI COBCEM HE MOXOXM Ha IIBETKMH,
HO €CTh MHOTO OOIIEro B CTPOCHUU €€ CEMEHHBIX
KarcyJ U ceMsoyeK 1IBETKOBbIX. Pa3 rojoceMeHHbIe
HaM He MOMOIIIHUKM, TO OCTAETCS BBISIBJISITH MCXO/ -
HOE 151 TIOKPBITOCEMEHHBIX CTPOCHME 1IBETKA, CpaB-
HUBasi COBpeMEHHEIE (M MCKOITaeMBble) LIBETKH APYT C
npyroM. J1o HaCTyIIeHUS “3pbl” MOJIEKYJISIpHOI (1~
JIOTEHETUKU 3TUM 3aHUMAaJIMCh, pa3padaThIBas KO-
JIEKChI IIPUMHUTUBHOCTA W IMPOABUHYTOCTU IpHU3HA-
koB (Mmc, 1964; TaxtamksiH, 1966, 1970; basuneBckas
u ap., 1968; Endress, 201la,b). Ceifuac 3BOJIOLIMIO
MPU3HAKOB CTPOCHUSI IIBETKa IBITAIOTCS U3y4yaTh,
HICIIOJIB3YsI METOIbI KOMITBIOTEPHOI'O aHaJIM3a, OCHO-
BaHHBIC Ha TOMNOJIOTUH MOJIEKYJISIPHO-(DIIOTeHETH -
YEeCKMX JIEPEBbEB. Y 3THUX METOIOB TaKXe €CTh Orpa-
HUYEHUST — TOTIOJIOTUHU MOJIydyaeMbIX I€PEBbEB B 1I€-
JIOM CXOIHBI MEXIy CO0OI, HO MOTYT HECKOJIbKO
pa3auYaThCsl B 3aBUCUMOCTH OT aJITOPUTMa ITOCTPOE-
Hus U yyacTkoB JIHK, BeIOpaHHEBIX A1 aHaIM3a, Ha
MaJIeHbKMX BBEIOOpKax Ha pe3yJIbTAaT CHJILHO BIIMSIECT
Ha0bOp TAKCOHOB, B MOJIEKYJISIPHOE I€PEBO 110 IIOHSIT-
HBIM IIPpUYMHAM HEBO3MOXHO HamNpsMyl BCTaBUThb
nckoraeMbie. HeManoBaxkHo, UTO AJIs1 aHAJIM3a MOP-
¢oJIOrMIEeCcKoil 3BOMIOLIMU 1IEJIOCTHOCTh 1[BETKA MC-
KyCCTBEHHO pa30MBalOT Ha OTAC/IbHbIC IIPU3HAKH, TaK
KaK IUTaHAMM CTPOCHUS LIBETKA (T.€. MX IMarpaMMaMU )
KOMIIBIOTEPHI OIIEPHUPOBATh IIOKA HE HAYYWIINCH.

Camble nocjaeaHue JOCTUXEHUS B PEKOHCTPYK-
LIMM LIBETKA MPEIKOBOrO TUIMA TaKOBbl — MCXOMHBIN
IUTSI TIOKPBITOCEMEHHBIX 1IBETOK OB 000EMOJbIM,
aKTMHOMOP(QHBIM, CO CBOOOTHBIMHA OpraHaMM, OKO-
JIOLIBETHUK OBLT MPOCTOM, T.€. U3 OJMHAKOBBIX 3JIe-
MEHTOB, 0e3 AuddepeHIMay Ha Yalleyky U BeH-
yuk (Endress, Doyle, 2009, 2015; Sauquet et al.,
2017). Bo3MoxxHO, BCe OpraHbl paclojarajuch Kpy-
ramu (Sauquet et al., 2018; Sokoloff et al., 2018). D10

PEMHM30BA

mocjieHee YTBEpXKIEHUE “IOTpSICAaeT OCHOBBLI” He-
CKOJIbKUX TIOCHEIHUX JECATUIETUI: IJIUTEIbHOE
BpeMsI CUMTAJI, YTO IS UICXOMHOTO IIBeTKa ObLI Xa-

pakTepeH CUpaibHbIi (ULIOTaKCHC! .

[TpenacraBieHust 06 UCXOMAHOM JJIsI 1[BETKa CITU-
pajbHOM TuUIEe dumoTakcuca (Hamp., TaxTamksH
1966; Cronquist, 1988; Endress, 1990) 6a3npoBainch
Ha HAONIONEHNM, YTO TaKWe IIBETKU IIOJIMMEpHBIE,
T.€. UMCIOT He(PMKCHUPOBAaHHOE M OOBIYHO OOJIBbIIIOE
YUCJIO OPraHOB (3TO couyeTaHUE MPU3HAKOB MOYTHU
BeCh XX BEK CUMTAJIM MPUMUTHUBHBIM, ITPOTUBOIIO-
CTaBJISISI TIOJIMMEPHBIE CITMPaIbHBIE Y OJIMTOMEPHEIE
LMUKIAYECKME LIBETKA C OTHOCUTEIBHO HEOOJIBIINM
U (PUKCUPOBAHHBIM YMCIOM opraHoB). MHTepecHO
OTMETHUTb, YTO BCE LIBETKU MOYTH HALIeJIO ACSTCS Ha
CIIMpaJIbHbIE U IUKJINYECKUE, IIBETKOB CO CMEIIaH-
HBIM uuioTakcucoM odeHb Maio (Endress, 2006;
Sauquet et al., 2018; Sokoloff et al., 2018). 3nech SBHO
€CThb HeKasl TIpOCTPaHCTBEHHAasl 3aKOHOMEPHOCTb.
Boublioe 41ciao opraHoB jierye pa3MeCcTUTh I10 CITH-
panu, MeHbIllee — YepeayrImmuMucs Kpyramu (Xox-
pskoB, 1974; Endress, Doyle, 2007; Endress, 2006,
2011a). PacteHuii co cmupaibHbIMU LIBETKAMU OTHO-
CUTEJIbHO MaJI0, OHU BCTPEYalOTCsl y 0a3aJibHbIX I10-
KPBITOCEMEHHBIX, MarHoJuua u panyHKyaun (En-
dress, Doyle, 2009, 2015; Sauquet et al., 2017). ITepe-
XOJl U3 OJJHOTO COCTOSTHUSI B APYTO€ OCYIIECTBIISIETCS
Yy pacTeHUi, ITO-BUAMMOMY, TocTaTouyHo jerko (En-
dress, 1987, 1990, 2006; Endress, Doyle, 2007, 2015),
MHOIIa 3TO MOXHO Ha0II04aTh JaXe B IIpeaesax of-
HOTrO 1LIBeTKa, Harpumep, y Magnoliaceae (Zagorska-
Marek, 1994; Leins, Erbar, 2010). YnopsimoueHHOe
PAaCIIOI0KEHNE OPTaHOB MOXKET CMEHSThCS Ha Hepe-
TyJISIpHOE IIPY OY€Hb MaJICHbKOM pa3Mepe OpraHa oT-
HocUTebHO pa3Mepa nBetka (Endress, 2006, 2011a),
0COOEHHO YacTO 3TO IMPOUCXOIUT B IIBETKAX C MHO-
TOYMCJICHHBIMU THIYMHKAMU W IUIOHOJMCTUKAMMU.
Takum obpa3om, peHOMEH “IIEpeKIIOYeHUSI” TUIIA
dmIoTakcuca MOXHO OOBSICHUTH OTHOIICHUEM
pasMepa (pJaopaTbHOM MEepUCTEMBI K pa3mMepy Ipo-
IYLUPYEMBIX i IPUMOPANEB — YeM OOJIBbIIIE 3TO OT-
HOIIIEHNE, TeM BHIIIIEe BEPOSTHOCTh TOTO, YTO Opra-
HBI OyIyT pacnoJjiaraThces 1o crupainu. [lo-Bumumo-
My, TOJUMEPHBIC KpYITHbIE LIBETKW He clieayeT
CUMTaTh IPUMUTUBHBIMHU, TaK KaK UX ITOSIBJIEHUE HE
CBSI3aHO C IIPOSIBJICHUSIMM 3aKOHOB 3BOJIIOLIMH, a
SIBJISIETCSI CIEACTBUEM IIPOCTPAHCTBEHHOM 3aKOHO-
MepHocTHU (XoxpsikoB, 1974). Ob6a Tuna duioTak-
cuca obecrneyrBaloT Hanbojee ONTUMAIbHYIO, KOM-
MaKTHYIO IAJIsl pa3HOTO YKMCJIa OPraHOB yIIaKOBKY Oy-
toHa (Endress, 1987).

! Cnoso “dummorakcuc” IoapasymMeBaeT pacIloNOXEHUE JIM-
cTheB. [[OMOJIOTHSI OPraHoOB 1[BETKA U JIMCTHEB — BOIPOC A0 CUX
MOp IVMCKYCCUOHHBIN, TTOATOMY B LIBETKaxX IpaBUJIbHEE ObLIO
GBI TOBOPUTH 00 “opraHorakcuce”. Tem He MeHee B IUTepaTy-
pe IUIsl OTIMCaHUsT PaCcITOJIOKEHUSI OPTaHOB B IIBETKAX OOBIYHO
MOJIB3YIOTCS TEPMUHOM “(puirmoTakcuc”.
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BA3OBbDIE ITATTEPHBI
MOP®OTI'EHE3A LUBETKA

MopdoreHes 1IBeTKa KaK CIIELIMAIM3MPOBAHHOTO
PEIIPOAYKTUBHOIO ITOo0eTa ¢ 3aKPBITHIM POCTOM— 3TO
MOCJIeTOBATEIbHOCTD 3aJIOKEHMST €70 OPTaHOB, IPYroe
ompenesieHUe 111 paCTeHUI KaK MOTYJIbHBIX OpraHu3-
MOB TIPEJICTaBUTh HEBO3MOXKXHO. MopdoreHe3 1iBeTka
CJTY>KUT, B KOHEUHOM cUeTe, JJIs1 ITOTydeHUs AerHM -
TUBHOM CTPYKTYpHI. MIcXons1 13 BBIIIIEO3HAYCHHBIX He-
OCIOPHMBIX IIPM3HAKOB MPEIKOBOIO IBeTKa (000eITo-
JIbIe CO CBOOOTHBIMM OpraHaMM) M OCOOEHHOCTE
(YHKIIMOHMPOBAHUS alTMKAIbHBIX MEPHUCTEM JIOTUIHO
MPEANOI0XUTh, YTO MOPSIIOK 3aJI0KEHMST OPTaHOB Ta-
KO — cHayaja 3aKJIagbIBalOTCSl 3JIEMEHThl OKOJIO-
LIBETHUKA, 3aTEM aHJIpOLIesI 1 B TTOCJICIHIOI O4epeIb —
ruHeliesi. TakuM o6pa3om, Ha (pJIopaibHOM MEPUCTE-
M€ B aKpOIIETAIILHOM ITOCIeIOBATEIbHOCTHU ITOSIBSITCS
MPUMOPINM 3JIEMEHTOB OKOJIOIIBETHMKA, 3aTEM ThI-
YUHOK U ruionosimctukoB (Endress, 2006, 2011b; Ru-
dall, 2011). OTK10HEHUS OT 3TOTr0 6A30BOI0 MAaTTEepHA
1 OyoyT NpOSIBICHUSIMHU 3BOIOLUMU MopdoreHesa.
31ech UMeeTCsI B BULY UMEHHO ITOPSIIOK 3aJI0OXKEHMUS,
a HE CKOpOCTh (opMHUpPOBaHUS Ie(PUHUTUBHON
CTPYKTYPHI, TaK KaK MTHOTIA OpraHbl, 3a710KUBIINCH B
“TIpaBUIBHOE” BpeMsI, 3aIcP>KIBAIOTCSI B CBOEM pa3-
BUTUHU, HAIIPUMED, JIETIECTKA Y MHOTUX BBICILIUX JBY-
IOJbHBIX. OTMETHM, 4YTO B HeJaBHUX 0030pax, ITO-
CBSIIICHHBIX 0a3UIIeTAIbHBIM MaTTepHAaM pa3BUTHS,
npuBeneHbl npuMepbl oboux tuios (Rudall, 2010,
2011).

®dnopanbHass MepuCTeMa 3aKJIaablBaeT OpraHBI
HECKOJIPKO MHade, YeM IIPOAYHUPYIOIIas JUCTOBEIE
MPpUMOPANM allMKajabHas MepucteMa mobera (Clas-
sen-Bokhoff, 2016). JIUCTbsI MOABISIOTCS ITOOYEPE-
HO M0 Mepe TOr0, KakK altMKaJlbHasi MeprucTeMa rmooe-
ra JOCTUIJIa HEKOETO KPUTUUYECKOTO pa3Mepa, YTOObI
CTaTb CIIOCOOHOM OTAEIUTh HOBBIM NPUMOPINIA, MO~
cJie 3TOrO pa3Mep alMKaJabHOII MEpPHCTEMbI BOCCTa-
HaBiauBaeTcsa u T.a. (Kwiatkowska, 2008; Barton,
2010). TakuMm 0O6pa3oM, JTMCThSI 3aKJIAIBIBAIOTCS aK-
poIleTajJbHO 1 HUKaK uHavye. DiaopajibHass MepucTe-
Ma repea HauyaJioM 3aJ103KeHUsI OpTaHOB OTHOCUTEIIb-
HO KpyIHas, TepMUHAIIMS POCTa IIPOUCXOIUT eIlle 10
TOTO, KakK nosBsaTcs Bce npuMmopauun (Kwiatkowska,
2008; Landau et al, 2015; Classen-Bokhoff, 2016; De-
nay, 2017), y Arabidopsis, HampuMep, Tocje 3a103Ke-
Hus yamenuctukosB. ITocie TepMUHALIMKM pocTa MO
Mepe MOSIBICHUSI IPUMOPAUEB pa3dMep (paopaibHOM
MEPUCTEMbI HE YBEJIMYMBACTCS WIM YBEJIMYUBACTCS
HE3HAUYUTEJIbHO — OHA BCSI PACXOMyeTCsI Ha 3aj10Ke-
HUE OpraHoOB. 3aKPBITHI POCT U 3aJIOXKEHUE OPTraHOB
yXe Iocjie TOoro, Kak dJiopajbHass MepucTeMa H0-
CTUIJIa CBOETO OKOHYATEeJbHOTO pa3Mepa, Ipero-
CTaBJISIIOT B KOHEYHOM CYETE BO3MOXHOCTH OTOMTU
OT CTPOTO aKpOIIETaJbHOTO 3aJIOKEHUSI OPraHOB
(Classen-Bokhoff, 2016).

B CITMPAJTbHBIX IIBETKAX OTKJIOHEHUA OT aKpOIIC-
TAaJIbHOI'O 3aJIOKC€HHSA OpraHoOB, IO-BUINMOMY, HEC-
BO3MOZHBI B CHJIY TCOMETPUICCKHNX 3aKOHOMECPHO-
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Puc. 1. Crtporo akporerajabHble TAaTTEPHBI Pa3BUTHS
LIBETKOB. a — CIUPAJIbHBINA 1[BETOK C MPOCTHIM OKOJIO-
LIBETHUKOM, KOOPIIMHATHAsI CETKA [TIOMOTaeT yCTAHOBUTD,
YTO BCE OPTaHbI HAXOMSATCS Ha pa3HOM YIaJICHUM OT 1IeH-
Tpa I[BETKA U Ha Pa3HbIX paguycax. 0 — LMKIMYECKUMI
LIBETOK BBICIIIETO ABYAOJBHOTO C MPOCTO MOJUaHIAPUEIA.
B — OJIMTOMEPHBIN IIBETOK BBICIITUX ABYITOJbHBIX. T — TH-
MUYHBII LBETOK OJHOIOJIBHOTO pacTeHus. Ha Bcex pu-
CyHKaXx JIJIsI KaxI0TO BapuaHTa MpeACTaBICHbI Jrarpam-
MBI YETBIPEX IMOCJIeIOBATEIbHBIX CTAINI PA3BUTUS U CXC-
Ma MPOAOJBLHOrO pa3pe3a choOpMUPOBAHHOTO 1IBETKA, Ha
KOTOPO¥ CTpeIKaMU IToKa3aHO HarpaBJeHUE 3I0KEHUS
opraHoB. YepHbIe TUIOCKUE IyTH — 3JEMEHTHI ITPOCTOTO
OKOJIOLIBETHUKA, YEPHbBIC BBIMYKJIbIC Y'Y — YaIIEJIUCTH -
ku. benble myru — nerectku. OBasibl — ThIYMHKU. Kpyr —
ruHeleil (BHe 3aBUCUMOCTH OT ero cTpoeHus ). Ha nua-
rpamMmax He IoKa3aHo cpacTaHUe OpPraHoB.

creit. B KaxmoMm y3jie MpUKPEIUIsieTcsl eIMHCTBEH-
HEBII1 opraH (puc. la), 3a4aTK OpraHOB ITOSIBJISIFOTCS
MOCTEIIEHHO Yepe3 paBHBIC IIPOMEXKYTKA BPEMEHU U
paBHBIE YIJI0BbIE PACCTOSIHUS: B CIIMPAJbHBIX 1IBET-
KaxX yrojl MexXay ABYMs ITOCJIEHOBATEIbHO 3a710KUB-
IIMMUCS OpraHaMu IpuMepHo pasBeH 137.5° unu pe-
ke 99.5° (Endress, 1987; 1990, 2011a; Endress, Doyle
2007; Leins, Erbar, 2010). BaxkHbIM CBOIICTBOM CITH-
PaIbHBIX I[BETKOB SIBJISETCS TakXe OTHOCHUTEJbHO
0oJTbII0I 00BEM (DIOPATTLHONM MEPUCTEMBI, KOTOPBIA
3HAYUTEJbHO MPEBBIIIAET pa3Mep MPOIYLIMPYEMBbIX
€10 MpUMOpPANEB, IPUYEM C CAMOI'0 Havajia pa3BUTHUS
nBeTka. TepMuHanus (GpaopaibHOM MEPUCTEMBI, I10-
BUIMMOMY, IIPOMCXOIUT 3/I€Ch MO3AHO, OCOOEHHO B
KpYIHbIX LIBeTKaX (Sokoloff et al., 2018). CobcTBeH-
HO 3THUM U OOBSICHSETCS KaK IIOJIMMEPHOCTh CIIH-
pPaJIbHBIX 1IIBETKOB, TaK 1 HEOIIPEASICHHOE YK CIIO OP-
raHOB B HUX. TakuMm o0pa3oM, B CIIMPaJIbHBIX 1IBET-
KaxX BC€ OpraHbl pa3HOBO3PACTHBIE, PACIIONIOXKEHHBIE
Ha pa3HBIX YPOBHSIX U pa3HBIX pamuycax (puc. la).
M3-3a 3TOro oHU OCTalOTCSI CBOOOAHBIMU, CPACTATh-
cs uM “HeynobHo” (Endress, 1987, 1990, 2011a). Mox-
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Puc. 2. lIBeTku ¢ GasumeTaTbHBIM Pa3BUTHUEM OKOJIO-
IIBETHUKA. @ — IIBETOK aCTePUJI C 3aJI0OKECHUEM JallleuKn
Mocjie BeHYMKa, TaKxKe BO3MOXHBI BApMAHTHI (HE MOKa-
3aHbI), B KOTOPBIX YaIlIeJMCTUKH 3aKJIaIbIBAIOTCS OTHO-
BPEMEHHO C aHIpOIleeM WJIM TWHeleeM. 0 — IIBETOK C
nomdaimueM Dipsacaceae s.str., Takxke BO3MOXHBI Bapu-
aHTBI (He MOKa3aHbl), B KOTOPBIX YallIeJUCTUKM 3aKjia-
NIBIBAIOTCS TIepe WU TTOCIe 3aJI0XKEeHUEM ThIYMHOK. B —
BeToK ¢ nomgyamueM Rosaceae. Jluctouku momyarivs
MOKa3aHbl YTJIOBAaTbIMU TyTaMU.

HO CKa3aTh, YTO B CITMPAIBHBIX I[BETKAX €CTh MOp(ore-
HETUYECKUI 3ampeT Ha CpacTaHHe OPTaHOB.

HHTEepecHO, UTO y OMHOIOJBHBIX CITMpaIbHbIE
BeTkM oTcyTcTBYIOT (Endress, 1995; Remizowa
et al., 2010). B aT0it MOHOGMIECTUIECKOI IPYIIIIEe pac-
TEHUI LIMKJIMIECKUIA IIBETOK ObLT YHACIIEAOBAH OT 00-
IIIero TIpeaKa. Y MOJABIISIONIEro GONBITMHCTBA OTHO-
JIOJBHBIX LIBETKU TPUMEPHBIE MEHTALUKINYECKUE C
JIIBYKPYTOBBIM OKOJIOLIBETHUKOM. [loTepss ogHOro us
KPYroB WK PeXe OKOJOLBETHUKA LIETUKOM Y OIHO-
JIOJIBHBIX CJy4aeTcsl, HO YBeJMYeHUE 4uciia KPYroB
OKOJIOLIBETHUKA Y OOHOMONBHBIX HE pealn3yeTcsl.
Llykmudeckoe pacIiojioXXeHue SIIEMEHTOB OKOJIO-
LIBETHUKA TUKTYET PACHOJIOKEHUE KPYraMU U OCTalTb-
HbIX OPTraHOB, JaxKe eCJIU OHU B OOJIBIIIOM U HEOIIpeIe-
JICHHOM 4uCJIe.

Huxnuyeckre UBETKM 0Oojiee pa3HOOOpa3HBI B
natrepHax crpoeHusi um pasButus (Endress, 1987,
1990, 2011a; Leins, Erbar, 2010). Opransl B mpeaeiax
Kpyra pacriojiaraloTcsi Ha OJHOM YypOBHE, IpUYEM
OOBIYHO U3-3a YepeTOBaHUs KPYToB opTaHbl n U 1 + 2
KPYroB pacrojiokeHbl Ha OJWHAKOBBIX paauycax
(puc. 16—1r). D10 MaeT BO3BMOXHOCTb JJISI CpaCTaHUS
oprarHoB. C reoOMeTpUYECKOM TOUKU 3PECHUST UK~
YeCKMe LIBETKU XapaKTEePpMU3YIOT CIle IBa ITOHATUS —
YMCJIO KPYToB (IIOJIHOTA IIBETKA) M YMCJIO OPraHOB B
Kpyre (Mepu3m). Hucyio Kpyros peiko MpeBbIIIaeT 5,
a 41CJIO OPTaHoOB B Kpyre — 6—7 (0OBIYHO 3 y OTHO-
JOJBHBIX U 5 Y BBICIIIUX ABYAOJbHBIX). MOXHO n00a-
BUTbH, YTO OKOJIOLIBETHMK B ILIMKJIIMYECKMX IIBETKAX
OOBIYHO ABYKpyroBoii (puc. 16—1r). Takum obGpa-

PEMHM30BA

30M, LIUKJIMYECKUE [IBETKU MTPUHIUITNATIBHO OJIUTO-
MepHbIe. [lommMmepHble MUKIMYECKNE LBETKU (Me-
PU3M U TIOJIHOTA BapbUPYIOT OTHOCUTEIBHO HE3aBU-
cumo!) Bctpevarorcs pexe (Endress, 2011a; Ronse De
Craene, 2016).

VY MHOrux rpymm pacTeHUM ¢ ILUKJINYECKUMU
LIBETKaMM MOXHO HaOI01aTh 3KBU(PUHAILHOCTD
MopdoreHe3a — OOUH U TOT Ke IUIaH CTPOCHUSI LIBET-
Ka (IT0 IIOJIHOTE M MEpU3My) OOeCIIeurMBaeTCsl He-
CKOJIBKO pa3HbIM MopdoreHe3om (Harmpumep, Ajani
et al., 2016; Erbar, Leins, 1997; Erbar, 2010). O6b14HO
BapMaluy CBSI3aHbl C OMHOBPEMEHHBIM WM HEOTHO-
BpPEMEHHBIM 3aJI0KEHUEM OPraHOB B IIpeesiaX OMHOTO
Kpyra. XopoIllM OPUMEPOM MOTYT CIYKUThb OJHO-
JIOJIbHBbIE C TPUMEPHBLIM NEHTAUKIMYSCKUM ILIBET-
KOM, Y KOTOPBIX B 3aBUCHUMOCTH OT CTPOEHMSI COLIBE-
TUSI 3JEMEHTBHI OKOJIOLBETHMKA WM WHOTOA aHIpOIes
3aKJIabIBAlOTCS B IIpeaesiaXx OMHOTO Kpyra OIHOBpe-
MeHHO WM ToouepenHo (Remizowa et al., 2013). H-
TePECHO OTMETUTh, YTO OOJHOBPEMEHHOCTb WJIM He-
OIHOBPEMEHHOCTh 3aJIOXKEHUSI 3JIEMEHTOB OKOJIO-
LIBETHUKA (U IOPYrMX OPraHOB) IIOYTM HHUKAK He
BJIMSET HA BO3BMOXKHOCTh UX CpacTaHUSI APYT C IpPy-
roM. OOHOBPEMEHHOCTb 3aJIOKEHUSI OO KaKOM-TO
CTeTIeHU BaXkHa TOJIbKO MPU MOCTTEHUTAILHOM Cpac-
TaHUM OpPraHOB ogHOro Kpyra. Ilpy mocTreHuTaNb-
HOM CpacTaHUM OpPTaHbl 3aKJIaIbIBAIOTCS 110 OTAEIIb-
HOCTH M 3aTeM CJIMIIAIOTCS SMUASPMaMM, 30eCh BaXK-
HO, 4YTOOBI cpacTallIuecs YYaCTKU COCEIHMX
OPraHOB COOTBETCTBOBAIMU Ipyr Apyry (cMm. Endress,
2006 — siBeHue cuHopranu3anuu). Ecim takoro co-
OTBETCTBUSI HET, TO CpacTaHME OTKJIAIbIBAacTCS Ha
Oojlee MO3OHUE CTaguM pPa3sBUTUS 1IBETKA, KOTIa
Y4aCTBYIOIIME B CpacTaHUU OpPraHbl BEIPABHSIIOTCSI B
pa3mepax.

OTKJIOHEHHA OT AKPOITETAJIBHOT'O
ITATTEPHA 3AJIOKEHUA OPTAHOB

Okonoysemuuk. Acmepuodeo!

B couBermsix-kop3mHkax Asteraceae (Asterales),
MHOTOIIBETKOBBIX COLIBETUSIX Valerianaceae — S.Str.
(Dipsacales), y HekKoTopbIX Apiaceae (Apiales) u Acan-
thaceae (Lamiales) OTKJIOHEHUsI OT aKpOIleTaJbHOTO
naTTepHa 3aJI0XKEHHUSI OpraHOB MOXKXHO HaOJIIogaTh B
OKOJIOLIBETHMKE (pUC. 2a): YallleIMCTUKM 3aKjlaablBa-
FOTCSI TTOCJIE JIETIECTKOB, OOBIYHO OAHOBPEMEHHO C ThI-
ynnkamu (Sattler, 1973; Harris, 1995; Erbar, Leins,
1997; Schonenberger, Endress, 1998; Schonenberger,
1999; Erbar, 2010; Ajania et al., 2016). Y actepun, K
KOTOPBIM OTHOCSITCSI BCE YETHIpE CEMEMCTBA, 3TOT
¢deHOMEeH 0ODBSICHSIETCS O0ILEeil TeHASHIIEN K peayK-
mun vamedku. Y Apiaceae um Acanthaceae cTeneHb
pPa3BUTHS YAlCJIMCTUKOB pa3Hasi, OHU MEHbIle Jie-
MEeCTKOB M JaXke MHOIJa OTCYTCTBYIOT. ¥ Apiaceae
(YHKIIMIO 3alIMThl OYTOHA BBIMOJHSIIOT JIEIECTKU (B
OTJIMYKE OT OOJIbIIEH YAaCTU BBICIIUX IBYIOJbHBIX
OHU 3JIeCh HE 3aIepXXUBAIOTCS B Pa3BUTUU), JOIOJI-
HUTEJILHYIO 3allIUTy O0eCIeYMBAIOT JINCThSI BHYTPU
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COLIBETHUSI U HEITOCPEACTBEHHO moa HUM. Bpems 3a-
JIOXXEHMS YallleYK BapbUPYeT Y Pa3HBIX IIPEACTaBU-
TeJel, MATh YalleJMCTUKOB 3aKJIadbIBAalOTCS MEepen
JIeTiecTKaM1, OMTHOBPEMEHHO C HUMM WJIM TTOCJIe HUX
(Erbar, Leins, 1997; Erbar, 2010; Ajania et al., 2016).
I1pu nmoge yalieyka y 30HTUYHBIX HE COXPAaHSIETCSI.
st Acanthaceae xapakKTepHEI T€ K€ TEHACHIIN, HO
(YHKIIMIO 3alIMTHI OyTOHA Ha paHHUX CTaoUsIX OepyT
Ha ce0s cpocimecs npulBeTHUYKHY (Schonenberger,
Endress, 1998; Schonenberger, 1999), uncino cpoc-
IIMXCS YallleIMCTUKOB He BCeraa cTabuIbHO, Yaley-
Ka MOXET COCTOSITh U3 OOJIBIIETO, YeM MSITh, YKCIIa
Y3KUX YalleJIMCTUKOB, MHOIIA X YMCJIO HEBO3MOX-
HO YCTaHOBUTb, TaK KaK CBOOOTHBIE BEPXYIIIKU Y HUX
HEe BBIPaXKEHBI. Y CIOXKHOIIBETHBIX Yallleuyka Impeoo-
paszyeTcs B CTPYKTYpbl TaK Ha3bIBa€MOIoO Iariryca
(BOJIOCKM, ILIETUHKM, IIJIEHKU), CIIOCOOCTBYIOIINE
pacnpoCcTpaHEHUIO TUIOMIOB-CEMSIHOK, VI MCYEe3aeT
coBceM. [IJIOTHOCTB COLIBETUI Y CITOKHOLBETHBIX Ta-
KOBa, YTO IIBETKAM 4Yallleuyka KakK 3allluTa OyToHa, B
cylIHocTU, He HyXHa (Sattler, 1973; Harris, 1995). ¥
CJIOXKHOIIBETHBIX 3Ty POJIb 10 OTHOIIIEHUIO KO BCEMY
COLBETUIO BBITIOJIHAIOT JIMCTOYKU O6epTKI/I KOP3UH-
ku. Y Valerianaceae s.str. yamiedyka pa3pacTaeTcs
TOJILKO KO BpeMeHH (hOpMUPOBAHMS TLIOAA, OOBIYHO
OHA BBITJISIIUT, KaK KOJIBIO C METUHKAMH, T.€. OUYeHb
MOX02Ka Ha IMaIlIyc CI0KHOIBETHHIX. [1pu aBoo1-
OHHBIX MNpeoOpa3oBaHUSIX YallleYKU 4YallleJIMCTUKU
HEKOTOPbIX aKaHTOBBIX, MHOI'X CJOXXHOLBETHBIX U
BaJIepUaHOBBIX ITOJIHOCTBIO YTPATWIN CBOIO MHINBHM-
JIyaJIbHOCTb, IIPEAIIOaracMoe YMCJIO YallleIMCTUKOB
(MX 5) MOXHO YCTaHOBUTH TOJIBKO IIPpY OO0paIieHNU K
ponctBeHHBIM (popmam (Cronquist, 1955; Schonen-
berger, Endress, 1998; Schonenberger, 1999; Semple,
2006; Endress, 2008, 2011b; Naghiloo, Classen-Bock-
hoff, 2017).

Oxkonousemuuk. Lleemku ¢ noduawuem

I[Momuamme, KOTopoe MpeAacTaBIsIeT COOOIl JIM-
CTOYKHU, PACIIOJIOXKECHHEIE CHAPYKM OT YallleJIMCTU-
KOB, OTMEUEHO Y HECKOJIBKIX HEPOICTBEHHBIX TPYIIII
BBICIIMX IBYIOJBHBIX — B mopsuke Dipsacales, ce-
MeiictBax Malvaceae (Malvales), Rosaceae u Dirach-
maceae (Rosales), Lythraceae (Myrtales) u T.1., cpe-
IV OMHOIOJILHEIX IToadalnre nMmeercs y Tofieldiaceae
(Alismatales). IIpupoma 3Toro obpa3oBaHUSI HE BO
BCEX CJIydasix 10 KOHIIA SICHA, BEPOSITHEE BCEro MO -
yalire BO3HUKAJIO HE3aBUCHMO B BBIIIECIEPEUNCIICH-
HbIX rpyrmnax. OObIYHO JUCTOYKY MOTYAIIS 3aKIaIbI-
BalOTCSI Mepel JalleIMCTUKAMU, UYTO COOTBETCTBYET
06a30BOMY aKpOIETaILHOMY HaTTepHY (POPMUPOBAHMS
OKOJIOLIBETHUKA — Harmpumep, y Malvaceae (Bello
etal., 2016), Dirachmaceae (Ronse De Craene, Miller,
2004) u Tofieldiaceae (Remizowa et al., 2006). ¥ Dip-
sacaceae S.Str B IJIOTHBIX TOJIOBYATHIX COLIBETUSIX pa3-
BUTHE LIBETKA C OasuIieTajJbHBIMM MaTrTepHaMu (op-
MUPOBaHUsI OKOJIOLIBETHUKA HAYMHAETCSI C JIMCTOYKOB
nomyamus (puc. 20), 3aTeM 3aKJIadbIBAIOTCS JICTIECT-
K. BpeMmst mosiBiieHMs 4yamieuykuy 3ala3fblBaeT I10-
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paszHoMy y m3ydeHHbIX ponoB (Naghiloo, Classen-
Bockhoff, 2017). Takum oOpa3oM, dailieyka pa3BuBa-
eTcsl 6asureTaIbHO TT0 OTHOIIEHMIO K BEHIMKY, KakK
Y ¥ MHOTUX acTepu] 0e3 nmogJaiims. ¥ He o0pa3ylo-
IIUX TJIOTHBIX colBeTUii Rosaceae, eciu TUCTOUKU
rnoayalivs B YUcJje YalleJMCTUKOB, TO OHU 3aKJ1a/Ibl-
BAaIOTCSI HEMHOTO IT03Ke Yallledku (puc. 2B), OOBIYHO
IIOYTH OTHOBPEMEHHO C JISTIECTKaMHM, €CJIU TTOCTeI-
Hue umerorcsa (Innes et al., 1989; Ronse De Craene,
2003; Hollender et al., 2012). ITaTTepH 3aJ03KeHUS
3JIEMECHTOB MOAYAIINSI Y TAKUX PO3OLIBETHBIX C TPY-
JIOM TIOAJAEeTCsl OIMCAHUIO U SIBJISIETCSI, CKoOpee,
mpeaMeToM aoroBopa. OOBIYHO B pa3BUTHUM BHIHO,
YTO 3aKJIaIbIBAIOIINECS YAIISIMCTUKH YK€ COSIIMHE -
HBbl HEKUMHW MEPUCTEMAaTUIECKUMHU BaJIMKaMHU, €CIIN
MPUHSTHh 3TU BAJIMKW 3a 2JIEMEHTHI MOMYAIIIUS, TO
clieayeT TOBOPUTh 00 OOHOBPEMEHHOM 3aJIOKeHUU
yameyku v nogdamusi. ¥ Lythrum (Lythraceae) nu-
CTOYKY MOTYAIIHS (MX YUCIIO PAaBHO YUCITY JYallleTr-
CTUKOB) TaKKe 3aKJIaIBIBAIOTCS TOCIIE YalledKu 6a-
sunetaibHo (Cheung, Sattler, 1967; Sattler, 1973).
BasuneranbHOe 3a710XKEHUE MHOTOYMCIECHHBIX BJie-
MCHTOB TOAYAILIMS, TIOSIBJISIIOLIMXCSI 3HAYUTEIbHO
MO3Xe YalleIUCTUKOB (KOrma yxKe UMEITCs MO4THU
BCE OCTaJbHBIC OPTaHBI 1IBETKA), MOXXHO HaGII0OIATh
y Neuradaceae: Malvales n Agrimonia: Rosaceae
(Decraene, Smets, 1995).

Ecnun mHTeprnipeTupoBaTh Hoadallne KakK 4YacTh
LIBETKa, TO UMeeT MECTO HapyllIeHUe aKpPOIleTaIbHO-
ro maTTepHa B IpejiesiaX OKOJIOLBETHUKA, HO OOIIMIA
ITOPSIIOK 3aJI03KEHMSI OPraHOB — OKOJIOLIBETHUK, aH-
JIpolieii, TMHEeleil — ocTaeTCsI HEM3MEHHBIM.

Andpoueii. Iloauandpus

Bouibliiasg yacTh OTKJIOHEHU OT aKpOIeTajabHOIO
MOpsiAKa 3aJI0XKSHUSI OPraHOB BCTPEYACTCS B LIUKIIN -
YeCKMX L[BETKaX C IoJimMepHbIM aHaponeeM (Rudall,
2010, 2011; Leins, Erbar, 2010; Endress, 2006, 2011a;
Ronse Decraene, Smets, 1992, 1993a). Takue nBeTku
MMEIOT HEKOTOPOE CXOICTBO CO CIIMPATbHBIMU 1IBETKA-
MU — OHU KPYITHBIE U YMCJIO THIUYMHOK (HO HE OCTajlb-
HBIX OpPraHOB) B HUX HEOIIPEACICHHO OOJIbIIIOE.

Ionuanapuio (puc. 3) BHE 3aBUCUMOCTHU OT TUIIA
dunmorakcuca 1IBeTKa NPUHSITO pa3deisiTh Ha IPo-
ctyio U KomiuiekcHylo (Ronse Decraene, Smets,
1992, 1993a; Leins, Erbar, 2010). I[Tpu npocToii moim-
aHIPUU BCE MHOTOYMCIEHHBIE THIYMHKN 3aKJ1aIbIBa-
I0TCSI UHAWBUAYAILHBIMU TIpuMopausiMu. I1pu KkoM-
IUIEKCHOM TOJIMAaHAPUM CHavyajla MOSIBJISIIOTCS OQWH
KOJIbLIEBOU MJIM HECKOJIbKO (OOBIYHO 5) MEPBUYHBIX
MPUMOPAMEB, HA KOTOPKIX 3aTEM YK€ 3aKJIaIbIBAIOT-
CsI MHAVBUAYAJIbHBIE TBIYMHKY, B TIOCJICIHEM CIIydae
THIYMHKU PacHOJIOXeHbI ITydkamMu. KoJblieBbie ep-
BUYHBIE TIPUMOPANN (MHOTAA TOBOPST O KOJBIIEBOM
MepucTeMe) o0pa3yloTcsl MCKIIOYMTEIbHO Ha BBI-
MYKJIOM WU TUIOCKOM K MOMEHTY WX TOSIBJICHUS
1BeToJioKe. ThIYMHKM B TaKUX L[BETKaX MpPU MajioM
pa3Mepe ux IPUMOPIAMEB HEYIIOPSIIOYEHHO 3amoJ-
HSIIOT BC€ IOCTYITHOE IIPOCTPAHCTBO, IIPU OTHOCHU-
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Puc. 3. Pa3BuTre IBETKOB C TOJTMAHAPUE. a — TIPOCTast
MOJIMAaHIPUST Ha TUITAHTUM/BOTHYTOM IIBETOJOXE. 6 —
KOMILJIEKCHAsI TIOJIMAHAPUSI C aKPOTETAIbHBIM 3aJI0XKe-

HUEM TBIYMHOK Ha KOJIBLIEBOM MEPBUYHOM MPUMOPINH.
B — KOMIUIEKCHAsI TTOJIMAHIPHS C aKPOTIETATbHBIM 3aJI0-
JKEHMEM TBIYMHOK Ha HECKOJIbKUX MEePBUYHBIX MPUMOP-
IUSIX. T — KOMIUJIEKCHAsI TTIOJIMaHIpUs ¢ Ga3uIeTaabHbIM
3aJI0KEHMEM THIYMHOK Ha KOJIBIIEBOM TTEPBUYHOM TIpU-
MOpPAMU. I — KOMIUIEKCHAs TTOJIMaHAPUs ¢ Oa3urieTanb-
HBIM 3aJI0XKEHUEM THIYMHOK Ha HECKOJIbKUX MePBUYHBIX
npuMopausx. CepbIM MoKa3aHbl CKJIOHBI TUITAHTHS/BO-
THYTOTO LIBEeTOJ0Xa. [TyHKTUpHBIE JIMHUM — TPaHULIbI
MEePBUYHBIX IPUMOP/IVIEB.

TEJIbHO KPYMHBIX TIPUMOPIMSIX 3aKJIaIbIBAIOTCS Ye-
penayoImMucs KpyraMu Wid rpymnmamMu. [1pu 3amo-
XKeHUU TyYKaMy WHAWBUIYaJdbHbIE IPUMOPINU
TBIYMHOK PACTIONATraloTCs B IIIAXMAaTHOM ITOPSIIKE
win paguanbHeIMu psmamu (Leins, Erbar, 2010; En-
dress, 2006, 2011a; Ronse Decraene, Smets, 1992,
1993a). KommiekcHas moaraHApUsi OTMeYeHa TOJIb-
KO y BEICIIIMX ABYIOJIBHBIX, B HE CBSI3aHHBIX OJTM3KIM
ponctBoM rpymmax (Endress 2006, 2011a,b; Leins,
Erbar, 2010),

[Mpy KOMIUTEKCHOM MOJMAaHIPUN WHINBUIYATb-
HbIe TIPUMOPIVH THIYMHOK (BCE MW YaCTUIHO) TTO-
SIBJISIFOTCS TIOCJIe 3aioKeHus1 TuHeles. [Tpu mpocToii
TTOJIMAHIPUM BCETNA TOJBKO YaCTh THIMMHOK MOTYT
3aKJIamBIBaThCs TIOCHIe TWHelles. [lpakTmdecku BO
BCEX OTKJIOHSIIOIIMXCSI OT TUITMYHOTO TaTTepHa CIy-
YyasiX aKpoIeTATbHBIN IMOPSIIOK MOSIBICHUSI OKOJIO-
IIBETHUKA, aHIPOIIesT Y THHeIless KaK COBOKYITHOCTE
COOTBETCTBYIOILIIUX OpraHoB coxpaHsiercss (Endress,
2006). DT OTKJIIOHEHUS B MOJIUAHIPUIHBIX LIBETKAX
MOXHO pa3Ie/INThb Ha IBa TUTIA — C COXpaHEeHUEeM aK-
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pOHCTEU'ILHOﬁ IIOCJI€OJOBATCJIIbHOCTU 3aJTI0KECHUSA ThI-
YMHOK U ¢ 0a3UIleTaJIbHBIM 3aJI0XKEHUEM ThIIMHOK.

IIpocTast moMAHAPHSA M 33IEPIKKA 3aJI0KEHUS BHYT-
PEHHUX TBIYMHOK. DTa CUTyallusl BO3MOXHA TOJILKO B
L[BETKaX ¢ ruraHtueM (puc. 3a). [ umaHTuii mpeacras-
JIgeT coDOOM BOTHYTOE 4YallleBUAHOE, OIIOALIEBUIHOE
Wi OoKallbuaToe 0Opa3oBaHHWE, Ha KOTOPOM IIO
BHEIIHEMY €Tr0 Kpalo U CKJIIOHAM IIPUKPETUISIOTCS
OKOJIOILIBETHUK M aHIPOIICH, a Ha THe — TuHeleil. B
xozie MopdoreHe3a 1IBeTKa ¢ IMIPOoCTOoil moauaHapueii
CKJIOHBI TUITAHTUSI HAYMHAIOT ()OpMHUPOBATHLCS B OC-
HOBHOM YK€ TOCJIE TOTO, KaK 3aJIOKWINCH JIEMEHThI
OKOJIOLIBETHUKA, BHEIITHUE THIYMHKY U TUHELEH, ca-
MU IPUMOPAVU TUIOAOJUCTUKOB €eIlle MOTYT OBITh HE
BUIHBI, HO TpaHUIIa OyayIlero ruHelesl BUaHA JeT-
Ko. B nmpoliecce hopmMupoBaHUsI TUTTAHTUS LIBETOJIO-
Ke HauMHaeT pa3pacTaTbes, B pe3yJIbTaTe Yyero aH-
JIpoLeii Kak Obl OTOABUTAETCS OT TMHelesa. Poct ru-
MaHTUS TIPOOOJIKAETCS JOCTATOYHO TOJTO TaK, UTO
CBOOOIHOE TIPOCTPAHCTBO MEXIY THMHEILleeM M YyXKe
3aJI03KEHHBIMU THIYMHKAMU CTAaHOBUTCSI JOCTATOU-
HBIM JUISI pa3MellleHWs] HOBBIX IIPUMOpPAUEB, U Ha
HEM MOSBISIIOTCS NPUMOPAUM THIYMHOK. B cirydae
MIPOCTOM MOJIMAHAPUM BCE THIYMHKU 3aKJIAIbIBAIOTCS
KpyTaMH, y caMbIX BHYTPEHHUX THIYMHOK PACITOJIO-
XKEHUE MOXET CTAaHOBUTLCS HEPETYISIPHBIM, €CIIU
MPUMOPAUMN TBIYMHOK MaJeHbKHE OTHOCUTEIBHO
mnamerpa runantus (Endress, 2006, 2011a). Yewm
JIOJIBIIIE TIPOJOJIKAETCS POCT TUIAHTUSI, TEM OOJIbIIIE
MOXHO pa3MeCTUTh Ha HEM “IIOIIOJIHUTEIIbHBIX ThI-
ynHOK (Ronse Decraene, Smets, 1991, 1992). Takum
06pa3oM, B [IBETKAaX C TMIIAHTUEM YaCTh THIMMHOK 3a-
KJIaIBIBAIOTCS TTO3KEe MIOA0IUCTUKOB (puc. 3a). [1pu
5TOM B CaMOM aHJIpoliee, €CJIM pacCMaTpuBaTh €ro
OTIEJIbHO, aKPOIIETAILHEIN MTOPSIIOK 3aJI0OXKEHUS Op-
TaHOB COXPAHSIETCS — JOMOJMHUTEbHBIE ThIYMHKU
MOSIBJISIIOTCSI BHYTPU OT YKe MMerommxcda. B kaue-
CTBE MPUMEPOB MOXHO npuBectu Geum u Rosa: Ro-
saceae: Rosales (Ronse Decraene, Smets, 1992; Maas
et al., 1995), Acca n Rhodomyrtus: Myrtaceae: Myr-
tales (Ronse Decraene, Smets, 1991, 1992), Punica:
Lythraceae: Myrtales (Ronse Decraene, Smets, 1991) u
Deinanthe: Hydrangeaceae: Cornales (Hafford, 1998).

OTneabHOro BHMMAaHMS 3aCIy:KMBaET TO, YTO TP
YBEJIMUEHUM pa3MEpPOB TMITAHTUS Ha HEM 3aKJIaJbl-
BalOTCAd NOMOJTHUTEAbHO WMEHHO TBHIYMHKU, a He
3JIEMEHTHl OKOJIOLBETHUKA WJINA IUIOMOJUCTUKMU.
PocT rumaHTHs B JaHHOM cJly4ae OpraHM30BaH Tak,
YTO YBEJIMYEHUE €r0 pa3MePOB NPOUCXOIUT MEKIY
aHJIpOLIEEM U TMHELIEEM — 3TO HEe JaeT BO3MOXKHO-
CTU YBEJIMYMTH YMCJIO OpPraHOB oKoJjiouBeTHUKa. C
IUIOJOJIMCTUKAMU CJIOXHee. B ciydasix ¢ ieHoKapII-
HBIM TUHEIlEEM “HeXeIaTeIbHOCTh” TOSBIEHUSA
IOMOJTHUTEIbHBIX IUIOAOJIMCTUKOB €I111€ KAK-TO 00b-
SICHAUMa — K 1I€JIOCTHOM KOHCTPYKLIMHU, IPUCITOCOO-
JIEHHO# K oIlpeleJeHHOMY TUIY OMNBLJIEHUSI, pocTa
MBIIbLIEBBIX TPYOOK, BCKPBIBAHMIO ILJIONA HEpaIo-
HaJIbHO MpPHUCTPauMBaTh CHAPYXM YTO-TO AOMOJIHU-
TenbHOe. Ho M B amokapmHOM TUHellee JOMOJTHU-
TeJIbHBIE TUTOAOIMCTUKY CHAPYXKU OT YK€ MMEIOLNXCST
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He TIOSIBJISIIOTCS. 37€Ch 3TO MOXXHO OOBSICHUTD TEM, UTO
HOBBbIE 00bEMbI MEPUCTEMATUUYECKOM TKAHU MOCTETEeH-
HO MOSIBJISIIOTCSI CO CTOPOHBI aHAPOLIes], U HOBbIE TTPU-
MOpPAWY pa3MeIIAl0TCsl, OPUEHTUPYSICh Ha OyvKaitiive
K HAM TIPUMOPAMU THIYMHOK, a HE Ha TUION0JIMCTUKY. B
TaKUX YCJIOBUSIX PACIIOJIOXEHUE TUIOAOIUCTUKOB HE
ObL10 OB OOTHOPOAHBIM. JIpyroe oObsICHEHHE COCTO-
UT B TOM, YTO TJIOAOJIMCTUKHU, €CJIU OHU PACIIONioXKe-
HBI O0JIee YeM B OIMH KPyT, “yMeIoT” 3aKJIagbIBaThbCs
TOJIBKO aKPOIETAJIbHO KO BHYTPU OT YK€ UMEIOIINX-
Ccsl TUJIONOJMCTUKOB, “00paTHBINA” Oa3uIreTaabHbIN
XOJI O KAKMM-TO MTPUYMHAM B TMHe1llee HEBO3MOXKEH.
BeposiTHO, GasuneTanbHBII HAaTTEpH MOXHO OBLIO
Obl OPTaHU30BaTh U B TMHElee, €CIU Obl MPUPOCT TM-
MaHTUS 1€ B HallpaBJIE€HWU OT TMHeles, a He Ha-
obopoT.

LIBeTKH C rUIMaHTHEeM He 00513aTeIbHO UMEIOT MHO-
ro0 KPYroB ThIYMHOK. ¥ MHOI'MX OOOOBBIX aHIpOLEH
JIBYKPYTOBOM, HO MPUMOPAUN BHYTPEHHUX ThIYMHOK
MOSIBJISTIOTCS TOC/Ie (MHOTAA 3HAYMTEIBHO) 3A/I0KEHUST
TMHeles, Kak TOJIbKO TMITaHTUIA MOIPAaCcTET HACTOJIBKO,
YTOOBI MPEAOCTaBUTh UM MecCTO (Hampumep, Prenner,
2003; Tucker, 2000, 2003a).

Kommieknas nojmanapus ¢ cCoOXpaHeHHeM aKpoie-
TAJIbHOTO 3aJI0:KeHUsI THIMUMHOK. IIpyu KOMIIJIEKCHOM
noaua”Hapuu (puc. 36—31) cHavaia MosIBIsSIETCS, KaK
OBbLJIO CKa3aHO BbIIIE, TIEPBUYHBIN KOJIbLIEBON WIN
HECKOJIBKO OTACIbHBIX IIEPBUYHBIX IPUMOPAUEB aH-
npoues (Ronse Decraene, Smets, 1991, 1992; Leins,
Erbar, 2010). Ko BpemeHnu bopMupoBaHUST MHIANBU-
JyaJbHBIX THIMMHOK aHAPOIE XOpPOIIo OTrpaHUYeH
OT TUHeLles, NaXe €CIU MHAWBUIYaIbHbIE TUIOI0 M-
CTUKMU €elle TIJI0XO 3aMETHbBI — Y MOJABJISIIOIIETO OOIb-
IIMHCTBA PAaCTEHUI C KOMIUIEKCHOM ITOJIWaHAPUE
TMHENel 1IeHOKAPIIHBII ¢ KOHT€HUTAJIBHO CPOCIIM-
MUCS TUIOIOJIMCTUKAMU, (DOPMHUPOBATHCS TaKOM TH-
Helleit HaunmHaeT Kak eguHoe 1ienoe. [1pn ¢popmupo-
BaHUM KOJBLIEBOTO IPUMOPAMS Ha BBIMYKJIOM WU
TUIOCKOM 1IBETOJIOKE MHOTOYMCICHHbIE WHIUBUIY-
aJIbHbIE THIYMHKY Ha HEM 3aKJIaJbIBAlOTCS Yepeaylo-
IIMMUCSI KpyraMy, MEPHOCTb KOTOPBIX 3HAYUTEILHO
IIPEBBIIIAET MEPHOCTh OKOJIOIIBETHUKA, VI O€3 BU-
JIMMOIO MOpSAKa 3alOJHSIOT BCE OTBEACHHOE UM
npoctpaHcTBO. KoJiblieBble MPpUMOPAUU C aKpoIie-
TaJbHBIM 3aJI0XKEHUEM TbhIYMHOK (puc. 30) MOXHO
HabI0aaTh, HaripuMep, Y Papaver, Eschscholzia: Pa-
paveraceae: Ranunculales (Ronse Decraene, Smets,
1990, 1992, 1993a; Ronse De Craene, 2003), Nelumbo:
Nelumbonaceae: Proteales (Hayes et al., 2000), Aca-
cia: Leguminosae: Fabales (Ronse Decraene, Smets,
1992; Prenner, 2011), Caloncoba, Camptostylus: Acha-
riaceae: Malpighiales (Bernhard, Endress, 1999). B
L[BETKAX C TUMaHTHEM (T.€. Ha BOTHYTOM LIBETOJIOXE)
00pa3yloTcsl OTHeNbHBIE IIEPBUYHBIE IIPUMOPINU
IMyYKOB THIYMHOK (pHC. 3B). XapaKTepHO, YTO My4YKU
THIYMHOK PACIIOJ0KE€HbI HAIIPOTUB JIETIECTKOB U J1a-
>K€ KOHTeHUTaJIbHO CpacTaloTCs C HUMU —Ha OCHOBA-
HUM MOJIOAOIO JIeTIeCTKa ¢ BHYTpeHHeIi, oOpallleH-
HOM K THUHEIEI0 er0 CTOPOHE MOSBISIETCS MEepBUY-
HBII nOpuMopnuii aHmpoues. I[lo Mepe pocra
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TUNAHTHUSI TIEPBUYHBIE MPUMOPAUU ITOAPACTAIOT IO
HaIpaBJICHUIO K TUHEIIEI0, M yKe Ha HUX B aKporIie-
TAJTbHOM HAaIIpaBJICHUM 3aKJIaIbIBAIOTCS WHIUBUIY-
aJIbHbIe THIYMHKU. DTOT peAKuil MaTTepH pPa3BUTHSI
L[BeTKAa HalineH, Hanpumep, Y Melaleuca, Callistemon n
Chamaelaucium w3 cemeilictBa Myrtaceae (Ronse
Dectaene, Smets, 1991; Orlovich et al., 1998; Leins,
Erbar, 2010).

KomiuiekcHasi moJiManapusi ¢ 6a3uneTaabHbIM 3aJ10-
JKeHHEeM TBIYMHOK. Y OOJIbIIeil 4acTh pacTeHUMl ¢
KOMIUIEKCHOI MOoJIUaHapueil MHAVBUIYaTbHbIC ThHI-
YMHKU HA TIEPBUYHBIX TPUMOPIUSIX 3aKIadbIBAIOTCS
0asuIeTaIbHO — OT TUHeles] K OKOJIOLBETHUKY,
MHOTOUYMCJIEHHbIE TIPMMEPbI MPUBEAEHBI B 0000111a-
foux paborax (Hanpumep, Corner, 1946; Ronse De-
craene, Smets, 1992; Endress, 2006, 2011a; Leins,
Erbar, 2010). TakuMm o0Opa3oM, IIpy KOMILUIEKCHOI1
6asUITeTATLHON TTOJIMAHAPUM HE TOJBKO TBIMMHKU
3aKJIaJbIBAIOTCS MOCJe TIOAOIMCTUKOB (HO HE aH-
nIpolieii ieJuKoM!), Ho U HapyllleH 0a30BblIii akporie-
TaJIbHBII TTATTEPH UX MOSBICHUS.

bazuneranbHBIil TATTEPH MOXET peaIn30BbIBATh-
Cs1 Ha TTIEPBUYHOM KOJIbLIEBOM MpUMOpAuu (puc. 3r):
TBIYMHKY 3aKJIaJbIBAIOTCSI UePEayIOIMMUCS Kpyra-
MU WM O€3 OIPEAe/ICHHOIO IOpsiAKa, paBHOMEPHO
3aMOJIHSISI OTBEIEHHOE MM IIPOCTPAaHCTBO — HAIIpU-
mep, y Dilleniaceae: Dilleniales (Endress, 1997),
Salicaceae: Malpighiales (Bernhard, Endress, 1999),
Capparaceae: Brassicales (Ronse Decraene, Smets,
1997), Lecythidaceae: Ericales (Tsou, Mori, 2007) u
Jaxke oyeHb peako y Leguminosae: Swartzia (Tucker,
2003b). Bropoii BapmaHT — 3aJ0X€HHE THIYMHOK
rpynnamu (puc. 3a), HanmpuMmep, y Malvaceae: Malva-
les u Loasaceae: Cornales (Ronse Decraene, Smets,
1992; Leins, Erbar, 2010). Oco6eHHOCTh KOJIBLIEBOTO
0asumneTaIbHOrO BapuaHTa (puc. 3r) B TOM, 4TO MpU
OCHOBaHUM KOJILLIEBOI'O IIPUMOPINS MOXKET Ha4aTh-
CsI 30HAIBHBII POCT — IIBETOJIOXKE BMECTE C IIEPBUYI-
HBIM KOJIBLIEBBHIM NPUMOpPAMEM IIOApacTacT B Ha-
MpaBJIeHUU 3JI0XKEHMS THIYMHOK, YTO ITO3BOJISIET
MOJy4YUTh OOJIblIIee UX YUCTO0. B ciyyasx, korma 30-
HaJIbHBIM POCT COCPEAOTOYEH MCKIIOUUTEIBHO MO
aHgpoleeM, popMUpPyeTCs THIMMHOYHASI TPyOKa, KaK
y Malvaceae.

IMpu popMrpoBaHUM MYUYKOB THIYMHOK (puC. 311)
OHMU yYallle YepeayroTes ¢ JiernectkaMu — Hypericaceae:
Malpighiales (Ronse Decraene, Smets, 1992; Leins,
Erbar, 2010), Paeconiaceae: Saxifragales (Leins, Erbar,
2010), Philadelphus, Carpenteria: Hydrangeaceae:
Cornales (Roels et al., 1997; Hufford, 1998), a eciu u
pACITIOJIOKEeHbI HAITPOTUB HUX, TO HE 00pa3yloT C HU-
MU KOMILJIeKca — JIEMECTOK U MPOTUBOJICXKAIIUI eMy
Iy4YOK TBHIYMHOK 3aKJIaIbIBAIOTCSI OTHCIBHO —
Theaceae: Ericales (Leins, Erbar, 2010), Lagerstro-
emia: Lythraceae: Myrtales (Ronse Decraene, Smets,
1991). IlepBuyHbIE IPUMOPANY ITyYKOB THIMMHOK MO~
SIBJISTIOTCSI HA BBIMYKJIOM WJIM BOTHYTOM IIBETOJIOXE.
ITpy BOrHYTOM LIBETOJIOKE TPOUCXOIUT (POpMUPOBaA-
HUE TUIAHTUsI, KOTOPbIA YIJIMHSIETCS BMECTE C Iep-
BUYHBIMM IPUMOIUSIMU aHAPOLIEs IO HallpaBJICHUIO K
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Puc. 4. Pa3BuTiie MHBEPTUPOBAHHBIX LIBETKOB. a — La-
candonia. 6 — Trithuria. [IlyHKTUpHBIC TUHUYW — TPAHUIIBI
MEePBUYHBIX/O0LIUX TPUMOPAUEB.

OKOJIOLBEeTHUKY. Ha Brimmykitom nBetostoxe (y Hyperi-
caceae) JOIOJHUTEIBHOTO pOCTa ILBETOJIOXA, Ha-
CKOJIBKO MOXHO CYIWTh, HET — MEPBUYHbIC TIPUMOP-
MU cpasy GOPMUPYIOTCS “HYKHOTO” pa3mepa.

WNuBepTupoBaHHble UBeTKH. WMHBEpTUpPOBAHHBbIE
1BeTKU (puc. 4), HECOMHEHHO, — CaMblii UHTepec-
HBIN cilyyail KaK OTKJIOHEHUS OT TUITMYHOTO IJIs T10-
KPBITOCEMEHHBIX TJIaHA CTPOCHUS LIBETKA, TaK U OT
aKpoIleTaJIbHOTO 3aJI0KeHUsI opraHoB. B mHBepTuU-
POBaHHBIX IIBETKAX aHAPOLIeH 3aHUMAET MECTO TMHe-
1esl B LICHTPE 1IBeTKa, TMHELIEH ke pacIiooXeH OJim-
K€ K OKOJIOIIBETHMKY, Ha MeCTe ThlduHOK. MHBepTH-
pPOBaHO M 4YMCJIO COOTBETCTBYIOIIMX OPraHOB —
TBIYMHKY B HEOOJIBIIIOM YMCJIe, B TO BPEMSI KaK IUIOI0-
JIMCTUKOB MHOTO. [IBETKM TaKOTro CTpOoeHMsI HaliIeHBI
TOJIbKO y omHomonbHOi Lacandonia (Triuridaceae,
Pandanales, puc. 4a) n y 6a3a1bHOTO MOKPBITOCEMEH-
Horo Trithuria (Hydatellaceae, Nymphaeales, puc. 40).
HWuTepnperanusl penpooyKTUBHBIX CTPYKTYyp Lacan-
donia Xak 1IBETKOB oOuienpuHsaTa (Ambrose et al.,
2006; Rudall, 2008; Alvarez-Buylla, 2010). OTHOCH-
TenbHO Trithuria CylecTBYIOT 2 TOYKM 3pEHUS: €€ pe-
MIPOAYKTUBHBIEC AMHUIILI HEKOTOPEIE aBTOPhI CUMTA-
IOT TICEBIAHTUSAMU — KOHJAEHCUPOBAHHBIMU COLIBE-
TUSAMU U3 PEAYLIMPOBAHHBIX MYXCKUX U KEHCKUX
nBetkoB (Endress, Doyle, 2009; Endress, 2010a),
JIpyTUE Ke MPUASPKUBAIOTCS 3BAHTOBOI MHTEpIIpe-
tauum (Rudall et al., 2009; Sokoloff et al., 2010). B
000UX pPoIaxX OKOJOLBETHUK LUKINYECKUM, TIOI0-
JIMCTUKUA cBOOOAHBI. IIpuMeyaTteabHO, UTO TUITHMY-
HBII TIOPSIAOK 3aJIOKEHUSI OKOJIOLBETHUK-aHIPO-
Leii-ruHenei He HapyireH (Ambrose et al., 2006; Ru-
dall et al., 2007, 2009; Sokoloff et al., 2010). Cxauana
3aKJIaJAbIBA€TCsI OKOJIOLIBETHUK, 3aT€M B LIEHTPE LIBET-
Ka MOSBJISIIOTCS THIYMHKM, TTOCJIE HUX 0a3uIleTaIbHO
MOSIBJISIIOTCS MPUMOPAUM ITUIOAOIMCTUKOB, CaMble
MOJIOJIbIE TUIOMOJIMCTUKM HAaXOISITCSI BO3JIE OKOJIO-
BeTHHKA. B 0OBIYHBIX IIBETKAX ITPY 0a30BOM aKpOIIe-
TAJILHOM XapaKTepe 3aJI0XKEHHUSI OpraHoB OIlpeiesie-
HUE IIO3MILIMM HOBBIX OPraHOB ONpPEACIISICTCS YXKe
MMEIOIIMMUCS, B IMKINYECKMX IIBETKAX 3TO MPUBO-
JIUT K YeTKOMY YepeIOBaH1IO KPyrOoB OpraHoB. B nH-
BEPTUPOBAHHBIX IIBETKAX 3TOMY TpeOOBAaHUIO OTBE-

PEMHM30BA

yaeT TOJbKO OKOJIOLBETHUK. HaunHas ¢ anapoues, y
Trithuria (puc. 40) pacIoioxXeHue OpraHoB CTaHO-
Butcs HeyrnopsinoueHHBIM (Rudall et al., 2007, 2009;
Sokoloff et al., 2010). ¥V Lacandonia (puc. 4a) nocie
3aJI0KEHUST OKOJIOLIBETHUKA B LIEHTPE 1IBETKA ITOSIB-
JISIIOTCSI TPU KPYMHBIX OKPYIJIBIX MEePBUYHBIX TPU-
MODIUsI, OHU YIJIMHSIFOTCSI C POCTOM LIBETOJIOXKA, 3a-
TeM Ha MEPBUYHBIX TPUMOPIUSIX MOSBISIETCS KPYI-
HBI{ 3a4aTOK ThIYMHKM U JBa psia PacIOI0XKEeHHBIX
HIDKE HETO 3a4aTKOB IJIONOJIMCTUKOB (Ambrose et al.,
2006; Alvarez-Buylla, 2010). OgHOBpeMEHHO C 3aJI0-
JKEHUEM THIYMHOK TIOSIBJISIIOTCS IEPBUYHbBIE TIPUMOP-
MY BTOpOi1 ouepenu (TipeaHa3HAaYeHHbIE TOJILKO st
3aJI0KEHUST TUIOAOJUCTUKOB), OHW 3aHUMAIOT TpU
CBOOOJHBIX ceKTopa (PopaJibHO MEpPUCTEMBbI, MepP-
BBl MJIOIOJIMCTUK 3[ECH 3aKJ1aJbIBaeTCs OJIMXKE K Thi-
YMHKaM, OCTaJIbHbIC TOSIBJISIIOTCSI HUXKE IBYMS psila-
Mu. Ha Bcex 11ecTy mepBUYHBIX TPUMOPIUSIX MO Me-
pe YyIJWHEeHMsI 1IBeToJioXa B 0asuIleTalibHOM
HanpaBJIeHUW 3aKJIalbIBalOTCSI HOBbIE TIJIOAOJIUCTH -
k. CpaBHUBAs1 C KOMIUJIEKCHOM 6a3uneTanibHOM Mo-
JIMaHApueil MOXHO cKa3aTb, YTO MMEHHO Hajluuue
OOILIUX TIPUMOPINEB SIBJISIETCSI HEKOTOPOI rapaHTH-
el yopsimouYeHHOTO PaCIIOJIOXKEHUsI OpTaHOB, HAX0-
JSIIIMXCST MEXITY OKOJIOLIBETHUKOM U LIEHTPOM 1IBET-
ka. basuneraibHoe pa3BUTHE THMHELleS U aHApPOLEes
MOXHO Ha0I10/1aTh HE TOJIBLKO B 000EIOJIbIX, HO 1 B
onHononbix IiBeTkax Hydatellaceae (Rudall et al.,
2007), B To BpeMs Kak y Triuridaceae ¢ oqHOIIOJIBLIMU
LIBeTKaMU Oa3uIleTaIbHbINA XapakTep 3aJl0XeHUs
TUIOIOJIMCTUKOB HaOM01aeTcsl TOJAbKO y Triuris (Am-
brose et al., 2006), y OCTaIbHBIX M3Yy4EeHHBIX POIOB
BCE TIJIONOIMCTUKHY 3aKJIaIbIBAIOTCS OMHOBPEMEHHO Ha
0011IeEM CKJIaIYaTOM MPUMOPINU WIN KPyraMu B aKpo-
neTajabHOM nocaenoBaTeabHocTH (Rudall, 2008).

HuBepcust “ruHenei-aHgpoleil” IIpOM30IIIa,
BEPOSITHO, U3-3a TOTO, UTO TipeactaButeasm Hydatel-
laceae u Triuridaceae n3HayaJbHO OBLJIM CBOMCTBEH-
HbI OJTHOTIOJIbIE LIBETKU U TIPU MEPEX0JIE K 000EM0II0-
MY LIBETKY aHAPOIIEH U TUHELIE MOMEHSIJIUCH MeCTa-
mu. bonbmiag yacth Triuridaceae — aeiicTBUTEIBHO,
nBynoMHble pacteHus. [lonoxenue Lacandonia,
€IMHCTBEHHOTO MpPEeACTaBUTEJISl ceMelicTBa ¢ oboe-
MOJILIM 1IBETKOM, Ha MOJIEKYJISIPHO-(UIIOTeHETHYE-
CKMX JepeBbsx (HampuMmep, Mennes et al., 2013) He
OCTaBJISIET COMHEHUI BO BTOPUUYHOM TIPUOOPETEHUN
3TUM poJioM oboernosoro 1Betka. C Trithuria Takoit
KpacuBOii KapTuHBI He TnoyydaeTrcs. [IpumepHo 1o-
JIoBUHA BUIOB Trithuria — NIByTOMHBIE UJIW OTHOIOM-
HbI€ paCTEeHUS C OJTHOIOJIBIMU LIBETKAMU, BTOpas Mo-
JIOBMHA — UMEIOT oboenoJbie 1IBeTKU (Sokoloff et al.,
2008). PesynbTaThl aHajaM3a 3BOJIIOLMU IIOJOBOI
MPUHAIIEKHOCTH IIBETKOB Ha MOJIEKYJISIPHO-(DUIIO-
FeHETUUYECKUX AEPEBbSIX HE NAI0T OHO3HAYHOTO pe-
synbraTa (Anger et al., 2017, Graham et al., 2019).

IIBeTKHN ¢ OOUIMMH MPUMOPIAUSAMH 3JIEMEHTOB OKO-
JIOIBETHUKA M THIYMHOK. Y HEKOTOPBIX BBICIIUX IABY-
JIOJIBHBIX C OMHOKPYTOBbIM WJIM JBYKPYTOBBIM aH-
IpolieeM JIEIECTKHA U TIPOTUBOJIeXKAIIe M THIYMH-
KM 3aKjafgblBafoTcs obommM mpuMopareMm (Ronse
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Decraene et al., 1993). Yacto Takue UBETKU MPUBO-
ST KaK IIpUMep HapyIIeHUS aKpoIleTaJbHOTO ITO-
psiaKa 3aJI0KEeHUST OPTaHOB — JIETIECTKU ITOCJIE ThIUM -
HOK (cMm. Sattler, 1973; Rudall, 2009, 2011). Yxe camo
HaJuuue OOILero MpUMOPAUS SIBISIETCS CBUAETEb-
CTBOM TOTO, YTO JIEMECTKH 3aKJIaIbIBAIOTCSI OTHOBPE-
MEHHO C IIPOTUBOJIEXKAIINMUI UM ThIYMHKAMU. Y pac-
TEHUI1 C OHOKPYTOBBIM aHIPOILIEEM PA3BUTHUE IIBET-
Ka HAUYMHAETCS C 3aJIOXKEHUS YallleTMCTUKOB, 3aTEM,
yepenysiCh C JalleIUCTUKAMM, MOSIBISIIOTCS OOIue
MMPUMOPJINU JICTIECTKOB U THIYMHOK, TIOCJIETHUM 3a-
KJ1aablBaeTCsl TUHELeH, T.e. aKpomeTallbHbIi Mopsi-
JIOK 3aJIOXKCHUSI OKOJIOLIBETHUKA, aHApOLes U TUHEe-
mess He HapymeH (puc. 5a). Y KaXaoro M3 oO0IIMX
NPUMOPIMEB C CAMOTO Hadajia IIPUCYTCTBYeT “Tiepe-
TSKKA” WM yITyOJIeHne, pasaensionast IpUMOpInii
Ha IB€ YaCTU — U3 BHEIIHEN, KaK IPABUJIO, MEHBIIIECIA
yacTu pa3BMBAETCS JIETIECTOK, a U3 KPYITHOW BHYT-
peHHell — THIMMHKA. TBIUMHKM B TaKMX 1LIBETKax He
yepenyroTcs ¢ terectkaMmu. [1omoOHbII ITaTTepH pa3-
BUTHS BCTPEUYAETCs Y HEPOACTBEHHBIX I'PYIII, HAIIPH-
Mmep y nipeactaButeneit Primulaceae: Ericales (Ronse
Decraene, Smets, 1995) u Plumbaginaceae: Caryo-
phyllales (De Laet et al., 1995).

V BBICIINX ABYHOJIbHBIX B IEHTAMEPHBIX VI TET-
paMepHBIX LIBETKax C IBYKPYTOBBIM aHApPOIIeeM TaK-
K€ BO3MOXKHBI O0I1I1E TIPUMOPIUHU JIETIECTKOB U MPO-
TUBOJIEXKAIIUX UM TBIYMHOK (puc. 56—5B), TIpU 3TOM
TBIYMHKM, JIEXKaIl[e HAIIPOTUB YaIleJIMCTUKOB, 3a-
KiaaneiBaroTrca “camocrosarenbHo’’. [lociaenoBarenb-
HOCTb pa3BUTHS LIBETKA B OOJIBIIMHCTBE ITOTOOHBIX
M3YYCHHBIX CJIy4aeB BBIIVISIAMT TaK — CHadajga Ha
dJiopaabHOl MepucTeMe MOSBIISIIOTCS IIPUMOPINU
YallleJIMCTUKOB, 3aTeéM OJHOBPEMEHHO IPUMOPIUU
“CBOOOIHBIX” THIYMHOK M OOIIME TPUMOPIUU Je-
IIECTKOB U IIPOTUBOJIEXAIINX UM THIYMHOK, MOCJIEI-
HUM 3aKjafgpIBaeTcs ruHeleil (cMm. takke Endress,
2010b). MHTEepecHBIM CBOWICTBOM 3TOro mnarTepHa
pa3BUTHUS, SBJSIETCS TO, UTO IIOJIOXKEHUE JIeXKaIlUX
HAIIPOTUB YaIlIeJIUCTUKOB THIYMHOK MOXKET OBITh KaK
CHapyXH, TaK U BHYTPU OT THIYMHOK, PACIOJIOXECH-
HBIX Ha pagmyce JIEIeCcTKOB. boniee Toro, n3Havaib-
HBII XapaKTep UX PACIIOIOXEHUS MOXET U3MEHUTh-
ca B xone pa3Butus uBetrka (Endress, 2010b, Leins,
Erbar, 2010). IIBeTKM TaKOTO yCTpPOMCTBA MOXKHO 00-
HapyXuTthb, Harnpumep, y Caryophyllaceae: Caryo-
phyllales 1 Geraniaceae: Geraniales (Ronse De-
craene, Smets, 1995; Ronse Decraene et al., 1998,
Endress, 2010b).

B nutepaType yacTo MOXHO BCTPETUTDh YKa3aHUS,
YTO BpeMsI TIOSIBJICHUS OOIIMX MTPUMOPAUEB JIeTIeCT-
KOB U TBIYMHOK MOXKET ObITh pa3InyHbIM. 7151 HeKo-
TOPBIX TAKCOHOB CYUTAIOT, UYTO OHU IOSIBISIOTCS
CleylolIMMU 32 TIPUMOPIUSIMU  YallIeJIMCTUKOB,
orrepexast 3aJIoXKeHHe “CBOOOIHBIX” THIYMHOK, IJISI
JIpYTUX — YTO CHayaJia 3aKJIabIBAlOTCI ThIYMHKHN Ha-
MPOTUB YallIeJIMCTUKOB 1 TOJILKO MOCJIe HUX TTOSIBJISI -
I0TCsl 0011Ie mpuMopauu (cM. HarpuMep Ronse De-
craene, Smets, 1993b, 1995). O6a aTux BapuaHTa Ipu
BHUMATEJIbHOM PAaCCMOTPEHUM SBJISIIOTCS OIIMOKOM

OHTOI'EHE3 Ttom 50 Ne 6 2019

415

jon) 1\
\‘.") N 2

L _J
)

Puc. 5. PazBuTre IBETKOB C OOIIIUMU TPUMOPIUSIMU 3JI€-
MEHT OKOJIOIIBETHUKA + THIYMHKA. & — LIBETOK BBICILIETO
NBYIOJILHOTO C OMHOKPYTOBBIM aHApOlieeM. 6 — LIBETOK
BBICIIETO JBYIOJBHOTO C TBYKPYTOBBIM aHIPOIIEEM, Thi-
YUHKUW HAIIPOTUB YaLlEJTMCTUKOB B HAPY>KHOM Kpyre. B —
LIBETOK BBICIIIETO ABYIOJBHOTO C IBYKPYTOBBIM aHApOLIe-
€M, TBIYMHKM HaIIPOTHUB YaIIeJIMCTUKOB BO BHYTPEHHEM
Kpyre. I — LIBETOK OJHOMOJBHOTO C IIECTHIO OOLIMMU
MPUMOPIUSIMU. I — LIBETOK OJHOMOJBHOTO C TpeMsi 00-
UMY IpUMOpISIMU. [TyHKTUPHBIEC IMHUNA — TPAHUIIBI
o01mx npuMopaueB. Ha cxeMax mMpomoJibHBIX pa3pe30B
JIMHUSIMU O€3 CTPEJIOK MTOKa3aHbl OPTaHbl, 3aJI0XKMBILINE-
Csl OTHOBPEMEHHO.

MHTEpOpeTaluy JaHHBIX. Bo-miepBBIX, pacoIoKeH-
HBI€ HAIIPOTUB JIETIECTKOB THIYMHKHU (B JTAHHOM CJIy-
yae B KOMILIEKCE C JIeleCTKaMM) HUKOTIa He 3aKiia-
ObIBAIOTCA PaHbIIC TBIYMHOK, PACIIOJIOXKCHHBIX Ha-
npoTuB vaieauctukoB (Endress, 2010b). Bo-BTophbIx,
OTHOCHUTEJILHOE BpPEeMsI 3aJI0K€HUSI OPTaHOB yCTaHaB-
JIMBAIOT UCXOIsI U3 pa3Mepa IIpuMopaneB (0ojiee KpyIi-
HbIE CBUIETEJIBCTBYIOT O 0o0jiee paHHEM WX MOsBJIe-
HUM), HO y ABYIOJBHBIX C IBYKPYTOBBIM aHIPOLICEM
MPUMOPAUUN JIETIECTKOB U MPUMOPAUU PACTIOJIOKEH-
HbIX HAITpOTUB HUX TBIYMHOK OOBIYHO OOJIEE MECJIKHE,
YeM INPUMOPINY ThIYMHOK HAIIPOTUB YallleIMCTUKOB
(Endress, 2010b). 11 B-TpeTbux, N300paxkeHU1 pa3Br-
BAIOIINXCS IIBETKOB, HA KOTOPBIX UMEIOTCSI TOIBKO 00-
Iye IIPUMOPINY WIN TOJBKO IIPUMOPINU “CBOOOI-
HBIX” THIMMHOK M OTCYTCTBYIOT IIPUMOPIUM IPYTOro
TUIIa OOHAPYKUTh HE YAAETCSI.

VY pacrteHMii ¢ TpUMEPHBIMU LBETKAMU TaKXKe
BCTpEYaloTCs 00111Me MPUMOPAUU JIEMEHTOB OKOJIO-
IIBETHUKA 1 THIYMHOK. Cpeay BBICIINX IBYIOJbHBIX
MOxHO oTMeTuTh Caulophyllum: Berberidaceae: Ra-
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nunculales (Brett, Posluszny, 1982). ¥V Caulophyllum
JIBa KpyTa yalleJrMcTUKOB U IBa KpyTa JienectkoB. U
JIETIECTKY, U MIPOTMBOJIEXALME UM TBIYMHKM 3aKJia-
NBIBAIOTCS OOLIMMU TIPUMOPIAUSIMU — CHavalia
BHEIIIHWE, 3aTeM BHYTpeHHUE oOinue mapbl. M3-3a
HaJIMYWsI OOIIUX TIPUMOPANEB MOXHO OBIITO ObI CKa-
3aTh, YTO BHYTPEHHUE JIETIECTKU (HO HE BECh OKOJIO-
LIBETHUK LIEJIMKOM) 3aKJIaIbIBAIOTCS MIO3/IHEE BHEIII-
HUX TBIYMHOK. TeM He MeHee B JaHHOM cilyyae Tpa-
BUJIbHEE TOBOPUTH 00 OTHOBPEMEHHOM 3aJIOXKEHUU
BEHYMKa M aHApOlles, TaK KaK pas3iejieHue Bcex 00-
IIUX TIPUMOPJIMEB HAa COOTBETCTBYIOIIIME YAaCTU Ha-
YUHAETCSI OMHOBPEMEHHO.

B TpuMepHBIX LIBETKaX OZHOIOJBHBIX ABa Kpyra
3JIEMEHTOB OKOJIOIIBETHMKA U JIBa KPyra ThIYMHOK. Y
Allium: Amaryllidaceae: Asparagales (Sattler, 1973),
Tofieldia: Tofieldiaceae: Alismatales (Remizowa et al.,
2006a) u Scheuchzeria: Scheuchzeriaceae: Alismatales
(Posluszny, 1983; Volkova et al., 2016) u BHeIIHUE, U
BHYTPEHHME JIMCTOYKMU IIPOCTOrO OKOJIOLIBETHHKA
3aKJIabIBAIOTCSI OOIIMMU MPUMOPAUSIMU C THIYUH-
Kamu (puc. 5r). Bce mectb 00X NTpuMOpPAUEB I10-
SIBJISIIOTCSI TIPAKTUYECKU OJJHOBPEMEHHO (HapyXXHbie
JIMIIIb HEMHOTO paHee BHYTPEHHMUX, Jydllle 3TO 3a-
MeTHO Yy Allium) u OMTHOBPEMEHHO K€ Pa3aeIsIIoTCs
Ha UHAWBUAYaJIbHBIC TPUMOPIUU JIMCTOYKOB OKOJIO-
LIBETHUKA W THIYUHOK. ITociemHuM 3akjaablBaeTCs
ruHelei. Takum obpa3zom, 3aJ0keHHe OKOJIOLIBEeT-
HHYKa U aHJIpoliesi TPOUCXOIUT OJHOBPEMEHHO.

V Gonbliieit yacTu OMHOMOJbBHBIX, TAE OOHapyXKe-
Hbl obiue npuMmopnuu (cMm. Endress, 1995; Hardy,
Stevenson, 2000; Narita, Takahashi, 2008; Remizowa
et al., 2012), onu (popMUPYIOTCS TOJIBKO IJISI BHYT-
PEHHMX D3JIEMEHTOB OKOJIOIBETHMKA M THIYMHOK,
MpUYEeM OKOJIOLIBETHUK MOXET OBbITh KaK IPOCTOIA,
TaK U ABOMHOM, ¢ cuJibHOM nuddepeHLIalueit Ha-
PYXXHBIX ¥ BHYTPEHHUX 3JIeMeHTOB (puc. 5m). Kak
MPaBWIO, IIOC/E 3aJIOXKEHMS BHEIIHUX 3JIEMEHTOB
OKOJIOLIBETHMKA OJHOBPEMEHHO ITOSBIISIIOTCS TIPU-
MOPAUM HApy>KHBIX THIMMHOK M OOIIMEe MPHUMOPIUU
BHYTPEHHUX 3JIEMEHTOB OKOJIOLIBETHMKA U THIUYMHOK.
Takum 06pa3zoM, BHYTPEHHUE BJIEMEHTBI OKOJIOIBET-
HUKA YW aHAPOLEH 3aKJIagbIBalOTCS OTHOBPEMEHHO.
st Hekotopeix Commelinaceae B 1uTeparype nMMme-
FOTCSI COOOIIIEHUS O Oa3UIIeTAILHOM Pa3BUTUM aHIPO-
1iesT — Hapy>KHbIC THIMMHKU 3aKJIaIbIBAIOTCS TIO3THEE
nosiBiieHust oommx npumopaneB (Hardy, Stevenson,
2000). DTy TOUYKY 3pEeHHMSI MOXKHO OIIPOBEPTHYTH, TaK
KaK ITIOCJIe 3aJIOKEHUSI BHEIIHUX THIYMHOK Ha HUX
CWIBHO IaBSIT pa3BUBAIOIIMECS YAIICIMCTUKM, M3-3a
9TOr0 HAPYKHBIE THIYMHKN HECKOJIBKO 3amepXKuBa-
IOTCS B Pa3BUTUM, X IPUMOPAMUM MEHBIIIE IO pa3Me-
Py, YTO CO31aeT BUIUMOCTbD ITO3ITHETO UX 3aJI0OXKEHUST
(cM. Takke Endress, 2010b).

Hrak, B o1UroMepHbIX IBETKAX C OTHOKPYTOBBIM
WX ABYKPYTOBBIM aHIPOIIEEM HaJIMUKUe OOIIUX MTPU-
MOPJMEB OKOJOLBETHUKA M THIYMHOK IIPUBOIMUT K
OIHOBPEMEHHOMY 3aJIOKEHHUIO IIO0 KpaiiHeil mepe
BHYTPEHHUX JIEMEHTOB OKOJIOLIBETHMKA 1 BCETO aH-
npoiiesi. C 4yeM CBsI3aHO HaJIM4YKe OOIIUX IIPUMOPIT-

PEMHM30BA

€B C DBOJIIOLIMOHHOM TOYKHU 3peHUsI — HE COBCEM I10-
HSITHO. Y OBYHOJbHBIX OOIIME IIPUMOPIUU JCIECT-
KOB M TBIYMHOK OTMEYEHBI TOJIbKO Yy PacTeHUI C
BepXHEH 3aBsI3b10. Y OJHOMOJBHBIX HAIMYME OOIINX
MIPUMOPAMEB HE KOpPEIUPYET, KaK KaxXeTcs, HU C
YyeM — OHU OTMEYCHEI IIPU JII0O0M ITOJIOXKECHUU 3aBsI-
31 M JIIOOOM THUIIE OKOJIOLIBETHUKA. ANANITUBHBINA
CMBICJI HAJTUYMS OOIIMX IIPUMOPINEB TAKKE HESICEH.
ApXUTEKTypa IIBETKOB C OOIIMMH TIPUMOPIUSIMU
BeCbMa pa3HOOOpa3Ha M MOXET OBITh JOCTUTHYTA U
0e3 ux Haauuusg. CUHAPOMBI OMNBLUICHUS TakKXKe ca-
Mbl€ pa3Hble. MOXHO ObLJIO OBI MIPEANOJOXUTh, UYTO B
CUJTy OMHOBPEMEHHOTO 3aJI03KE€HMSI OOJIBIIIOr0 YKCIa
OpraHoB COKpalllaeTcsl abOCOIIOTHOE BpeMsI pa3BUTHUSI
IIBETKA, HO 1 3TO IIPEAIIOJI0XKECHUE HE HAXOAUT IO -
TBEPXKICHUSI.

OBCYXIEHHNE

Kak BUOHO W3 TNPUBEAEHHBIX BbIIIE TPUMEPOB,
cJly4yau OTKJIOHEHMSI OT CTPOTO aKpOIEeTAIbHOTO 3aJ10-
JKEHUSI OPraHoB B 1IBeTKax He penku. C yBEpeHHOCTBIO
MOXHO CKazaTb, YTO 3TOT (peHOMEH He BCTpevyaeTcsl B
CHUpaJIbHbBIX 1IBETKAX. Y OMHOMOJBHBIX Oa3uMeTalb-
HBI€ MaTTEPHBI OTMEYEHBI TOJILKO Y HEKOTOPLIX Triuri-
daceae (Ambrose et al., 2006; Rudall, 2008; Alvarez-
Buylla, 2010). Ipyrue npuBeneHHble Pynamn (Rudall,
2011) mpuMepbl 0a3UTIETAIBHOTO 3aJI0KEHWSI OPTaHOB
Y OIHOAOJIbHBIX, CTPOTO TOBOPSI, TAKOBBIMU HE SIBJISI-
1oTcsi. HanpuMep, omHOBpeMEHHOE 3aJI0KEHUE ThIUM-
HOK ¥ BHYTPEHHMX 3JIEMEHTOB OKOJIOLIBETHUKA HeE
CBUETEJIbCTBYET O Oa3UNETATLHOM 3aJI0XKEHUM TO0-
cienHux. B 11BeTkax ¢ MHOTOUMCIEHHBIMU ThIYMHKA-
MM TIPU CTPOTO aKPOMETATBHOM TTOPSIAKE MX 3aJI0XKe-
HUSI MHOTAA BHEIIHUE THIYMHKU 3aJepKMBalOTCS B
Pa3BUTUU, UTO CBSI3aHO, BEPOSITHO, C JaBJIEHUEM Ha
HUX OKOJIOLIBETHUKA. bosiee cl1oXHbIi ciydait npen-
CTaBJISIIOT HajibMbI (Arecaceae: Arecales) ¢ moaumep-
HBIM aHJpolieeM. B opUTrMHaIbHBIX UCCIEA0BAHUSIX
(Uhl, Moore, 1977, 1980; Uhl, Dransfield, 1984; Uhl,
1988) mokazaHoO, YTO y MOJUAHIAPUYHBIX MaJIbM ThI-
YMHKU 3aKJIaJIbIBAIOTCSI aKPOTIETAILHO KpyraMu Win
rpyrnrnamMu B Buje ayr u cekropoB. Ilpu 3anoxeHuu
TBIYMHOK TPYIIIaMU CHayasa TMOSBJSIOTCS TPYMIIbI
HaMpoOTUB BHELTHUX 3JIEMEHTOB OKOJIOLIBETHUKA, 3a-
TeM — HalIpOTUB BHYTpeHHUX. EC/Iu TBIUMHKY 3aKJ1a-
NIBIBAIOTCSI CEKTOPaMU, TO BHYTPU CEKTOPa OHU MOSIB-
JISIIOTCS aKpOTeTalbHO, pacriojiarasich 6€3 BUANMOIO
nopsiaka. B caMbIXx MHOTOTBIYMHKOBBIX 1IBETKaX, BCE
MHOTOYHUCJIEHHbIE HEYNOPSIOYEHHO PACIOJIOXEH-
Hbl€ TBIYMHKMW 3aKJIaJbIBAlOTCS OJHOBPEMEHHO, HO
MPUMOPINY KPYITHee OJInKe K LeHTPY LIBETKA U ThI-
YUHKU, PACIIOJIOXKEHHBIE MO nepudepun 1iBeTKa, 3a-
Ma3abiBaloT B pa3BUTUM.

B LIMKIMYECKMX OJMIOMEPHBIX I[BETKAX BBICIIIMX
JIBYIOJIBHBIX Oa3uIleTa/IbHbIE MATTePHbI CBSI3aHbl KaK
MIPaBUJIO C OKOJIOLIBETHUKOM, a B ITOJIMMEPHBIX — C aH-
npoueem. Pymann (Rudall, 2009, 2011), cucremaTtusu-
pys1 pa3HOOOpasue CiaydaeB 0a3UIICTAILHOIO 3aJI0XKe-
HMSI OPTaHOB, IIPEIIaraeT BbIICISATh MHTPA30HAIbHBIC
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W MHTEP30HATIbHBIC Oa3uIeTaabHble MaTTepHbL. [lom
30HOI OHA MOHUMAET COBOKYITHOCTb OPTaHOB OIHOIO
TUMA — 30HA YaIlIeJMCTUKOB, JIETIECTKOB, THIYMHOK
WA TUIOOOMMCTUKOB. 11 OMHOMOJMBHBIX IeJIeHUe
OKOJTOIIBETHMKA Ha 30HBI HEe YTOUYHsAETCs. BobImH-
CTBO BBISIBJIEHHBIX C/IydaeB 0a3UMeTaIbHOTO 3aJl0XKe-
HUsI OPTaHOB OTHOCATCSI K MHTPa30HATbLHBIM IaTTep-
HaM — OpTraHbI 3aKJIATBIBAIOTCS Oa3UTICTATLHO B IIpe-
JeJlax OAHOW 30HBI, KaK IpaBUJIO, 3TO LIBETKU C
MOJIMMEPHBIM aHIIpolieeM. M3 HUX He0OX0aUMO yaa-
JINTH CITyYan 3aIep>KKA Pa3BUTHSI OPTAHOB TOCIE X
3aJI0KeHUs, HarpumMep, y Aquilegia (Ranunculaceae)
MHOTOYHCJIEHHbIE THIYMHKU 3aKJIaIbIBAIOTCS aKpoO-
MeTAIBHO, HO UX CO3peBaHUE MPOUCXOIUT OaszuIie-
tanbHO (Feng et al., 1995; Tuker, Hodges, 2005; Ren
et al., 2011). UuTep3oHaIbHbIC BApUAHTHI, BCTpeYa-
IolMecsl B OJIMTOMEPHBIX IIBETKax, OoJjiee PEeIKH,
3/ech BCSI 30HA 3aKJIaIbIBACTCS TTO3XKE PACIIONOXKEH-
HOit BBIIIIe Hee 30HBI, HAIPUMED, JIEIIECTKH ITOCTe
TBIYMHOK. Hamo ckaszaTh, YTO MHTEP30HAJIbHbIE Ba-
pUaHTHI elle Oojiee pedKu, 4yeM IpeajaraeT Pynain
(Rudall, 2009, 2011). Taxk, ripu 3a10KeHUHN IJIEMEH-
TOB OKOJIOIIBETHHKA W TTPOTUBOJIEKAIINX UM ThIYM-
HOK OOIIMMU TPUMOPIMSIMUA HapyIIEeHUs aKpoIle-
TaJILHOTO TIOPSIIKA 3aJI03KEHUSI OPTaHOB, CTPOIO Io-
BOpsI, HE TPOMCXOINT. HeKoTophle 13 TpUBEAeHHBIX
MIPUMEPOB SIBIISTIOTCS PE3YIbTaTOM CITOPHOI MHTEP-
MpeTalyy UCXOOHBIX JaHHBIX. HanpuMep, pa3Butue
1BeTKa Valeriana B ucxogHoit padore Cattiep (Sat-
tler, 1973) ommchIBaeT Tak: CHavaJla ThIYMHKM, 3aTEM
JIETIECTKY, JallledKa ¥ TuHelei. [1puBeneHHbIe WLTIO-
CTpalliu, OQHAKO, CBUAETEJILCTBYIOT, YTO BEHUYMK 3a-
KJIaABIBAeTCs T10 KpailHeil Mepe OJHOBPEMEHHO C Thl-
YUHKaMU (Ha OOLIEM KOJIbLIEBOM MEPUCTEMATUYECKOM
BaJIUKE), TaKylO MOCJIEA0BATEIbHOCTh 3aJI0KEHUSI Op-
raHoB HaOonanu u 'y Centranthus U3 TOTO XKe ce-
meiictBa (Erbar, Leins, 1996). Toxxe camoe MOXHO
ckazarb u 1po Stylidium (Stylidiaceae, Asterales) —
cornacHo Cartiepy (Sattler, 1973) pa3BuTtue 11BeTKa
9TOTO PACTeHMS TaKKe HAUMHAETCS ¢ THIYMHOK, 3a-
TeM TIOSIBIITIOTCS YallleTUCTUKY 1 BeHYnK. Ha mimmio-
CTpaIUsIX K& BUIAHO, YTO BEHYMK ITOSBIISCTCSI OTHO-
BPEMEHHO C TBHIYMHKAMH, a A0 3TOro — Yallleuka,
MMEHHO TaKylo KapTuHy omnmcana Opbap (Erbar,
1992). Ob6a pacteHUs HMEIOT CHaKHOJIeTIECTHbIN
BEHUMK, 3aKJIaIbIBAIOLIUICS KOJbLIEBbIM BAJIUKOM.
Murteprniperanusa CaTTiepa cBsi3aHa ¢ TEM, YTO 3a 0~
SIBJICHWE OpraHa B pPa3BUTUU IIBETKA OH IMPUHUMAET
MOsIBJIEHUE eTO CBOOOAHOM BepxymKku (Sattler, 1973).
Taxke CaTTiep He MpUHUMAET KOHLETIIUM OOILINX
MPUMOPJIMUEB JIETIECTOK/THIYMHKA Y BBICIIUX [BY-
JIOJIHBIX (IIPU 3TOM OH HE MPOTUB OOIIMX IIPUMOP-
IHWEeB JINCTOYEK OKOJIOIIBETHUKA/TBIMMHKA Y OIHO-
JIOJIBHBIX C TTPOCTHIM OKOJIOLIBETHUKOM), IIO3TOMY BO
BCEX CIIyJasix 3aJIOXKEHUS JIeTIeCTKa U THIUYMHKUA 00-
UM TIPUMOPANEM TIOCIEIOBATEIbHOCTh Pa3BUTHS
WHTEPIIPETUPOBaHA KaK “THIMMHKM TIepel BEeHUYM-
kom”. CornacHo npeactapieHussM Cattiepa Ha Kpym-
HOM TIPUMOPIVU THIYMHKY VI HIDKE HETO MOSIBIISIeT-
cs IpuMopauii Jerectka. Bamisioer Carmiiepa He SIBITS-
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1otcs oomenpuHATEHIMU (Ronse Dectaene et al., 1993;
Leins, Erbar, 2010).

Bce ke ciayyaun HECOMHEHHBIX MHTEP30HAJIbHBIX
MaTTEePHOB CYIIECTBYIOT. B IIepBylo ouepenb, 3TO
OJINTOMEPHBIE IIBETKM HEKOTOPBIX aCTepUI, OCOOCH-
HO C IUIOTHBIMM COLIBETUSIMM, HAIIpuMep, Bce Aster-
aceae, gactb Dipsacaceae s.str. m Valerianaceae s.str.
HecBoeBpeMeHHOe (1103Ke BEeHUMKA) 3aJI0KEeHHUE Ya-
IIEYKN MOXKHO OOBSICHUTD C OMHOIM CTOPOHBI PEayK-
LIMOHHBIMU TEHIECHUUSIMU, C IPYrOMl — reTepoxpo-
HUSI B Pa3BUTHUM OKOJIOLIBETHUKA IT03BOJISIET COKpa-
TuTh Bpems pa3Butus (Naghiloo, Classen-Bockhoff,
2017) n obGecreunTh OOJIee IKOHOMHOE pacxoaoBa-
HUe pecypcoB. Tak Kak yalieyka Ajis 3alUThl OyToHa
y>Ke He Hy>KHa, TO OCHOBHas e¢ (PyHKIINS Y TIepeUYnC-
JICHHBIX BbIIIIe CEMEICTB — Y4acTHE B pacCIpOCTpaHe-
HUM IUIodoB. PaspacTtaThbcs dallledka HadyMHaeT
MMEHHO KO BpeMeHM 00pa3oBaHMs ILUIONOB. TeM He
MeHee, HECMOTpPsI Ha MO30Hee 3aJ0KEeHME JallledKU
pa3BUTHE IIBETKA HAYMHAETCsI C OKOJIOLIBETHUMKA —
BEHUMK 3aKjaabIBaeTcs Iepel Win, Kak y Valeriana-
ceae S.str., OTHOBPEMEHHO ¢ ThidMHKaMu. Ellle oguH
MHTEP30HAILHEIN ClTydaii — 3aJI0KeHHE JIETIECTKOB
nocjiae TeIMUHOK y Lythrum (Cheung, Sattler, 1967,
Sattler, 1973; Rudall, 2009) u Trapa (Sinjushin, 2018)
u3 ceMeiictBa Lythaceae (Myrtales). LiBetku Lythrum
COYETAIOT JIBa MHTPA30HAJIBbHBIX Y OIMH MHTEP30HAIb-
HBII TTIATTepH — CHaYaJIa 3aKJIaJbIBAaeTCs YallleuKa, 10~
cJie Hee moaJallre, 3aTeM Hapy>KHbIe TBIMUMHKY, TUHE-
1eli, BHyTpeHHHME THIYMHKI 1 HAKOHEII — JIETIECTKHU. Y
Trapa iogyalivie ¥ TBIMMHKY HAaIIPOTHUB JIEIECTKOB OT-
CYTCTBYIOT, pa3BUTHE IIBETKAa HAYMHAETCSI C 3aJ0XKe-
HUS YallleyKy, 3aTeM HaIpOTUB YalleIUCTUKOB OTHO-
BpPEMEHHO C HayajoM (OpMUPOBAHUS TMITAHTUS 3a-
KJIabIBAIOTCS THIMMHKU, CJICAYIOIIMY Ha TUIAHTHUU,
yepenaysch C YalleIMCTUKAMM 3aKJIadbIBAalOTCS JIe-
MECTKU, MOCACIHUM TOSABsIeTCs TuHelei (Sinjush-
in, 2018). U3 MHOTOUYMCIEHHBIX IpeacTaBuTeseii Ly-
thraceae pasBuTue LBeTKa KpoMe Lythrum v Trapa
W3Y4YEHO TOJIbKO y Lagerstroemia, njisi KOTOpOU xa-
pakTepHa KOMIUIEKCHasI OasuIieTalibHasl IIOJIMaH-
Ipus HAa TUOAHTUM, IPU 3TOM BECh TOCTATOYHO
CJI0XXHO OpraHM30BaHHbIN aHAPOLIel 3aKIaablBaeTCs
onHoBpemMeHHO (Ronse Decraene, Smets, 1991).
EnuHcTBeHHOE, 4yTO oObenuHsIeT Lagerstroemia, Ly-
thrum n Trapa, — Hanuuue TUIAHTUS U OYCHb Ma-
JIEHbKME pa3Mepbl mpuMopaueB JernectkoB. Ilocne
3aJIOKEHUS JIETIECTKM OOJIT0 HE YBEJIMYMUBAIOTCS B
pa3Mepax, BIUIOTb 10 CAMbIX ITO3MHUX CTaAWi pa3BUTUS
oyroHa. Iloxoxwuii cmydaii mpeacrasisieT Dirachma:
Dirachmaceae: Rosales (Ronse De Craene, Miller,
2004), y Dirachma ThIMMHKU pacnojoXeHbl B ONUH
KpYT HalIpOTUB JIETIECTKOB. JIerecTKu 3aKj1aabIBalOT-
Csl Ha TUITAHTUM I103Xe THIYMHOK, ITOYTH OIHOBpE-
MEHHO C TUJIOAOJMCTUKAMM. 3aJI0KEHUE JIETIECTKOB
Mocjie THIMMHOK XapaKTepHO TakXKe I Astrantia:
Apiaceae (Erbar, Leins, 1997; Erbar, 2010). ¥ aToro
MpeaCTaBUTE)IsI 30HTUYHBIX CHAyajla OOIIMMM IIpU-
MOPIUSIMU 3aKJIaJBIBAIOTCS YAILIEIMCTUKY Y ThIYMMHKU
(3TO, BEPOSATHO, €MMHCTBEHHbIIN CIydail OOIIMX pU-
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MOPJHEB TAKOTO TUIA), OMHOBPEMEHHO C pa3iecieHU-
eM OOIIMX MPUMOPINEB 3aKJIAObIBAIOTCS JICTIECTKU.
ITo medMHUTUBHOI CTPYKType LIBETKa Astrantia HU-
4YeM He OTJIMYAeTCsl OT APYIMX 30HTUYHBIX. B 11eJ10M B
OJIUTOMEPHBIX IIBETKAX BBICIINUX JBYIOJbHBIX Pa3BU-
THE HauMHAeTCs ¢ oKoyiolBeTHUKA. [1pn 3aioxxeHun
YallleyKH Mocje BeHYMKa MBI UMeeM Jej0 ¢ Ga3ure-
TAJIbHBIM Pa3BUTUEM OKOJIOLBETHUKA, TIPU TMO3THEM
3aJI0KEHUU JIETIECTKOB AaKpOIETAIbHBIM MAaTTEpH B
Mpeesiax OKOJIOLBETHUKA COXPAHSETCS.

Bonee npamatuyeckue ciydyaun WHTEP30HAJTbHOTO
naTTepHa HaOII0MAIOTCS IIPU 3aJI0KEHUN BCEX ThIYM-
HOK IIOCJIe TUHelles. 31eCh yXKe SIBHOE HapylleHUe
0a30BOI1 ITOCIEA0BATEILHOCTH — OKOJIOIIBETHUK-aH-
nIpoueii-ruHelnei. 3ajoXeHue TUHeles Tiepen aH-
JIpolieeM YCTaHOBJIEHO UIsI HEKOTOPBIX BUIOB Senna:
Leguminosae: Fabales (Tucker, 1996; Marazzi, En-
dress, 2008), Platycrater. Hydrangeaceae: Cornales
(Ge et al., 2007); Napoleonaea: Lecythidaceae: Eri-
cales (Ronse De Craene, 2011) u Conostegia: Melasto-
mataceae: Myrtales (Wanntorp et al., 2011). Xapak-
TepHO, YTO OJVXKaMIIe POACTBEHHUKM BCEX BTUX
TpeX HEPOACTBEHHBIX IPYT APYTY PACTEHUI yKEe UMe-
IOT CKJIOHHOCTb K ITO3THEMY 3aJI03KE€HUIO TBIYMHOK. Y
0000BBIX IIPU PACIIOJIOXKEHUY THIYMHOK 00JIee YeM B
OOWH KPYyI BHYTPEHHHE TBHIYMHKHU 3aKJIaIbIBAIOTCS
no3xe rTuHenes. s Lecythidaceae, Melastomataceae
u Hydrangeaceae B 11eJ10M XxapaKTepHa KOMITJIEKCHas
MOIUAHAPUS WIM 3aJ0KEeHUE THIYMHOK Ha TUIaH-
tin. TakuM oO6pa3oM, yxKe XapaKTepHbIe I IIpe-
CTaBUTEJICH Ha3BaHHBIX CEMENCTB OCOOEHHOCTU JI0-
BEJIeHBI Y “3KTpeManoB” 10 Ipenesna. beiio ObI MHTe-
PECHO M3YyYUTh TUCTOJOTMYECKHE OCOOEHHOCTU
¢daopanbHOM MepUCTeMBbl M TIATTEPH 3KCIIPEeCCUU
“TBIYMHOYHBIX” TeHOB B-Kilacca y 3TUX pacTeHUd,
4TOOBI YCTAHOBUTb, SIBJISICTCS JIU BUAUMBIIA ITOPSIIOK
3aJI0KEHUST OPTAaHOB TOYHBIM OTpPakKeHUEM BHYTPEH-
HUX, He BUIMMBIX C TIOBEPXHOCTH, IIPOILIECCOB.

BosbIIMHCTBO pacTeHUit ¢ TPOSIBJICHUSIMU Oa3UIIe-
TaJIbHBIX MATTEPHOB — 3TO PACTEHMSI C KOMIUICKCHOI
0asuneTaaTbHOM ITOJUAHAPUEIA, T.€. OKOJIOLBETHUK,
aHAPOLIEH 1 TMHEIIeH KaK COBOKYITHOCTH COOTBETCTBY-
IOIIMX OPraHOB 3aKJIAIbIBAIOTCSI aKPOIIETAIHLHO, ThI-
YMHKM Ha TEPBUYHBIX MIPUMOPIUSIX 3aKJIaIbIBAIOTCS
GasuneraibHo. OcTajbHble BapUaHThl KOMITJICKCHOM
MoJIMaHApUY 0osiee pelKu. B ueM nmpuBiIeKaTeIbHOCTh
aToro marrepHa? KpyIiHble LIBETKM ¢ MHOTOYMCIICH-
HBIMHM THIYMHKAaMHM B KAa4eCTBE HArpambl OIBUIMTEIIIO
MPEOOCTABIISIOT NBIIBIYY. B Teopym, yeM OoJIbIe ThI-
YUHOK, TeM Jydlie. [1pu cTporo akporeTajibHOM 3a-
JIOKEHUM OPTaHOB r'MHeleii BEIHYXKASH “XXaaTh”, Mo-
Ka HE MOSBATCS MPUMOPINM BCeX TBIYMHOK. Takoii
LIBETOK Pa3BUBACTCSI OTHOCUTEIBHO JOJIT0, pACTCHU-
SIM TIPUXOAUTCS MCKATh KOMIIPOMHMCC MEXIY YBEJIM-
YeHWEM 4YMCJIa TBIMUHOK U COKpalllecHMeM BpeMEHU
pa3Butus 1BeTKa. Ilepexon K KOMITJIEKCHOM Oa3ume-
TaJIbHOM MOJIMAaHAPUHU UBALIHO CHUMAET BOITPOC BPE-
MEHU — WHAVWBUAYAJIbHBIE THIMMHKA (DOPMUPYIOTCS
napauieIbHO C TUHelleeM, a 6arogapsi 30HaIbHOMY
pPOCTY B OCHOBAaHMU aHIPOIIES YHNCIIO THIMMHOK MOX-
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Ho enne yBeanuuTh (Endress, 2006). Oco6eHHO MHO-
TOYMCICHHBIMU II0JIYyYalOTCS THIYMHKU Ha KOJIbIIE-
BBIX IIEPBUYHBIX IpUMOpAusIx. Haauuume 30HaIbHOTO
pocTa B OCHOBAaHUM aHAPOLIesI BLITOTHO OTJIMYaeT Oa-
3UMNETABHYIO OT aKpOoNeTaIbHON KOMIUIEKCHOM T10-
JIMaHIPUU W IIPOCTOI ITOJIMAHAPUN HA TUIIAHTUU C
3aJIOKEHUEM YacTH THIYMHOK IIocie TuHelesa. Ilpu
aKpOIIETAIbHOM KOMIUICKCHOM IIOJIMAHAPUU HET
BO3MOXHOCTH YBEJIMYUTh YMCJIO THIYMHOK ITOCTIE 3a-
JIOXXEHUSI TMHElles] — TIepBUYHbIE IPUMOPAUU Cpa3y
JIEMOHCTPUPYIOT CBOM KOHEUYHBIN pa3sMep, YUCIIO Thi-
YMHOK B 3TOM CJIy4yae MOKHO YBEJIMYUBATH TOJIBKO
YMEHBIIICHUEM pa3Mepa MHAUBUAYATbLHBIX IPUMOP-
JINEeB THIMMHOK OTHOCHUTEIBHO pa3Mepa IIEPBHUYHOTO
IpUMOpAYs. AKpONeTaJTbHOE 3A/I0XKEHNE THIMMHOK Ha
VIUIMHAIOIIEMCI TUIIAHTUU, I10-BUAUMOMY, TPYIHO
KOHTPOJIMPOBATh C TCHETUYECKOM TOUKH 3pEHUST — Ya-
e TIPY YBEJIMYCHUM Pa3MEPOB TMITAHTUS HOITOJIHU-
TeJIbHbIC THIMMHKMU IIOSIBJISTIOTCSI HE KO BHYTPU OT YXKe
MMEIOIINXCS 1 YaCTUYHO IIOCIE 3aJI0KESHUSI THHEelIes],
a MeXIy HUMHU U Iepe 3aJ10KEeHUEM TUIOA0IMCTUKOB,
T.€. YBEJIMYMBACTCSI HE YMCJIO KPYIrOB THIYMHOK, a MUX
YUCJIO B yxXe umeromumxcst Kpyrax (cm. Ronse De-
craene, Smets, 1991, 1992; Hufford, 1998). 1 xots
npocrtas IIOJIMAaHIpUsS Ha TUIIAHTUM — BTOPOM IIO
pacnpoCTpaHEHHOCTHU ITaTTePH Pa3BUTHUS MOJIUMEP-
HOIO aHApOllesl y BBICIINX ABYAOJIbHBIX C IIUKINYEC-
CKHMMM LIBETKAMU, YMCJIO THIYMHOK B TaKWUX LIBETKAX
pPeIKO JIOCTUTAeT TAKOBOIO B LIBETKAX CO BTOPUYHOM
MOJIMAHIPUECHA.

SAKIIIOYEHHME

Wrak, 01 OOJILIIMHCTBA HOKPBHITOCEMEHHbBIX Xa-
paKTepeH CTPOI0 aKpOIIeTaJbHBIN ITOPSIIOK 3aJI0XKE-
HUSI OpraHoB LiBeTKa. OTKIOHEHUS OT 3TOr0 NOpsaKa
MOXHO BCTPETUTDH TOJBKO B IIMKJINYECKUX LIBETKAX.
JI71s1 TOTO, YTOORI JIy4Ille MOHSATh pa3HooOpa3ue oT-
KJIOHEHM OT CTPOTO aKpOoMeTaJbHOIro MOpsiaKa 3a-
JIOXKEHHUSI OpTaHOB B I1LIBETKAX MOXHO IOCTPOUTH
MIPOCTPAHCTBO JIOTUYECKUX BO3MOXKHOCTEM I10 IBYM
nmapaMeTpaM — aKpomneTajbHoe/0a3uIeTaabHOe 3a-
JIOXK€HHE COBOKYIHOCTEII OPTaHOB, T.€. OKOJIOLIBET-
HUK-aHAPOLICH-TUHeeil W akporneTaibHoe/0a3m-
neTajbHOE 3aJI0KEHWEe OpPraHOB B MpeneaxXx OJTHOMN
Kateropuu (Tadu. 1). B uenom, nBeTKOBbIe pacTe-
HMSI OYEeHb HEOXOTHO HapylIaloT 0a30BYIO aKporlie-
TaJIbHYIO MOCIEI0BATEILHOCTh 3aJI0XKEHMSI KaTeTro-
puii OpraHoB “OKOJIOIBETHUK-aHIPOLEC-TUHEeLIe”.
OTKJIOHEHUSI OT BTOI IOCIeI0BaTEIbHOCTHU IIPOSIB-
JISTIOTCSI B OCHOBHOM B TOM, YTO 1) 4acTh OpraHOB OfI -
HOM KaTeropuu 3aKJIaJblBacTCsI OMHOBPEMEHHO WJIU
IOCJIe pacIOJI0KEHHOI BBIIIIE OPTaHOB APYroil KaTe-
ropuu (BHyTpeHHHE DJIEMEHTHI OKOJIOLIBETHUKA O -
HOBPEMEHHO C THIYMHKAMM, YaCTh THIYMHOK IIOCJIE
ruHenes ), 2) 4acTh WJIM BCE OpraHbl ONpeacieHHOMN
KaTeropuu 3aKJIadblBalOTCS ITO3XKE PACIIOI0XKEHHOMN
BBILIIE KATETOPUU OPraHOB, HO B 3TOM CJIydac OHM 3a-
KJIaIbIBAIOTCS Ha “CBOEBPEMEHHO” IIOSIBUBIIMXCS
MEPBUYHBIX IIPUMOPINSX (4aCTh WU BCE MHAUBUIY-
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OpraHbl BHyTpY KaxXao0i
KaTeropmu akporneTajibHO

OKOJIOIIBETHUK
0a3UIETAILHO

AHnpoueit
Oa3uneTaJbHO

I'muenein
0a3urneTaabHO

OKOJIOLIBETHUK -
aHapolei-ruHenei
aKpomneTaabHO

BazoBblii BapraHT

BeTKYM ¢ momyaimemM
(JTMCTOYKM TIOMIATITHST
TTOCJIe YalleJIMCTUKOB
1 OOBIYHO OTHOBpE-
MEHHO C JIETIECTKaMM ) ;
OJIMTOMEPHBIE IIBETKHU
(gameyka mociie
JICTIECTKOB)

LiBeTKu c monumep-
HBIM aHIPOIIEEM U KOM-
TUIEKCHOM
NoJIMaHIpUEr

YacTUaHOE OTKJIOHE-
HUE OT CTPOrO aKporie-
TaJILHOTO ITOPSIIKA
“OKOJIOIIBETHUK-

99

aHﬂpOHCﬁ-FHHCHCH

BnyTpeHHuMe a51eMeHThI
OKOJIOIIBETHUKA OJTHOBPE-
MEHHO C aHApOILIEEM
(LIBETKU C OOIIIMMU IMTPUMOP-
IUSIMU ) ;

Lythrum, Trapa, Dirachma,
Astrantia — nenecTKH mocie
aHapoles;

YaCTh TBIYMHOK MOCJIE TUHE-
1es B LIBETKAX C MOJIMMEP-
HBIM aHIPOILIEEM U TIPOCTOU
noauaHaApueil Ha TMIaHTUN
VI KOMIUIEKCHOM MoraH-
npuen

OnuroMepHbIe IBETKU
(yamreuka rocie
JIETIECTKOB U OTHOBpE-
MEHHO C aHIpolIeeM
WU TIOCJI€ HETO)

YacTp TBIMMHOK TIOCTIE
TUHEIIesT B IBETKAaX

C TIOJIMMEPHBIM aHIPO-
eeM U KOMIUIEKCHOM
NOJIMAaHIpUENA

[TonHOE OTKJIOHEHUE
OT CTPOTO aKpoTmeTalb-
HOTO TopsiIKa “0KO0JIO-
L BETHUK-aHIPOLIC-

OKOJIOLIBETHUK OJTHOBpE-
MEHHO C aHIIPOLIEEM
(LIBETKU C OOIIIMMU ITPUMOP-
IUSIMU ) ;

Platycrater, Napo-
leonaea — angponeit
TocJie THHeLesT

NuBepTHUpO-
BaHHBIE
IIBETKU

b
TuHelen Senna, Conostegia — aHIpo-

et mocye ruHeLes

aJIbHbIe TBIYMHKY TTOCTIe TUHEIesT TIPY KOMIUIEKCHO
MoJMaHapru), 3) OQHOBPEMEHHOE 3aJloKeHUe ABYX
KaTeropuii opraHoB (OKOJOIIBETHUK OTHOBPEMEHHO
C aHApolieeM Y HEKOTOPBIX OJHOAOJBHBIX) U 4) Bce
OpraHbl OIpeeIeHHOM KaTeropuu MocJie BhIlliepac-
MOJIOXXEHHBIX OPTaHOB IPYroil KaTeropuu (rMHenei
TTocJie aHAPOoIlesT B MTHBEPTUPOBAHHBIX IIBETKAX, PEl-
KWe CITy4aW 3aJIOXKEHMST BCeX TBIYMHOK ITOCTIe THHEe-
Lesl Y BBICIIUX JABYIOJbHBIX). 3aJ0XE€HUE OpPraHOB
IIBETKa BCETIa HAYMHAETCS ¢ OKOJIOIIBETHUKA M TI0-
YTH BCETaa 3aKaHUYMBaeTCs TMHelleeM (KpoMe ciryda-
€B TIPOCTOI MOJMAaHIPWN Ha TUITAHTUM, TAE JacTb
TBIYMHOK 3aKJIabIBAIOTCS T103Ke TUHElesT 1 KpoMe
CMEIMAILHO OTOBapMBAaeMBIX CJIy4YaeB Yy BBICIIMX
NIBYIOJIbHBIX). B mpeneax Kaxaoi KaTeropuu 3ajio-
JKEeHHe OpTaHOB TaKKe OOBIYHO aKporeTanbHoe. ba-
3UMNETAIbHOE 3aJI0KEHUE DIIEMEHTOB OKOJIOLBETHU-
Ka MOXHO Ha0JIIOIaTh B OJTMTOMEPHBIX [IBETKAX BBIC-
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VX IBYIOJIbHBIX (YaIIeIMCTUKY MOCJIE JIETIECTKOB Y
acTepud, TMUCTOYKH MOTUALIINS TTOCJIE YaIIeTUCTUKOB
B LIBETKax ¢ NomyaiuveM). basuneranrHoe pa3BuTHe
aHIpoLes XapaKTepHO s HECKOJbKMX HECBSI3aH-
HBIX OJIM3KUM POJICTBOM TIPYIII ABYIOJIBHBIX C KOM-
IUIEKCHOI TTonmaHnpueii. basuneranbHoe pa3BuTHe
TUHeIesT MOXXHO OOHapYXHWTh TOJBKO B MHBEPTUPO-
BaHHBIX [IBETKAX.

Bce atn pazHo0OOpa3HbIe MATTEPHBI BO3HUKAIOT C
OJHOI CTOPOHBI HE3aBUCUMO B HEPOJACTBEHHBIX IPYT
JIpYTy ceMeMCcTBaX 1 Jaxe MOpsaKaX MOKPBITOCEMEH -
HBIX, a C OPYTroil CTOPOHBI POAbI, IMpUHAIJIEXKAall1e
OIHOMY CEMEMCTBY (a MHOTAA U BUIBI OMHOTO pOAa)
MOTYT AE€MOHCTPMPOBATh pa3Hble NMAaTTEPHBI Pa3BU-
tua usetka. Hanmpumep, y Hydrangeaceae 3adpukcu-
pOBaHbI TUIIWYHBIA ITAaTTEPH, MPOCTasl MOJIUAHIPUS
Ha TUITAaHTUM, KOMITJICKCHAS IMMOJIUaHAPUS U 3aJ10Ke-
HUe Bcero aHuapoles mocie ruHenes: (Roels et al.,
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1997; Hufford, 1998, Ge et al., 2007). C yBepeHHO-
CThIO MOXHO CKAa3aTh, YTO OTKJIOHEHUSI OT TUITMYHO-
ro BapMaHTa Pa3BUTUs 1IBETKA COCPETOTOUYEHBI B OC-
HOBHOM B TpYIIIie BBICIINX ABYIOJbHBIX (eudicots),
HO 3TO JajIeKO He eIMHCTBEHHasl IpyIIia pacCTeHUI ¢
LIMKJINYECKUM LIBETKOM. [IpUYrHBI BOSBHUKHOBEHUS
TOrO WIJIM MHOTO MAaTTEepHA, €r0 aJalTUBHBIA CMBICIT
Tak>Ke He BCerma SICHBL.

Pa6ora BeinmosHeHa nipu noanep:xkke PODOU (6a-
3aJIbHbIE TPYIINEI TOKPHITOCEMEHHEBIX, TPOoeKT 18-04-
00797a) 1 PH® (omHODOIBHEIE, TIPOCTPAHCTBO JIO-
TMYECKMX BO3MOXKHOCTEM, mpoekT 19-14-00055).
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In the majority of angiosperms, the floral organs are initiated acropetally — the first organs to be initiated are
the perianth members and the last organs are the carpels. The relatively rare examples of non-acropetal pat-
terns of organ initiation can be found in oligomerous as well as in polymerous flowers. Taxa sharing the same
non-acropetal developmental patterns are not necessarily closely related to each other and thus similarities in
their floral structure and development should be regarded as convergences. And vice versa, representatives of
the same family often show different patterns of initiation of floral organs. Flowers with the same groundplan
can demonstrate either typical acropetal or non-acropetal developmental pattern. In other words, the floral
developmental patterns are rather homoplastic. Non-acropetal patterns (and reversals to the acropetal con-
dition) appeared many times in angiosperm evolution. Such labile and apparently saltational transitions are
probably due to special features of floral meristems and modular organisation of angiosperm flowers.

Keywords: morphogenesis, flower, floral development, acropetal pattern, basipetal pattern, phyllotaxis, oly-

gomery, polymery, common primordia

OHTOI'EHE3 Ttom 50 Ne 6 2019



