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Y GOBIIMHCTBA IMTOKPBITOCEMEHHBIX OPraHbl B IBETKE 3aKJIaIBIBAIOTCSI aKPOIIETaTbHO — OT OKOJIOLIBETHU -
Ka K TMHellelo. B crarbe mpuBeneH 0030p OTKIOHEHUI OT TUITMYHOTO TS IIBETKOB aKPOTIETATLHOTO MaT-
TepHa Pa3BUTUSI, KOTOPbIE MOXHO BCTPETUTb KaK B OJIMTOMEPHBIX, TaK U B MOJUMEPHBIX HIUKIUYECKUX
1BeTKaX. PacTeHMs, y KOTOPBIX OOHAPYKWBAETCS OOUH M TOT XK€ HETUITUYHBINA JUIST TIOKPBHITOCEMEHHBIX
MaTTEpH Pa3BUTHUSI LIBETKA, HE 00sI3aTEIbHO CBSI3aHbI OJIM3KUM POACTBOM, CXOJICTBO B CTPYKTYPE U pa3BU-
TUU UX LIBETKOB CKOpee OOBSICHSAETCS] KOHBEPTEHTHBIMU OCOOEHHOCTSIMM OpraHU3aluu U (yHKIIMOHUPO-
BaHUsI PENpPOayKTUBHOM cdhepbl. 1 HA000pOT, y NpencraBuTeieil OMHOTO ceMeiicTBa Hapsiny ¢ OOBIYHBIM
IMaTTEePHOM Pa3BUTUS LIBETKA 3a4aCTYIO MOXHO OOHAPYXXUTh U OTKJIOHSIIOIIMECs BapuaHThl. LIBeTKM pom-
CTBEHHBIX UJIM HEPOJICTBEHHbBIX PACTCHUI, UMEIOIINE OAMHAKOBBIN IJIaH CTPOSHUSI, MOTYT IEMOHCTPHU-
poBaTh Kak 0a30BbIii XapakTep MopdoreHe3a, Tak U pa3BUBATbCS 110 HECBOMCTBEHHOMY OOJBIIMHCTBY
LIBETKOBBIX MyTU. MHBIMU CJIOBaMU, 3BOJIOLUS MATTEPHOB Pa3BUTUS LIBETKA BeCbMa rOMOIUIACTUYHA.
HeomHnokpaTHBI# nepexon K HeCTaHAAPTHLIM MaTTepHaM pa3BUTUA (M 0OpPaTHO) CIy4YayiCs B 9BOJIOLIAN
MOKPBITOCEMEHHBIX, ITO-BUIUMOMY, OYEHb JIETKO Y HOCUJI CAJIbTAllMOHHBII XapakTep.
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BBEAJEHUWE

Paccyxxnast 06 3BOTIOLIMU YEro-JIM00, 0OBIYHO UMe-
10T B BUJLY, YTO 3BOJIIOLIUST U3Y4aeMOM CTPYKTYphI, Op-
raHa, TIporiecca M T.I1. ABVKETCS OT HEKOETO MCXOTHOTO
MIPEIKOBOTO COCTOSTHUS K MPHOOPETEHHOMY, TIPOIBH-
HYTOMY COCTOSIHUIO. BBICIIMM pacTeHusSIM B 3TOM
cMbIcie He moBe3io. Yapiab3 JapBUH yxXe JaBHO BbI-
CKazaJicsl, YTO MPOUCXOXIACHUE BBICIIMX PACTCHUI —
“oTBpaTuTeNbHas TaitHa”. OTBpPaTUTEILHOCTb, MO
MHEHUIO aBTOpa TEOPUH MPOVCXOXICHUS BUIOB ITyTEM
€CTeCTBEHHOTO OTOOpa, 3aKITI0YAIaCh B TOM, UTO IIBET-
KOBBIE TIOSIBIJIMCH “BHE3aITHO” M 32 KOPOTKUI TIPOME-
KYTOK BpeMEHM Haau OOoJIbIIoe pa3HooOpasue (popM
(Friedman, 2009). ITosiBUBIIMCH B MEJIOBOM TIEPUOIE
Kak Obl U3 HUOTKY/A, OHU PAIMUPOBAIN C TOTpsICao-
meit ckopoctbio (Herendeen et al., 2017), 4To IIpoTHUBO-
pedrto yaeHuto JJapBiHa O MIOCTETIEHHOM U TTTaBHOM
xapakrepe 3Bomonu. C TeX Iop MHEHHUE O CKOPOCTHU
U caMUX MEXaHU3MaXxX BBOJIIOLIMYU IMOJIBEPIIOCH 3HA-
yuTeIbHOMY TIepecMoTpy. OmHako, HeCMOTpsl Ha
BeChb IPOTPecC COBPEMEHHOMN GOTaHMYECKON HayKH
“OTBPaTUTEIIBPHOCTh” HMKYyHAa He ucde3ia. [ 1aBHBEIM
06pa3oM, 10 CHX ITOp HESICHO, KaK 1 KOTIa B 9BOJIIO-
LI CEMEHHBIX PACTeHWI OTOEIUIACh JIMHUS IIBET-

KOBBIX PaCTeHMI, KaK 1 KaKIM 00pa30M IIPOU30IILIO
CTaHOBJICHHE ITOKPBITOCEMSIHHOCTH, KaK M KaKUM
o6pa3oM Bo3HUKIM 1BeTKM (MeiteH, 1964; Kpacu-
soB, 1989; Endress, 2006, 2019; Friis et al., 2006).
Mopd0I0TroB IJIaBHBIM 00pa3oM MHTEPECYIOT TOMO-
JIOTMM LIBETKA U €T0 YacTeil ¢ TeMU PEIIPOAYKTUBHEI-
MU CTPYKTypaMu, KOTOpPbIE UMEIOTCS ¥ TOJIOCEMEH-
HBIX. BTOpoii Bompoc — Kak MMEHHO BBIVISLICIN
LIBETKH JPEBHEUIIINX MOKPBITOCEMEHHBIX U OBLIU JIU
OHM Y HUX BOOOIIIe, [TOCKOJILKY IPUOOpEeTEeHUE TIIO-
JIOJINCTUKA C €ro 3aMKHYTOIl OTIpaHUYEHHOI OT
BHEIIHEI cpeabl 3aBSI3bI0 B 9BOJIIOLIMU T'PYIITHI MOT'-
JIO TIPOM30UTH M 00 (OPMUPOBAHMS LIBETKOB. Tpe-
THUI BOIIPOC — SBJISIIOTCS JIM TIOKPBITOCEMEHHBIE MOHO-
GUIEeTUYECKOM TPYIIION WX K€ CTAHOBJICHNE MTOKPhI-
TOCEMSIHHOCTU U L[BETKA IPOM30IIUIO HE3aBUCUMO B
pa3HbIX IpynIax pacteHuii. OOBIYHO BCE 3TU BOIIPO-
ChbI pacCMaTPUBAIOTCSI B KOMILJIEKCE.

Ha paHHBIif MOMEHT yCTOSIZIOCh MHEHME, UTO T10-
KPBITOCEMEHHbIE TPECTABISIIOT CO00l MOHODUITE-
TH4yecKylo rpynmny (HanpuMmep, Wickett et al., 2014;
Magalldn et al., 2015; Gitzendanner et al., 2018). Ta-
KAM 00pa3oM, MOKHO TIpEAIoaraTh HaJTu4Jue IIBeT-
Ka TIPEeIKOBOTO, MCXOTHOTO IS BCEX ITOKPBITOCE-
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MEHHBIX TUIAa. M3y4aTh 3BOIIOLIMIO 1IBETKA TOJBKO 1
MOXHO, OTTaJIKMBAsICh OT 3TOTO IIPEAKOBOIO COCTOSI -
Hus1. Tak CJI0XWUIOCH, YTO CTPOSHME 1IBETKa IMTPEIKO-
BOTO THUIIA HAM, B CYIITHOCTU, Heu3BecTHO. [Tonyyae-
MBbI€ PEKOHCTPYKLMH “IPUMUTHUBHOIO” IIBETKA SIB-
JISTIOTCSI B KAKOM-TO CTENEHM CICACTBUEM “HayYHOM
MoObl” — B CBOE BpeM:I B KaUeCTBE IIPEAKOB IMOKPhI-
TOCEMEHHBIX IOCJIENOBATEIbHO IIepedpaan MOYTU
BCE MMEIOIINECS COBPEMEHHBIE U UCKOIIaeMble TPYII-
bl rojocemMeHHBIX (Friis et al., 2011), cooTBeTCTBEH-
HO C BHIOOPOM T'OJIOCEMEHHOTO MpeaKa MEHSINCH U
MpeaCcTaBIeHUSI 00 MCXOOHOM [UJISI MOKPBITOCEMEH-
HBIX CTPOEHMHU IIBETKA: MOXHO CpaBHMTh, HaIIpU-
Mep, B3nsAabl BerrimnreitHa (Wettstein, 1924) u Tax-
tamksiHa (1964). JlaHHbBIe MOJIEKYJISIPHO# (HIOreHe -
TUKU TakKXe He MO3BOJISIIOT IPOSICHUTH BOIPOC O
MpeaKax BETKOBBIX PACTEHMIA ITOCKOJIbKY OHU BbI-
SIBJISIFOTCSI KaK CECTPUHCKAS TPYIIIIa IO OTHOIIEHUIO
KO BCEM COBPEMEHHBIM T'OJIOCEMEHHBIM (HalpuMep,
Hansen et al., 1999; Donoghue, Doyle, 2000; Gra-
ham, Iles, 2009; Doyle, 2012). Ceituac oamxaiimm
HWCKOITAEMBIM POIACTBEHHUKOM ITOKPBLITOCEMEHHBIX
nonaratot Caytonia (Doyle 2008, 2012; Taylor E.L.,
Taylor T.N., 2009; Endress, 2019), penpoayKTUBHEIE
CTPYKTYPHI KOTOPOII COBCEM HE IMOXOXHM Ha IIBETKU,
HO €CTh MHOIO OOIIEro B CTPOCHUHM €€ CEMEHHBIX
KariCcyJ U CeMsITIOUeK 1IBETKOBBIX. Pa3 rojjoceMeHHbIe
HaM He ITOMOIIHUKHU, TO OCTACTCSI BBISBISTH MCXOI-
HOE JUISI TOKPBITOCEMEHHBIX CTPOSHHME LIBETKA, CpaB-
HMBasi COBpeMeHHEIE (M MCKOIIaeMble) LIBETKH APYT C
npyroM. J1o HacTymieHus “3pbl” MOJIEKYJISIpHOM (hu-
JIOTEHETUKU 3THUM 3aHUMAJIMCh, pa3pabaThiBasi KO-
JIEKChl TIPUMUTUBHOCTU U MPOABUHYTOCTU NMpPU3HA-
koB (Mmc, 1964; TaxtamksH, 1966, 1970; basunesckas
u gp., 1968; Endress, 2011a,b). Ceituac 3BOIIOLNIO
MIPU3HAKOB CTPOCHMsS LIBETKAa IIBITAIOTCS M3y4aTh,
HCIOJIBb3YsI METOIbl KOMIIBIOTEPHOI'O aHAIN3a, OCHO-
BaHHBIC Ha TOMOJOTUU MOJIEKYJISIPHO-(UIOTeHEeTH-
YEeCKUX JIepeBbeB. Y 3TUX METOJOB TaKXKe €CTh Orpa-
HUYEHUSI — TOIIOJIOTUM MOJIyYaeMBbIX IepPeBbeB B 1ie-
JIOM CXOOHBI MEXIy CO00ii, HO MOIYT HECKOJBKO
pa3nInMyaThCs B 3aBUCMMOCTHU OT aJITOPUTMA ITOCTPOE-
Hus 1 yuyactkoB JIHK, BeIOpaHHBIX 171 aHaIM3a, HA
MaJIeHbKMX BBIOOpKax Ha pe3yJbTaT CUJIbHO BIIMSIET
HabOp TAKCOHOB, B MOJICKYJISIPHOE JSPEBO IO TTOHSIT-
HBIM IIPUYMHAM HEBO3MOXHO HAIIPSIMYIO BCTAaBUTh
HcKoraeMble. HeMmanoBaxkHo, 4TO IJIsI aHaIM3a MOP-
¢ OJIOTUYECKOI 3BOMIOLMM 1IEJIOCTHOCTh IIBETKA MC-
KyCCTBEHHO pa30MBalOT Ha OTAE/IbHbBIC TIPU3HAKU, TaK
KakK TulaHaM¥ CTPOSHMS 1IBETKa (T.€. X JuarpaMMaMM)
KOMITBIOTEPBI OTIEPUPOBATh ITOKA HE HAYYWJIUCH.

Campble TIOCIeTHNE OOCTVDKEHUSI B PEKOHCTPYK-
I 1IBETKA MPEIKOBOrO TUIIA TAKOBBI — MCXOIHBIA
JUIST TIOKPBITOCEMEHHBIX 1IBETOK ObLT OOOETOJIbIM,
aKTUHOMOP(MHBIM, CO CBOOOHBIMU OpraHAMM, OKO-
JIOLIBETHUK OBbLI IPOCTOM, T.€. U3 ONMHAKOBEIX 2JIC-
MEHTOB, 0e3 quddepeHIMalY Ha YalleyKy U BeH-
yuk (Endress, Doyle, 2009, 2015; Sauquet et al.,
2017). Bo3aMoxxHO, BCe OpraHbl pacrojarajuch Kpy-
ramu (Sauquet et al., 2018; Sokoloff et al., 2018). D10

PEMU30BA

MocJIeIHee YTBEPKIEHNE “TTOTpsicaeT OCHOBBI” He-
CKOJIbKUX TIOCIEIHUX IOECATUICTUI: IJIUTEIbHOE
BpeMsI CUMTAJIM, YTO JJIsi ICXOQHOIO 1IBeTKa ObLI Xa-

paKTepeH CIMPAILHBIIA pUUToTaKcuc!.

INpencrasiaeHUsT 06 UCXOMHOM JIJIsI IIBETKA CITH-
palbHOM THITe (duIoTakcuca (Harp., TaxTamKsH
1966; Cronquist, 1988; Endress, 1990) 6a3upoBaiuch
Ha HaOMIOOEHWM, YTO TaKuWe LBETKU ITOJIMMEpPHBIE,
T.e. UMEIOT HE(PUKCUPOBAHHOE U OOBIYHO OOJIBIIOE
YHCJIO OPraHOB (3TO coueTaHWe IMPHU3HAKOB MOYTU
Bechb XX BEK CUMTAJU MPUMUTUBHBIM, MPOTUBOIIO-
CTaBJIsAST TIOJIMMEPHbBIE CIIUPATbHBIE U OJIUTOMEPHBIE
LIUKJIMYECKUE [IBETKU C OTHOCUTEILHO HEOOJIbIINM
1 (PUKCUPOBAHHBLIM YKCJIOM OopraHoB). MHTepecHO
OTMETHUTb, YTO BCE LIBETKU MOYTHU HAlIEJIO ACIATCS Ha
CHUPaTbHbIC U LIUKJINYECKHUE, [IBETKOB CO CMEIIaH-
HBIM urutoTakcucoM odeHb Majo (Endress, 2006;
Sauquet et al., 2018; Sokoloff et al., 2018). 3nech SBHO
eCTh HeKasl IPOCTPAHCTBEHHAs 3aKOHOMEPHOCTD.
Bonbiiioe yrciio opraHoB Jierdye pa3MecTUTh IO CITU-
pajii, MEeHbllIee — YepeayloIIuMucs KpyramMmu (Xox-
pskoB, 1974; Endress, Doyle, 2007; Endress, 2006,
2011a). PacteHuii co cmupalibHbIMU 1IBETKAMU OTHO-
CUTEJIbHO MaJjio, OHU BCTpEYaroTCsl y 6a3ajbHBIX TTO-
KPBITOCEMEHHBIX, MarHoimun u panyHkymun (En-
dress, Doyle, 2009, 2015; Sauquet et al., 2017). ITepe-
XOJI U3 OJHOTO COCTOSTHUSI B IPYrO€ OCYILECTBIISIETCS
y pacTeHMii, MO-BUAMMOMY, TocTaTouHO Jierko (En-
dress, 1987, 1990, 2006; Endress, Doyle, 2007, 2015),
WHOTAA 3TO MOXHO HaOJIIoAaTh AaxKe B IIpeaesiax o~
HOTrO LIBeTKa, Harpumep, y Magnoliaceae (Zagorska-
Marek, 1994; Leins, Erbar, 2010). YniopsimoueHHOE
pAacCITIOJIOKeHUE OPTraHOB MOXET CMEHSIThCS Ha Hepe-
TYJSIPHOE TIPY OY€Hb MAJIEHBKOM pa3Mepe OpraHa OT-
HocuTeabHO pa3mepa LBerka (Endress, 2006, 2011a),
0CODEHHO YaCcTO 3TO MPOUCXOIUT B IIBETKAX C MHO-
TOYMCJICHHBIMU ThIYMHKAMU W TUIOJOJUCTUKAMU.
Takum obpaszom, peHOMEH “TIepeKIIoUYeHns” THUIIa
duanorakcruca MOXHO OOBSICHUTH OTHOIIEHUEM
pasMepa (paopalibHOM MepUCTEMBI K pa3Mepy Ipo-
IYLUPYEMBbIX €id TIPUMOPAUEB — YeM OOJIbIIIE 3TO OT-
HOIIIEHWE, TEM BHIIIIE BEPOSITHOCTh TOTO, YTO Opra-
HEBI OyAyT pacriojiaraTthest o crimpanu. [1o-Buamumo-
My, MOOJUMEpPHBIE KpYITHbIE IBETKM HE CJIEOYET
CUUTATh MPUMUTUBHBIMU, TaK KaK UX MOSIBJICHUE HE
CBSI3aHO C TIPOSIBJIEHUSIMU 3aKOHOB 3BOJIIOLIUU, a
SIBJISIETCST CICACTBUEM ITPOCTPAHCTBEHHOI 3aKOHO-
MepHocTHu (XoxpsikoB, 1974). Ob6a Tumna ¢uaaorak-
cuca obecreynBaloT Hanbojee ONTUMaIbHYI0, KOM-
MaKTHYIO VIS Pa3HOTO YKMcJia OPTaHOB YIIaKOBKY OY-
toHa (Endress, 1987).

! Cnoso “duiorakcuc” moapasyMeBaeT pPacHoJOXEHUE JIM-
cTheB. [ OMOJIOTHSI OPraHOB IIBETKA U JIUCTHEB — BOIIPOC JTO CUX
MOp IUCKYCCUOHHBIN, MO3TOMY B LIBETKaX MpaBUIbHEE ObLIO
ObI TOBOPUTHL 00 “opraHoTakcuce”. Tem He MeHee B IUTEpaTy-
pe Ui OMUCAHUSI PACIIOOXEHUSI OPTaHOB B IIBETKAaX OOBIYHO
MOJIb3YIOTCSI TEPMUHOM “UIIOTaKCUC”.
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BA3OBDBIE IMTATTEPHBI
MOP®OTI'EHE3A LIBETKA

MopdoreHes IBeTKa KaK CIIEINAIM3UPOBAHHOTO
PEIIPOAYKTUBHOIO ITO0eTa C 3aKPBITBIM POCTOM— 3TO
MOCJIENOBATEIbHOCTD 3aJI0KEHMSI €TI0 OPTaHOB, IPYroe
orpeeieHre Il pacCTeHUI KaK MOIY/IbHBIX OpraHu3-
MOB MpPeICTaBUTh HEBO3MOXHO. MopdoreHes 1iBeTKa
CITY>KUT, B KOHEUHOM CYETE, IUISI MOIYYCHUS AePUHM-
THUBHOM CTPYKTYPHI. MIcXons 13 BEIIIEO3HAYESHHbBIX He-
OCHOPHYMBIX IIPU3HAKOB IIPEIKOBOIO LIBETKA (000emo-
JIbIe CO CBOOOOHBIMM OpraHaMHM) U OCOOEHHOCTEM
GYHKIIMOHUPOBAHUS alTMKaIbHBIX MEPUCTEM JIOTUYHO
MPEATOI0XUTD, YTO MOPSIOK 3aJI0XKEHUSI OPTaHOB Ta-
KO — CHayajla 3aKJIaabIBalOTCSI BJIEMEHTBHI OKOJIO-
LBETHUKA, 3aTeM aHIpOLesI U B ITIOCIESAHIOI OYepeIb —
ruHenes. TakuM o6pa3om, Ha (JIopaIbHOI MEpUCTE-
Me B aKpONEeTAIbHOM MOCIeI0BaTEIbHOCTHU ITOSIBSITCS
MIPUMOPINU IJIEMEHTOB OKOJIOLIBETHUKA, 3aT€M ThI-
yuHOK U mononuctukos (Endress, 2006, 2011b; Ru-
dall, 2011). OTK/10HEHUS OT 3TOro 6a30BOTO MaTTEPHA
U OyoyT IIPOSIBJICHUSIMHU 3BOJIIOLMHM MOpgoreHesa.
3Iech IMEETCS B BULY UMEHHO ITOPSIIOK 3aJI0XKEHMUS,
a He CcKopocTb (OpMUPOBAHUSA JIe(PUHUTUBHOMN
CTPYKTYPHI, TaK KaK MHOTIA OPraHbl, 3AJI0KUBIINUCH B
“mpaBUIbHOE” BpeMsl, 3aIEP>KMBAIOTCSI B CBOEM pa3-
BUTHUM, HAIIPUMEDP, JICECTKN Y MHOT'MX BBICIIINX JIBY-
IoJbHBIX. OTMETHM, YTO B HeZaBHUX 0030pax, Io-
CBSIIIEHHBIX 0a3uIleTaJbHBIM MAaTTepHAM Pa3BUTHUS,
npuBeaeHbl npuMepsl oooux tunoB (Rudall, 2010,
2011).

®dnopanbHasg MepHUCTeMa 3aKJIaIbIBA€T OpPraHbI
HECKOJIbKO MHaye, YeM MPOAyLMPYIOIIasi JTUCTOBbIE
NpUMOPINM anukKajabHasg Mepuctema mobdera (Clas-
sen-Bokhoff, 2016). JInCTbs HOSIBISIOTCS ITOOYEPEI-
HO II0 Mepe TOTO, KaK anurKaJibHasi MepucTeMa nooe-
ra JOCTUIJIa HEKOETO KPUTHUYECKOTO pa3mMepa, YTOObI
CTaTh CIIOCOOHOM OTAEIUTh HOBBIM NPUMOPANIA, IMO-
cJIe 3TOro pa3mep aruMKaJabHON MEPUCTEMbl BOCCTa-
HaBnuBaeTcss u T.0. (Kwiatkowska, 2008; Barton,
2010). Takum obOpa3oM, JTUCThS 3aKJIAAbIBAIOTCS aK-
porieTajbHO 1 HUKaK nHavye. dinopajibHass MEpUCTE-
Ma repea HayaJioM 3aJI0KE€HMSI OpTaHOB OTHOCUTEIIb-
HO KpyHHasi, TepMHHAINS POCTa IPOUCXOIUT eIlle 10
TOTO, Kak nosiBiaTcsa Bce nmpumopauun (Kwiatkowska,
2008; Landau et al, 2015; Classen-Bokhoff, 2016; De-
nay, 2017), y Arabidopsis, Hanpumep, Tociie 3a10xke-
HUS YalneJucTukoB. Ilociae TepmMuHamuy pocta 110
Mepe MOSIBJICHUSI IPUMOpPAXEB pa3Mep (IopalbHOMI
MEPHUCTEMbI HE YBEJIMYMBACTCS WJIM YBEJIMIMBACTCS
HE3HAYUTEJIbHO — OHAa BCSI PACXOMIyeTCsl Ha 3aJ10Ke-
HUE OPraHoOB. 3aKPbIThIil POCT U 3aJIOKEHUE OPTaHOB
yXe Tocje TOro, Kak ¢opaiabHasi MeprucTeMa 10-
CTUIJIa CBOETO OKOHYATEJIBLHOrO pa3Mmepa, Ipelio-
CTaBJISIIOT B KOHEYHOM CUYETE BO3MOXKHOCTb OTOMTHU
OT CTPOrO aKpOIIeTaJbHOTO 3aJI0KE€HHMSI OpPraHOB
(Classen-Bokhoff, 2016).

B CIIMPAJIbHBIX IIBETKAaX OTKJIOHECHUA OT aKpOIIC-
TAJIbHOI'O 3aJIOKC€HUSA OpraHoOB, IMO-BUIAWMMOMY, HC-
BO3MOXHBI B CHUJIYy T€COMECTPUYCCKHUX 3aKOHOMECPHO-
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Puc. 1. Crtporo akpomnerajdbHble TATTEPHBI Pa3BUTHS
LIBETKOB. @ — CIMPaJbHbIN LIBETOK C MPOCTBIM OKOJIO-
LIBETHUKOM, KOOPJIMHATHAsI CETKa [TOMOTraeT yCTAHOBUTb,
YTO BCE OpTraHbl HAXOASTCS Ha pa3HOM yIaJIeHUU OT IIeH-
Tpa LIBETKA M Ha pa3HbIX paauycax. 0 — UMKIUYECKU
LIBETOK BBICIIIETO ABYAOJIBHOTO C MPOCTOM MOJMAaHIPUEHA.
B — OJIMTOMEPHBII IIBETOK BBICIINX ABYIOJIbHBIX. T — TH-
MUYHBII LBETOK OAHONOJBHOTO pacteHusi. Ha Bcex pu-
CYHKaXx IIJIs KaX/I0TO BapMaHTa MpeACTaBICHbI quarpam-
MBI YETBIPEX ITOCJIeI0BATEIbHBIX CTAINI PAa3BUTHS U CXE-
Ma MPOoA0JILHOrO pa3pe3a chopMHUPOBAHHOTO 1IBETKA, HA
KOTOpPOI CTpeIKaMy MOKa3aHO HaIpaBJIeHUE 3aI0KEHMS
opraHoB. YepHbIe TUIOCKUE TyTU — 3JIEMEHTHI IIPOCTOTO
OKOJIOLIBETHUKA, YEPHBIE BBITYKJIbIC TyTU — YALLIETUCTU-
ku. benble nyru — nenectku. OBajibl — TBIMMHKU. Kpyr —
TMHelei (BHe 3aBUCMMOCTH OT ero cTpoeHMs1). Ha nua-
rpamMmax He Moka3aHO CpacTaHue OPraHoOB.

creil. B KaxxgoM y3je TIPUKPEIISIeTCs eIMHCTBEH-
HBII opraH (puc. 1a), 3a9aTKA OpraHOB TTOSBIISTIOTCS
MOCTEIEHHO Yepe3 paBHbIC MPOMEXYTKU BPEMEHU U
paBHBIC YIJIOBBIC PACCTOSTHUS: B CIIMPATbHBIX IIBET-
Kax yroJl MeXIy IBYMsI TTOCIEIOBATEIbHO 3a7I0XKNB-
IIUMUCS OpraHaMu TTpuMepHo paBeH 137.5° unm pe-
ke 99.5° (Endress, 1987; 1990, 2011a; Endress, Doyle
2007; Leins, Erbar, 2010). BaxxHbIM CBOIICTBOM CITH-
paJIbHBIX LIBETKOB SIBJISIETCSI TakKXKe€ OTHOCHUTEJILHO
00JIBIII0I 00BEM (PIIOPATIbBHOM MEPUCTEMBI, KOTOPBIIA
3HAYUTEJIFHO TIPEBBIIIAET pPa3sMep MPOIYIIUPYEMBIX
€10 MpUMOpPAMEB, MPUYEM C CAMOI0 Havyasa pa3BUTHUS
BeTKa. TepMuHaIms GI0paTbHON MEPUCTEMBI, TTO-
BUIVMMOMY, TTPOUCXOIUT 3[IeCh MO3AHO, OCOOEHHO B
KpymHbIX 1BeTKax (Sokoloff et al., 2018). CobcTBeH-
HO 3THUM U OOBSCHSETCS KaK MOJMMEPHOCTb CIIH-
paJIbHBIX LIBETKOB, TaK U HEOMPEAEICHHOE Y1 CJIO OP-
raHoB B HUX. TakuM o6pa3oM, B CITUPAJIBHBIX IIBET-
Kax Bce OpraHbl Pa3HOBO3PAaCTHBIE, PACIIOIOXECHHBIE
Ha pa3HbIX YPOBHSIX W pa3HbIX paauycax (puc. la).
M3-3a 5TOro OHM OCTAaIOTCS CBOOOTHBIMU, CpacTaTh-
cs1 uM “HeymooHo” (Endress, 1987, 1990, 2011a). Mox-
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Puc. 2. lIBeTku ¢ Ga3umeTajlbHbBIM Pa3BUTHUEM OKOJIO-
LIBETHUKA. a — LIBETOK acTepPU]I C 3aJI0KEHUEM YallleuyKu
rocJjie BEeHYMKa, TakKe BO3MOXHBI BAPUAHTHI (HE MOKa-
3aHbl), B KOTOPBIX YalIeJIUCTUKU 3aKJIAIbIBAIOTCSI OHO-
BPEMEHHO C aHApOlleeM WM TMHelleeM. 60 — IIBETOK C
noayamuem Dipsacaceae s.str., Takke BO3MOXHBI Bapy-
aHThl (He MOKa3aHbl), B KOTOPBIX YAILICIMCTUKM 3aKja-
IBIBAIOTCS TIepe WIK TTOCe 3aJI0)KeHUEM ThIYMHOK. B —
LBETOK ¢ nomyammeM Rosaceae. JIMCTOUKM mogyaiiusi
MOKa3aHbl YIJIOBAaTbIMU JyTaMu.

HO CKAa3aTh, YTO B CIIMPaIbHBIX LIBETKAX €CTh MOp(dore-
HETUYECKUI1 3aIlpeT Ha CpacTaHue OPraHOB.

HMHTepecHO, UTO y OMHOMOJBHBIX CHUpPaIbHbIE
nBeTku oTcyTcTBYIOT (Endress, 1995; Remizowa
et al., 2010). B aT0it MOHOGMIETUIECKOIM IPYIIIIEe pac-
TeHWI MUKITNIECKUI ITBETOK OBIT YHACIEAOBAH OT 00-
LLEro Nnpeaka. Y NoJaBisiiolero 60bLHCTBA OTHO-
JIOJbHBIX LIBETKW TPUMEPHBIC MEHTAUKINUYECKUE C
JIBYKPYTOBBbIM OKOJIOLIBeTHUKOM. [loTepsi omHoro us
KPYTOB WJIM peXe OKOJIOIBETHHUKA IIEITMKOM y OITHO-
MOJNBHBIX CIIyJaeTcsl, HO YBeJIMUYeHWEe Yrciia KPYroB
OKOJIOIIBETHMKA Y ONHOMOJBHBIX HE peaau3yeTcs.
Lukindyeckoe pacriojoXeHUue 3JEMEHTOB OKOJIO-
LIBETHUKA JUKTYET PACIIOJOXKEHUE KPyraMu U OCTaJlb-
HBIX OPTaHOB, JaXe €CJIY OHU B OOJILIIIOM U HEOpeie-
JICHHOM YHCIIe.

Huxnnyeckne uUBeTKM Oojiee pa3HOOOpa3HBI B
narrepHax ctpoeHusa u pasBurus (Endress, 1987,
1990, 2011a; Leins, Erbar, 2010). Opransl B npenenax
Kpyra pacriojlaraloTcsi Ha OJHOM YpOBHE, IpUYeM
OOBIYHO 13-3a YEPEIOBAHUS KPYTOB OpraHbl # U /1 + 2
KpPYIOB pPaCIIOJIOXXEHbI Ha OJMHAKOBBIX paguycax
(puc. 160—1r). DTO HaeT BO3MOXKHOCTD JJISI CpACTaAHUS
opradHoB. C reoOMeTpUIECKOM TOUKHU 3PECHUST LK~
YeCcKMe LIBETKU XapaKTEepMU3YIOT €llle ABa ITOHATUS —
YUCJIO KPYroB (MOJHOTA 1IBETKA) U YKUCJIO OPTaHOB B
Kpyre (Mepu3m). Hucio KpyroB peKo MPeBBIIIAET 3,
a YKCJIO OPTaHOB B Kpyre — 6—7 (0OBIYHO 3 y OTHO-
JIOJILHBIX U 5 Y BBICIIIUX IBYIOJILHEIX). MOXHO mo0a-
BUTH, YTO OKOJIOLBETHUK B LUKJIWYECKUX IIBETKAX
00BIYHO ABYKpyroBoii (puc. 10—1r). Takum obGpa-

PEMU30BA

30M, IUKJIMYECKUE [IBETKH TTPUHIIUITUATIBHO OJIUTO-
mepHBIe. [lommMmepHbIe TUKINYECKME IIBETKU (Me-
PU3M U MOJIHOTA BapbUPYIOT OTHOCUTEILHO HE3aBU-
cuMmo!) Bctpeuarorcs pexe (Endress, 2011a; Ronse De
Craene, 2016).

Y MHOTUX TIpYII pacTeHUM ¢ HUKINYECKUMU
IIBETKAMM MOXHO HaOJonaTh 3KBU(PUHAIBHOCTD
MopdoreHe3a — OIUH U TOT Ke TUTaH CTPOCHUS IIBET-
Ka (o IIOJIHOTE M MEpU3My) oOecrneuyrBaeTcss He-
CKOJIBKO pa3HbIM MopdoreHe3oM (Hampumep, Ajani
et al., 2016; Erbar, Leins, 1997; Erbar, 2010). O6b14HO
BapHallMU CBSI3aHbI C OTHOBPEMEHHBIM U HEOTHO-
BPEMEHHBIM 3aJI0XKEHUEM OPTaHOB B IpeeIax OTHOTO
Kpyra. XOpoIIuM HPUMEPOM MOTYT CITYKWUTb OIHO-
TMOJIBHBIE C TPUMEPHBIM TTeHTAIIMKITNIECKIM ITBET-
KOM, ¥ KOTOPBIX B 3aBUCUMOCTH OT CTPOCHUSI COLIBE-
TUSI BJIEMEHTBI OKOJIOLIBETHMKA W WHOTIA aHApOLes
3aKJIaIbIBAIOTCSl B TIpeesiaX OJHOTO Kpyra OJHOBpe-
MeHHO wiu roovyepenHo (Remizowa et al., 2013). MH-
TEPECHO OTMETUTh, YTO OMHOBPEMEHHOCTDb WJIN He-
OITHOBPEMEHHOCTh 3aJIOKEHUST 3JIEMEHTOB OKOJIO-
LBETHUKA (U JOPYTMX OPraHOB) NOYTHM HUKAaK He
BJIMSIET Ha BO3MOXHOCTb MX CpacTaHUs IPYyT ¢ ApY-
roM. OJHOBPEMEHHOCTh 3aJlOKEeHUSI A0 KaKOH-TO
CTETEeHM BakHa TOJIBKO TTPU ITOCTTEHUTAITLHOM Cpac-
TaHUM OpPTaHOB omHoro Kpyra. [Ipu mocTreHUTaTB-
HOM CpacTaHWUM OPTaHBI 3aKJIATBIBAIOTCS IO OTAEIb-
HOCTH U 3aTeM CIMMAIOTCS SMUIAEPMaMU, 31eCh BaX-
HO, YTOOBI CpacTalolIMecs] YYacTKHM COCEIHUX
OPraHoOB COOTBETCTBOBAIM ApyT npyry (cM. Endress,
2006 — stB1eHne cuHopranu3aumm). Eciou Takoro co-
OTBETCTBUSI HET, TO CpacTaHWe OTKJIAIbIBacTCs Ha
boJsiee TIO3MHWE CTaAWM Pa3BUTHS IIBETKA, KoTrda
YYaCTBYIOIIME B CPACTAHUM OPTaHbl BHIPABHSIOTCS B
pa3mepax.

OTKJIOHEHHA OT AKPOITETAJIBHOT'O
ITATTEPHA 3AJIOKEHUA OPTAHOB

Oxonousemuuk. Acmepuobt

B couBerusix-kop3umHkax Asteraceae (Asterales),
MHOTOLIBETKOBBIX COLBETHsSIX Valerianaceae s.str.
(Dipsacales), y HekoTopbIx Apiaceae (Apiales) u Acan-
thaceae (Lamiales) OTKJIOHEHUSI OT aKpOIIETaJIbHOIO
MaTTepHa 3aJIOKEHUsI OpraHOB MOXHO HaOII0JaTh B
OKOJIOLIBETHHUKE (pHC. 2a): YAllIeTMCTUKM 3aKJIaabIBa-
IOTCSI ITOCJIE JIETIECTKOB, OOBIYHO OAHOBPEMEHHO C ThI-
yuHkamu (Sattler, 1973; Harris, 1995; Erbar, Leins,
1997; Schonenberger, Endress, 1998; Schonenberger,
1999; Erbar, 2010; Ajania et al., 2016). ¥ acrepun, K
KOTOPBIM OTHOCSITCSI BCE 4YeThIpe CeMEMCTBa, 3TOT
deHOMEeH OOBSICHIETCS O0IIeH TEHASHIINEH K peIyK-
oy Jamedyku. Y Apiaceae m Acanthaceae crerneHb
pa3BUTUS YalEJIMCTUKOB pa3Hasi, OHU MEHbIIE Jie-
MeCTKOB U Jaxke WHOIJa OTCYTCTBYIOT. ¥ Apiaceae
(GYHKIUIO 3alUThI OYTOHA BBITOJHSIIOT JIEMIECTKY (B
OTJINYMEe OT OOJNbIIeil YacTU BBICIINX IBYAOJIBHBIX
OHU 3JIeCh HE 3aJIepKUBAIOTCS B Pa3BUTUM), JOITOJI-
HUTEJIbHYIO 3aIlIUTy O0eCIIeUnBAIOT JINCThS BHYTPHU
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COLIBETHSI 1 HETIOCPEACTBEHHO mod HUM. Bpems 3a-
JIOXXEHWS YallleYKW BapbUPYET Y Pa3HBIX IIPEACTaBU-
TeJeid, MATh YalleJUMCTUKOB 3aKJIadblBalOTCS Teper
JIeTIeCTKaMU, OHOBPEMEHHO C HUMU UJIM ITOCJIE HUX
(Erbar, Leins, 1997; Erbar, 2010; Ajania et al., 2016).
I1pu mmoge yamieyka y 30HTUYHBIX HE COXPaHSIETCS.
Jnsa Acanthaceae xapakTepHBI Te XXe TCHICHIIMU, HO
(YHKIIMIO 3alIMTHI OyTOHA Ha paHHUX CTaausIX OepyT
Ha ce0s cpociarecs nmpuuBeTHUYKM (Schonenberger,
Endress, 1998; Schonenberger, 1999), uncino cpoc-
IIMXCS YallleJIMCTUKOB He BCceraa CTaOMIIbHO, Yalleyu-
Ka MOXET COCTOSITh U3 OOJIBIIEro, YeM MSTh, YKCIIa
Y3KMX YallIeTMCTUKOB, MHOTAA UX YMCI0 HEBO3MOXK-
HO YCTaHOBUTb, TaK KaK CBOOOIHbBIE BEPXYIIKU Y HUX
HE BBIpaXKEHBI. ¥ CJIOKHOILIBETHBIX Yallleuka Mpeoo-
pasyeTrcss B CTPYKTYpPBI TaK Ha3bIBaeéMOIO IIallllyca
(BOMOCKM, IIETUHKM, IUICHKH), CIIOCOOCTBYIOIIME
pacnpoCcTpaHEHMIO IUIOMIOB-CEMSIHOK, WIA MCYe3aeT
coBceM. [JIOTHOCTH COLIBETHI Y CITIOKHOLIBETHBIX Ta-
KOBa, YTO IIBETKaM 4Yallleyka Kak 3aliuTa OyToHa, B
CYLIIHOCTHU, He Hy>XkHa (Sattler, 1973; Harris, 1995). ¥
CJIOXKHOLIBETHBIX 3TY POJIb IO OTHOLIEHUIO KO BCEMY
COLIBETUIO BBIIIOJIHSIOT JUCTOUKN OOEPTKU KOP3UH-
Ku. Y Valerianaceae s.str. 4aliedyka pa3pacTacTcs
TOJILKO KO BpeMeHH (hOPMUPOBAHMS TLI0AA, OOBIYHO
OHAa BBITJISIAUT, KaK KOJIBLIO C IIIETUHKAMU, T.€. OUYeHb
IOX0Ka Ha IaIllyc CI0XKHOLBETHBIX. I1pu 3BoJIOLI-
OHHBIX NpeoOpa30BaHUSIX YallleYKU 4YalleJIMCTUKU
HEKOTOPBIX aKaHTOBBIX, MHOTUX CJIOXKHOILIBETHBIX U
BaJIepMaHOBBIX ITOJIHOCTHIO YTPATUIM CBOIO MHINBU-
IyaJlbHOCTb, IIPEAIIOIaraéMoe YMCJIO YallleTMCTUKOB
(MX 5) MOXXHO YyCTaHOBUTD TOJIBKO MPU OOpaIeHUN K
poactBeHHBIM popmaM (Cronquist, 1955; Schonen-
berger, Endress, 1998; Schonenberger, 1999; Semple,
2006; Endress, 2008, 2011b; Naghiloo, Classen-Bock-
hoff, 2017).

Okonousemnuk. Ileemxu c noouawuem

IMoguamme, KoTopoe TpeacTaBiseT COOOil JIH-
CTOYKHM, PACHOJOXEHHbBIE CHAPYXXU OT YalleIUCTU-
KOB, OTMEUEHO Y HECKOJIbKUX HEPOACTBEHHBIX TPYIIIT
BBICIIMX IBYIOJBbHBIX — B Topsinke Dipsacales, ce-
MeiictBax Malvaceae (Malvales), Rosaceae u Dirach-
maceae (Rosales), Lythraceae (Myrtales) u T.4., cpe-
IV OMHOIOJILHEIX ITomualnmre numeercs y Tofieldiaceae
(Alismatales). IIpupoma aToro o0pazoBaHUSI HE BO
BCEX CJIydasix 10 KOHIIa sICHa, BEPOsSITHEE BCETO IO/~
yallle BO3HUKAJIO HE3aBUCHMMO B BBILICTIEPEUMCIICH-
HBIX rpyImax. OObIYHO JIMCTOYKM MOIYALLIMS 3aKIaIbl-
BalOTCSl Mepel YalleJUCTUKAMU, YTO COOTBETCTBYET
6a30BOMY aKpOIETaILHOMY MAaTTEPHY (POPMUPOBAHUS
OKOJIOLIBETHMKA — HarmpuMmep, y Malvaceae (Bello
etal., 2016), Dirachmaceae (Ronse De Craene, Miller,
2004) n Tofieldiaceae (Remizowa et al., 2006). ¥ Dip-
sacaceae S.Str B IIJIOTHBIX TOJIOBYATHIX COLIBETUSIX pa3-
BUTHE L[BETKA C OasumeTalbHBIMU MaTTepHaMU (pop-
MUPOBaHUsI OKOJIOLIBETHUKA HAYMHAETCSI C JIMCTOYKOB
nomyammus (puc. 20), 3aTeM 3aKJIaAbIBAIOTCS JICTIECT-
K1. BpeMs mosiBjieHUST YallledyKM 3arasabiBaeT I10-
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pazHoMy y u3ydyeHHbIX pomoB (Naghiloo, Classen-
Bockhoff, 2017). Takum obpa3om, yalrreyka pa3BruBa-
eTcsl 0a3uMeTaqabHO MO OTHOIICHUIO K BEHYUKY, KaK
Y U MHOTHUX acTepu 6e3 mogyaiiusi. ¥ He o0pa3yro-
IIUX IJIOTHBIX couBeTUil Rosaceae, eciau TUCTOUKU
MOIYAIINS B YUCJIE YAIIETMCTUKOB, TO OHU 3aKJIa b~
BAaIOTCSI HEMHOTIO MO3Ke Yalieuku (puc. 2B), OOBIYHO
IOYTH OJTHOBPEMEHHO C JIeTleCTKaMM, €CJIM TToCJIe -
Hue nmerorcs (Innes et al., 1989; Ronse De Craene,
2003; Hollender et al., 2012). ITaTTepH 3aJI0XEHUS
3JIEMEHTOB MOAYAIINSI Y TAKMX PO3OLIBETHBIX C TPY-
JOM TOAJAacTCd OIMMCAHWIO U SIBIISIETCSI, CKoOpee,
npeaMeToM aoroBopa. OGBIYHO B pa3BUTUU BUIHO,
YTO 3aKJIAIbIBAIOLINECS YAIISIMCTUKHU Y3Ke COSINHE -
Hbl HEKUMHW MEPUCTEMAaTUUYECKUMHU BaJIKaMU, €CIU
MPUHSATh 3TU BaJIMKU 3a BJIEMEHTHl MOAYaIlus, TO
clieayeT TOBOPUTh 00 OJHOBPEMEHHOM 3aJIOKEHUU
yanreyky v nomdamms. Y Lythrum (Lythraceae) nu-
CTOYKM TTOHYAIIs (MX YUCJIO PaBHO YKUCTY YallleIn-
CTHKOB) TaKXKe 3aKJIalbIBAIOTCS MOCJIE YalleukKyu 0a-
sunetasbHo (Cheung, Sattler, 1967; Sattler, 1973).
basuneTtanbHOe 3a10)KeHUE MHOTOYMCIEHHBIX 3Je-
MEHTOB TIOJUAIIVS, MOSBISIONINXCI 3HAYUTEIBHO
MO3X€e YallleTUCTUKOB (KOrJa yKe MMEIOTCS MOYTH
BCE OCTaJIbHbIEe OpTaHbI I[BETKA), MOXHO Ha0JI0AaTh
y Neuradaceae: Malvales n Agrimonia: Rosaceae
(Decraene, Smets, 1995).

Eciu wHTEeprnpeTupoBaTh momyaline Kak 4acTb
LIBETKA, TO UMEET MECTO HapyIIIeHNE aKPOIIETaIbHO-
ro maTTepHa B IIpeaeiaXx OKOJIOLBETHUKA, HO OOIIMit
MOPSIIOK 3aJI0KEHUST OPTAaHOB — OKOJIOL[BETHUK, aH-
JIpOLEeii, TUHELIEN — OCTAeTCSI HEU3MEHHBIM.

Andpoueii. Iloauandpus

Boibliras yacTh OTKJIOHEHHU OT aKpONeTaaIbHOTO
MOPSIAKA 3aJIOKEHUST OPTAaHOB BCTPEUYAETCST B IIUKIIU -
YeCKMX IIBETKaX C IMoJImMepHBIM aHaponeeM (Rudall,
2010, 2011; Leins, Erbar, 2010; Endress, 2006, 2011a;
Ronse Decraene, Smets, 1992, 1993a). Takue niBeTKu
MMEIOT HEKOTOPOE CXOACTBO CO CITMPAIbHBIMU LIBETKA -
MU — OHU KPYITHBIE U YKMCJIO THIYMHOK (HO HE OCTajIb-
HBIX OPTaHOB) B HUX HEOMPEIEIEHHO OOJIBIIIOE.

IMomanapuio (puc. 3) BHe 3aBUCUMOCTU OT THUIIa
dunnorakcuca UIBEeTKa IPUHATO Pa3AcisaTh Ha IIPO-
cryio n kKomruieKcHyo (Ronse Decraene, Smets,
1992, 1993a; Leins, Erbar, 2010). I1pu npocToii rmoam-
aHJIPUU BCE MHOTOYMCIEHHBIE THIMMHKM 3aKJ1aIbIBa-
I0TCSI UHIUBUAYAIbHBIMU TIpuMopausiMu. [1pu Kom-
IUIEKCHOM MOJWAaHAPUY CHadasia TOSIBJISIFOTCS OAVH
KOJIbLIEBOI MJIM HECKOJIBKO (OOBIYHO 5) MEepBUYHBIX
IIPUMOPINEB, Ha KOTOPBIX 3aTEM YK€ 3aKJIaabIBalOT-
¢Sl MHIVMBUAYAJIbHbIE TBIYMHKY, B IIOCJISIHEM CIIydae
THIYMHKU PACHOJI0XKeHbI ITydkamMu. KosblieBbie mep-
BUYHBIE TPUMOPAUM (MHOTA TOBOPST O KOJbLIEBOM
MEpHUCTEME) 00pa3yloTCs MCKIIOYUTEIbHO Ha BbI-
MMYKJIOM WM IUIOCKOM K MOMEHTY UX HOSIBICHUS
BEeTOJ0Xe. ThIUMHKM B TaKMX IBETKaX IIPHA MaJIOM
pa3Mepe UX NPUMOPAMEB HEYHOPSOOYECHHO 3aIl0JI-
HSIIOT BC€ MOCTYMHOE IPOCTPAHCTBO, MPU OTHOCHU-



412

Puc. 3. Pa3BuTHe LIBETKOB C MOJMAHAPUEIA. a — IpOCTast
MOJIMAaHIPUsI Ha TUIAHTHUKM/BOTHYTOM I[BETOJIOXE. O —
KOMIUIEKCHAsI TOJIMAaHIPUST C aKPOTETaTbHBIM 3aJI0XKe-
HUEM TBIYMHOK Ha KOJIbLICBOM MEPBUYHOM MPUMOPIVH.

B — KOMIUJIEKCHAsI TTOJIMAHAPUS C aKPOTIETAIBHBIM 3aJ10-
JKEHUEM TBIYMMHOK Ha HECKOJbKUX MEPBUYHBIX MPUMOP-
IUSIX. T — KOMIUIEKCHasl TTOJIMaHapus ¢ Ga3uIeTalbHbIM
3aJI0)KEHUEM THIYMMHOK Ha KOJIBLIEBOM MEPBUYHOM TPU-
MOpPIMU. I — KOMIUIEKCHAsI TTOJIMaHAPUST C Oa3uIeTalb-
HbIM 3aJI0)KEHUEM THIMMHOK Ha HECKOJIbKUX TEPBUYHBIX
npumopausix. CepbIM MOKa3aHbl CKJIOHBI TUTIAHTHSI/BO-
FHYTOTO LBeTosoXa. [IyHKTUpHBIE JTUHUU — TPaHULIbI
MEePBUYHBIX IPUMOPIUEB.

TEJIbHO KPYMHBIX TIPUMOPIUSIX 3aKJIaIbIBAIOTCS 4e-
penyommMucsd KpyraMu win rpymnmamu. [1pu 3amo-
KEHUU TyYKaMU WHIUBHUAyaJbHBIE IPUMOPINU
TBIYMHOK PpACIIOJIAraloTCsl B IIaXMaTHOM IIOPSIIKE
nnu pamuanbHbiMu psagamu (Leins, Erbar, 2010; En-
dress, 2006, 2011a; Ronse Decraene, Smets, 1992,
1993a). KommuiekcHast moavaHApUsi OTMEYeHa TOJb-
KO Y BBICIIIMX IBYIOJbHBIX, B HE CBI3aHHBIX OJIM3KUM
poactBoMm rpynmax (Endress 2006, 2011a,b; Leins,
Erbar, 2010),

IIpy KOMIUIEKCHOM MOJMAaHAPUN WHIWBUILYATb-
HbIE TPUMOPIUM THIYUMHOK (BCE MJIW YaCTUYHO) TIO-
SIBJISIFOTCSI TIOCJIe 3a10KeHus1 TuHeles. [1pu npocToii
MOJIMAHAPUM BCeTAa TOJBKO YacTh THIYMHOK MOTYT
3aKJIambIBaThCs TIOCiIe TWHelles. [IpakTmdecku BO
BCEX OTKJIOHSIONINXCS OT TUITMYHOTO MaTTepHa CIIy-
yasix aKkpoTeTaIbHbIN MOPSIAOK MOSIBIEHUSI OKOJIO-
IIBETHUKA, aHAPOIIEST U TUHEIles] KaK COBOKYITHOCTEH
COOTBETCTBYIOLIMX OpraHoB coxpaHsieTcs: (Endress,
2006). DT OTKJIOHEHHUS B MTOJIMAHAPUYHBIX [[BETKAX
MOJKHO pa3iesINTh Ha IBa TUTIA — C COXpAaHEHNEM aK-
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pOHeTaJ'[bHOfI IIOCJICH0OBATCIIbHOCTHU 3aJIOKCHMUA ThI-
YUHOK U ¢ 0a3UIleTaJIbHbIM 3aJI0KEHUEM ThIYMHOK.

IIpocTast nomaHApHsA M 3a7ePXKKA 3JI03KEHUSA BHYT-
PEHHHUX THIMMHOK. DTa CHUTyallsl BO3MOXHA TOJILKO B
BeTKax ¢ runaHTueM (puc. 3a). ['unmanTuii rmpeacras-
JIgeT coboif BOTHYTOE 4YallleBUIHOE, OJIIOMLEBUIHOE
uan OoKajbyatoe oOpa3oBaHME, HA KOTOPOM IIO
BHEIITHEMY €ro Kpal M CKJIOHAM MPUKPEIUISIIOTCS
OKOJIOLBETHUK U aHAPOLICH, a Ha MHe — ruHeuei. B
xolie MopdoreHesa I[BETKA C MTPOCTOI MoMuaHapUeEit
CKJIOHBI TUMIAHTUSI HAYMHAIOT (pOPMUPOBATHCS B OC-
HOBHOM YXe€ IOCJI€ TOT0, KaK 3aJIOKWINCh JIEMEHTHI
OKOJIOLIBETHHMKA, BHEIITHME THIYMMHKU U TUHELEH, ca-
MU TIPUMOPIUHU TIJIOAOJUCTUKOB €1Ie MOTYT OBITh HE
BUIHBI, HO rpaHUlIa OyIyIIero ruHeles BUIHa 4yeT-
Ko. B nmpoliecce ¢popMUpoBaHUS TUIIAHTUS LIBETOJIO-
K€ HAauyMHAaeT pa3pacTaThbCsl, B pe3y/IbTaTe Yero aH-
Ipoleii Kak Obl OTOOBUTAETCS OT TMHeles. Poct ru-
MaHTUS TIPOJOJIKAETCS JOCTATOYHO IOJITO TaK, 4TO
CBOOOMHOE TPOCTPAHCTBO MEXIY TMHEIeeM U YXkKe
3aJI0)KEHHBIMU THIYMHKAMU CTAaHOBUTCSI JOCTATOY-
HBIM JISI pasMElIeHUsT HOBBIX MPUMOpPAVEB, U Ha
HEM TIOSIBJISIIOTCSI IPUMOPIUM ThIYMHOK. B ciyuae
MPOCTOM NONUAHIPUYN BCE TBIMMHKU 3aKJI1adbIBAIOTCS
KpyraMH, y CaMbIX BHYTPEHHMX TBIYMHOK PACIIOJIO-
KEHUE MOXET CTaHOBUTBLCS HEPETYJISIpHBIM, €CJId
MPUMOPAUU THIYMHOK MaJeHbKHE OTHOCUTEIbHO
muamerpa runaHtust (Endress, 2006, 2011a). Yem
JIOJIbIIIE TIPOIOJIKAETCSI POCT TUITAHTHSI, TEM OOJIbIIIEe
MOXHO pa3MECTUTh Ha HEM “IOIIOJTHUTEIbHBIX” ThI-
ynHOK (Ronse Decraene, Smets, 1991, 1992). Takum
00pa3oM, B LIBeTKaX C TMIAHTHEM YacTh THIYMHOK 3a-
KJ1aJbIBAIOTCS MO3Ke TIOA0IUCTUKOB (puc. 3a). [1pu
5TOM B CAMOM aHApOlIee, €CIM pacCMaTpUBaTh €ro
OTAEIbHO, aKPOMNETAJIbHBIN MTOPSIA0K 3aJI0KEHUS Op-
TaHOB COXpPaHSIETCS — JOMOJHUTEIbHBIC THIYMHKU
MOSIBJISIIOTCSI BHYTPU OT yXe MMeromuxcs. B kaue-
CTBE TIPUMEPOB MOXHO TNpuBecTu Geum u Rosa: Ro-
saceae: Rosales (Ronse Decraene, Smets, 1992; Maas
et al., 1995), Acca w Rhodomyrtus: Myrtaceae: Myr-
tales (Ronse Decraene, Smets, 1991, 1992), Punica:
Lythraceae: Myrtales (Ronse Decraene, Smets, 1991) u
Deinanthe: Hydrangeaceae: Cornales (Hafford, 1998).

OTenbHOro BHUMAHMS 3aCIy>KUBAET TO, UTO IIpU
YBEJIMYCHUM pPa3MEpPOB TMITAHTUSI Ha HEM 3aKjialbl-
BAIOTCSl IOIIOJHUTEIbPHO MMEHHO TBIYMHKU, a HeE
SJIEMEHTBI OKOJIOLBETHUKA WJIM ITUIOLOJIUCTUKMU.
PocT runmaHTHs B JaHHOM CJlyd4ae OpraHu30BaH Tak,
YTO yBEJIMYEHME €ro pa3MepOB MPOUCXOIUT MEXIY
aHJIpolieeM U TMHelleeM — 3TO He JaeT BO3MOXHO-
CTU YBEJIMYMUTH YMCJIO OPraHOB oKoJjouBeTHUKaA. C
IUIOJOJIMCTUKAMU CIIOXHee. B ciyyasix ¢ meHokapm-
HBIM THHEIleeM “HeXeJIaTeJIbHOCTh” TIOSIBICHUS
IOMOJIHUTENbHBIX IUIOAOJIMCTUKOB EI1[€ KAK-TO 00b-
SICHMMa — K LI€JIOCTHOM KOHCTPYKLIUM, IIPUCIIOCO0-
JIECHHOM K OIIpeJeIeHHOMY TUIY OITLIJICHUSI, pOCTa
MBUILLIEBBIX TPYOOK, BCKPBIBAHUIO TLJIOAA Hepalro-
HaJIbHO MPUCTPAUBATh CHAPYXKU YTO-TO NOITOJTHU-
TeabHOoe. Ho U B amokapIriHOM ruHelee JOITOJIHU-
TeJIbHbIE TUIOAOJIMCTUKM CHAPYKU OT YK€ UMEIOLLINXCS
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HE MOSIBIISIIOTCS. 3AECh 9TO MOXKHO OOBSICHUTD TEM, UYTO
HOBBIE O0BEMbI MEPUCTEMATUIECKOI TKAHH ITOCTETICH-
HO TOSIBJISTIOTCSI CO CTOPOHBI aHIPOLIesl, 1 HOBBIE TTPU-
MOPINM pa3MeIaloTCsI, OPUEHTUPYSICh Ha OyIvKaie
K HUM IIPUMOPIUHY ThIYMHOK, a He Ha IUIONOJIMCTUKY. B
TAaKUX YCJIOBUSIX PACIIOIOXEHME IUIONOJIMCTUKOB HE
OBLIO OBI OTHOPOIHEBIM. JIpyroe 0OBSICHEHNE COCTO-
WUT B TOM, YTO TUIOJIOJIMCTUKH, €CJIM OHU PACIIONIOXKE-
HBI 00JIee YeM B OJMH KPyT, “yMeIoT” 3aKJIagbIBaTbCs
TOJIKO aKPOIIETAJILHO KO BHYTPH OT YK€ MMEIOLIX -
Cs TJIOOOJMCTUKOB, “00paTHBIN” Oa3uIleTajlbHbIA
XOJI II0 KAKMM-TO IpUYMHAM B TMHELIE€ HEBO3MOXEH.
BepositHo, GasmmeTaibHBIN MATTEPH MOXKHO OBIIO
OBI OPTaHM30BATh U B TUHELIEE, €CIU OBbI IIPUPOCT TH-
MaHTUS 1€ B HampaBJIeHUM OT TMHeles, a He Ha-
00opoT.

LIBeTKYU C TUTTAaHTHEM He 00S13aTeIbHO MMEIOT MHO-
rO0 KpPyroB THIUMHOK. Y MHOTMX GO00OBBIX aHIpPOLCH
JIBYKPYTOBOI, HO TIPUMOPINY BHYTPEHHUX TBIMMHOK
TMOSIBJISTFOTCSI TTocJie (MHOTIa 3HAYMTEIbHO) 3aJI0KEHUSI
rUMHellesl, KaK TOJIbKO TMITaHTU I MOIpacTeT HACTOJIBKO,
YTOOBI MTPENOCTABUThL UM MecTo (Harpumep, Prenner,
2003; Tucker, 2000, 2003a).

Kommieknasi moJMaHapus ¢ COXpaHeHHEM aKpore-
TAJbHOTO 3aJI02K€HHs TBhIMMHOK. IIpy KOMIUIEKCHOI
nonuaHapuu (puc. 30—31) cHavaa MOSIBJISIETCS, KaK
OBLIO CKa3aHO BbIIIE, IIEPBUYHBINA KOJIbLEBON WIN
HECKOJIBKO OTAEIbHBIX ITIEPBUYHBIX IPUMOPANEB aH-
npoiiest (Ronse Decraene, Smets, 1991, 1992; Leins,
Erbar, 2010). Ko BpemeHu bopMupoBaHUSI MHANBI-
JIyaJIbHbIX THIMMHOK aHApOLEi XOpOIlo OTrpaHU4YeH
OT TUHelles, Jaxe eCI UHAWBUIYaJbHbIE TIJI001-
CTUKH ellle TUIOXO 3aMETHBI — Y IOAABJISIIONIETO 00JIb-
IIUHCTBA PAaCTEHUM C KOMIUIEKCHOMU ITOJUaHIPUEIA
TMHENeW IIEHOKAPITHBIM C KOHT€HUTAJIbHO CPOCIIIN-
MUCS TUIOIOJMCTUKAMU, (DOPMUPOBATHCS TaKOM TH-
Hellel HauMHaeT Kak enuHoe 1ejoe. I[Tpu dopmupo-
BaHUM KOJIBLIEBOTO IIPUMOPIMS Ha BBHIITYKJIOM WA
IUIOCKOM 1IBETOJIOKE€ MHOTOYMCJICHHBICE WHIWBUIIY-
aJIbHbIE THIYMHKY Ha HEM 3aKJIadbIBalOTCs Yepemylo-
IIMMUCS KpyraMu, MEPHOCTb KOTOPBIX 3HAYUTEJILHO
MPEBBIIIAET MEPHOCTH OKOJIOLIBETHHKA, WX O3 BU-
JIUMOTO TMOpsIIKa 3allOJIHSIIOT BCE OTBEICHHOE UM
nmpocTtpaHcTBO. KoJjiblieBble MPUMOPAUM C aKpoTie-
TaJIbHBIM 3aJIOKEHUEM THIYMHOK (puc. 30) MOXHO
HabJonarh, HanpuMep, 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
IIBETKAX C TUMIAaHTHUEM (T.€. Ha BOTHYTOM IIBETOJIOXE)
00pa3yloTcsl OTHEJbHbIE IePBUYHBIC IPUMOPIUU
IMYYKOB THIYMHOK (pHc. 3B). XapakKTepHO, YTO ITyYKHN
TBIYMHOK PACIIOJIOKEHbI HAMTPOTUB JIETIECTKOB U1 J1a-
K€ KOHTeHUTAJILHO CPacTalOTCsSI C HUMU —HAa OCHOBA-
HUM MOJIOAOIO JIeTleCTKAa ¢ BHYTpeHHeil, oOpallleH-
HOM K THMHEIEI0 €r0 CTOPOHE MOSBIISIETCS MEPBUY-
HBIA TipuMopauii  aHapoues. Ilo wMepe pocra
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TUTTAHTUST TIEPBUYHBIC TPUMOPIUM ITOAPACTAIOT ITO
HAMpaBJIeHUIO K TUHEIIEI0, M YK€ Ha HUX B aKporie-
TaJbHOM HallpaBJICHUUM 3aKJIaIbIBAIOTCS WHIVBUIY-
aJibHble THIYMHKU. DTOT peAKuid MaTTepH pa3BUTUS
LIBETKA HaliieH, HanpuMmep, y Melaleuca, Callistemon n
Chamaelaucium w3 cemeiictBa Myrtaceae (Ronse
Dectaene, Smets, 1991; Orlovich et al., 1998; Leins,
Erbar, 2010).

KoMmiekcHas moManapus ¢ 6a3uneTaabHbIM 310~
JKEHMEM TBIYMHOK. Y OOJIbIIE YacTM pacTeHUM ¢
KOMIUJICKCHO# movaHapueil MHAWBUIYaTbHbIC ThI-
YUHKU Ha TMEPBUYHBIX TPUMOPAUSIX 3aKJIaIbIBAIOTCS
0asureTaibHO — OT TUHeless K OKOJIOIBETHUKY,
MHOTOYHMCJIEHHBIE TIPUMEPHI TTPUBEIECHBI B 0000111~
o1ux paborax (Hanpumep, Corner, 1946; Ronse De-
craene, Smets, 1992; Endress, 2006, 2011a; Leins,
Erbar, 2010). Takum oOpa3zoM, Npu KOMILUIEKCHOI
0asuIeTAIbHON TIOJIMAHAPUM HE TOJBKO THIYMHKU
3aKJIaJbIBAIOTCSl MOCJE TIJIOAOJIUMCTUKOB (HO HE aH-
JIpolieii Leaukom!), HO ¥ HapyllleH 6a30BbIii aKporie-
TaJIbHbBII TTATTEPH UX TTOSIBICHUS.

BaszurneTtanbHbIi TATTEPH MOXET peanu30BbIBaTh-
Csl Ha TIEPBUYHOM KOJIbLIEBOM MpUMopauu (puc. 3r):
TBIYMHKY 3aKJIaIBIBAIOTCS YePEIyIOITUMUCST KpyTa-
MU W 6e3 OIpenesIcHHOTO TOPSIKa, PAaBHOMEPHO
3aIOJTHSIST OTBENEHHOE MM TIPOCTPAHCTBO — HAaIlpH-
Mep, y Dilleniaceae: Dilleniales (Endress, 1997),
Salicaceae: Malpighiales (Bernhard, Endress, 1999),
Capparaceae: Brassicales (Ronse Decraene, Smets,
1997), Lecythidaceae: Ericales (Tsou, Mori, 2007) u
Iaxe odeHb penko y Leguminosae: Swartzia (Tucker,
2003b). Bropoii BapuaHT — 3aJ0KE€HHE THIYMHOK
rpynmamu (puc. 3a), HaripuMmep, y Malvaceae: Malva-
les 1 Loasaceae: Cornales (Ronse Decraene, Smets,
1992; Leins, Erbar, 2010). Oco6eHHOCTb KOJIbLIEBOTO
0asumneTarbHOro BapuaHTta (puc. 3r) B TOM, YTO IIpU
OCHOBAHUM KOJIbLIEBOTO MPHUMOPAUS MOXET HaYaThb-
CsI 30HAJIBHBIN POCT — IIBETOJIOKE BMECTE C TIEPBUY-
HBIM KOJIBLIEBBIM TPUMOPIVEM IIoApacTaeT B Ha-
MpaBJICHUU 3aJI0KeHUSI TBIYMHOK, YTO TO3BOJISIET
MOJIyYUTh OoJjbliiee UX yucio. B ciayyasx, koraa 30-
HaJIBHBIA POCT COCPENOTOYCH MCKITIOYUTEIHLHO IO
aHnporieeM, GopMUPYETCsT THIMMHOYHAS TPyOKa, KaK
y Malvaceae.

Ipu hopMupoBaHUM MYYKOB THIYMHOK (pUC. 31)
OHMU yYallle YepeayroTcs ¢ Jernectkamu — Hypericaceae:
Malpighiales (Ronse Decraene, Smets, 1992; Leins,
Erbar, 2010), Paconiaceae: Saxifragales (Leins, Erbar,
2010), Philadelphus, Carpenteria: Hydrangeaceae:
Cornales (Roels et al., 1997; Hufford, 1998), a ecau u
pacmnojIOXeHbI HAIIPOTUB HUX, TO He 00pa3yioT C HU-
MU KOMILJIEKCa — JIETIECTOK U IIPOTUBOJICKAIIINI MY
IMy4YOK TBHIYMHOK 3aKJIadbIBaIOTCSI OTACIBHO —
Theaceae: Ericales (Leins, Erbar, 2010), Lagerstro-
emia: Lythraceae: Myrtales (Ronse Decraene, Smets,
1991). IlepBrUYHbBIE IPUMOPANY ITyYKOB THIMMHOK MO~
SIBJISIIOTCSI Ha BBIMYKJIOM WJIM BOTHYTOM 1IBETOJIOXE.
IIpyu BOrHyTOM LIBETOJIOKE MPOMCXOAUT (pOpMHUPOBa-
HU€ TUIIAHTUsI, KOTOPbIil YIJIMHSIETCS BMECTe C Iep-
BUYHBIMM IIPUMOIUSIMU aHAPOLIES IO HAIIPaBJIEHUIO K
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Puc. 4. Pa3zBuTrie MHBEPTUPOBAHHBIX 1IBETKOB. a — La-
candonia. 6 — Trithuria. [IlyHKTUpHBIE TUHUN — TPAHULIBI
TePBUYHBIX/OOIIINX TIPUMOPIVEB.

OoKoJI0LBeTHUKY. Ha BeimykitoMm iBetosioxe (y Hyperi-
caceae) JOIOJHMUTENIbHOTO pOCTa IIBETOJIOXA, Ha-
CKOJIbLKO MOXHO CYIUTb, HET — MepBUYHbIE TPUMOP-
MK cpa3y (POpMUPYIOTCS “HYKHOTO” pa3mepa.

HWuBepTupoBannbie nBeTKH. M HBepTHpPOBaHHEIC
HBeTKHU (puc. 4), HECOMHEHHO, — CaMBblii MHTepeC-
HBII CIydaii KaK OTKJIOHEHMS OT TUIIMYHOTO JJIsI TT0-
KpbITOCEMEHHbIX TJIaHA CTPOCHUS 1IBETKA, TaK U OT
aKponeTajibHOro 3ajJ0XeHUs OpraHoB. B MHBepTH-
pPOBaHHBIX IBETKAX aHIPOLIeii 3aHUMAEeT MECTO TMHE -
11esl B LICHTPE 1IBeTKa, TMHEIIei Ke pacIoIoXeH Ou-
K€ K OKOJIOLIBETHUKY, Ha MeCTe ThlYMHOK. MHBepTU-
pOBaHO M YHUCJIO COOTBETCTBYIOIIMX OPraHOB —
TBIMUHKU B HEOOJIBIIIOM YHMCJIe, B TO BpEMSI KaK ILIOI0-
JINCTUKOB MHOTO. LIBETKM TaKOTO CTPOECHMST HAaliIEHBI
TOJIBKO y omHomosbHO#t Lacandonia (Triuridaceae,
Pandanales, puc. 4a) u y 6a3a1bHOI0O MOKPHITOCEMEH-
Horo Trithuria (Hydatellaceae, Nymphaeales, puc. 40).
MuTepnperanysi penpoayKTUBHBIX CTPYKTyp Lacan-
donia Xaxk ILIBETKOB oOIenpuHsaTa (Ambrose et al.,
2006; Rudall, 2008; Alvarez-Buylla, 2010). OTHOCI/I—
TEJIbHO 77 rlthurla CYLIECTBYIOT 2 TOUKHM 3pEHUSI: €€ pe-
MPOIYKTUBHBIE €IUHULEI HEKOTOPbIE ABTOPHI CUNTA-
IOT TICEBIAHTUSIMU — KOHIEHCHUPOBAHHBIMU COLIBE-
TUSIMUA U3 PEOyLMPOBAHHBIX MYXKCKUX U KEHCKUX
nBetkoB (Endress, Doyle, 2009; Endress, 2010a),
JIpyTHE Xe MPUIEPKUBAIOTCS 3BAHTOBOIT MHTEpIIpe-
tauun (Rudall et al., 2009; Sokoloff et al., 2010). B
000MX pollaX OKOJIOLBETHUK HUKINYECKUI, TIOI0-
JIMCTUKU cBOOOAHEI. I[IpuMeyaTreabHO, YTO THUIIMY-
HBII TIOPSIAOK 3aJIOKEHUST OKOJIOLBETHUK-aHIPO-
Leii-ruHenei He HapyiieH (Ambrose et al., 2006; Ru-
dall et al., 2007, 2009; Sokoloff et al., 2010). CHauana
3aKJ1aJbIBa€TCsl OKOJIOLIBETHUK, 3aTEM B LIEHTPE 1IBET-
Ka MOSIBJISIIOTCSI TBIYMHKHU, TOCJIe HUX 0a3uIeTaabHO
TOSIBJISIIOTCSI  TIPUMOPAMU  TUIONOJIMCTUKOB, CaMble
MOJIONIbIe TTIOAOJMCTUKM HAXOMSATCS BO3JIE OKOJIO-
IIBETHMKA. B 0OBIYHEBIX LIBETKaX ITPY 0a30BOM aKpoIie-
TAJIbBHOM XapaKTepe 3aJI0XXEHUsI OpPraHoB OIlpenee-
HUE TO3WLIMM HOBBIX OpPraHOB OIPEAeNISIETCS YKe
UMEIOIIUMUCS, B IMKJINYSCKUX LIBETKAX 3TO MPUBO-
JINUT K YeTKOMY UYepeIOBaHUIO KPYTrOB OpraHoB. B nH-
BEPTUPOBAHHBIX IBETKAX 3TOMY TpeOOBAHUIO OTBE-

PEMU30BA

YyaeT TOJIBLKO OKOJIOLBETHUK. HaunHas ¢ anapoued, y
Trithuria (puc. 40) pacIioJoXeHHe OpraHOB CTaHO-
BuUTCs HeyrnopsinodeHHbIM (Rudall et al., 2007, 2009;
Sokoloff et al., 2010). ¥V Lacandonia (puc. 4a) mocnie
3aJIOKEHUST OKOJIOLBETHUKA B IIEHTPE IIBETKA IOSIB-
JITIOTCS TPU KPYMHBIX OKPYIJIBIX MTEPBUYHBIX ITPU-
MOPINsI, OHU YIJIMHSIIOTCS ¢ POCTOM IIBETOJIO0XA, 3a-
TeM Ha MEePBUYHBIX TPUMOPIUSIX MOSIBISICTCS KPYII-
HBII 3a4aTOK TBIMMHKU W ABa Pslia pacIoiloXeHHBIX
HIKE HETO 3a4aTKOB IJION0JIMCTUKOB (Ambrose et al.,
2006; Alvarez-Buylla, 2010). OmHOBpeMEHHO C 3aJI0-
KEHHEM TBIYMHOK TTOSBIISIIOTCS MIEPBUYHBIC TIPUMOP-
IV BTOPOIi ouepenu (TpeaHa3HaYeHHbIE TOJIbKO ISt
3aJI0KEHUST TIIONOJUCTUKOB), OHU 3aHUMAIOT TPHU
CBOOOJIHBIX CeKTopa (JIOpaJTbHON MEPUCTEMBI, TIep-
BbIi1 TJIOMOJIMCTUK 3[€Ch 3aKJ1aabIBaeTCs OJIMKE K Thi-
YUHKAM, OCTaJIbHbIE MOSIBJISIIOTCST HUKE ABYMS psiia-
Mu. Ha Bcex 1recTy IepBUYHBIX TPUMOPIUSIX IO Me-
pe VyIJIUHEHMsSI ILBEeTOJIoXa B 0Oa3sUIleTaIbHOM
HaIlpaBJICHUH 3aKJIaIbIBAIOTCS HOBbIE TIJIOHOJIUCTH-
ku. CpaBHUBasI ¢ KOMIUIEKCHOM 0a3uneTaJbHOM I10-
JIuaHApueit MOXHO cKa3aTb, YTO MMEHHO HaJnu4ue
OO0IIMX TTPUMOPINEB SIBIISIETCI HEKOTOPOI rapaHTH -
el YIopsIIOYEHHOTO PACITOJIOKEHUSI OPTaHOB, HaXO-
ISIINXCS MEXIY OKOJOUBETHUKOM U LIEHTPOM LIBET-
Ka. basumneTraabHOe pa3BUTHE TUHELIESI U aHAPOLES
MOXHO HaO0Jl0AaTh HE TOJBKO B 000ETOJIbIX, HO U B
onHomonblx 1HBerkax Hydatellaceae (Rudall et al.,
2007), B To BpeMs Kak y Triuridaceae ¢ omHOMOIBIMU
LIBETKAMU Oa3UIleTAIbHBLIA XapakTep 3aJl0XEHUS
IUIOAOIUCTUKOB HAOMIOMaeTCsI TOJBKO Y Triuris (Am-
brose et al., 2006), y ocTalbHBIX U3YYCHHBIX POIOB
BCE TJIOIOJIMCTHUKY 3aKJIaIbIBAIOTCSI OMHOBPEMEHHO Ha
00I1IeM CKJIaa4aTOM IMPUMOPINM WIN KPyraMu B aKpo-
nerajabHOM MocnenosareabHocTy (Rudall, 2008).

HNuBepcust  “ruHeneit-anmponeii” Ipom3omniia,
BEpPOSITHO, M3-3a TOTO, YTO NIpencraButeasm Hydatel-
laceae u Triuridaceae n3Ha4yaJIbHO ObLIM CBOMCTBEH-
HBI OJTHOITOJIbIE LIBETKU M IIPU Iepexoae K 000eI0JI0-
MY LIBETKY aHAPOLICi 1 THHELIei ITIOMEHSUIMCH MeCTa-
mu. bonpmias gactes Triuridaceae — meiicTBUTEIILHO,
nBynoMHBIE pacteHnsd. Ilomoxenme Lacandonia,
€IMHCTBEHHOIO IIPEACTaBUTEIISI CeMeliCTBa ¢ 00oe-
MOJIBIM IIBETKOM, Ha MOJIEKYJSIpHO-(UIOreHeTnYe-
CKUX AepeBbsix (Hampumep, Mennes et al., 2013) He
OCTaBJISIET COMHEHMI BO BTOPUYHOM IIPUOOPETCHUN
3TUM poaoM oboenosoro userka. C Trithuria Takoi
KpacHBOI KapTUHBI He mojydaercs. [IpuMepHO 110-
JIOBUHA BUAOB TFrithuria — NByTOMHBIE WJIN OJHOIOM-
HbI€ PACTEHUSI C OAHOITOJIbIMU LIBETKaMU, BTOpasi I1o-
JIOBUHA — UMeIoT oboenoJble LiBeTKU (Sokoloff et al.,
2008). PesynbraThl aHaiM3a 3BOJIOLIMM II0JIOBOI
MIPUHAIJICKHOCTH IIBETKOB Ha MOJIEKYJISIPHO-(IIIO-
TeHEeTUYECKUX IePEBhsIX HE Nal0T OQHO3HAYHOIO pe-
3yabTata (Anger et al., 2017, Graham et al., 2019).

LiBeTKM ¢ OOIMMH NPUMOPIAUSAMH 3JIEMEHTOB OKO-
JIOIBETHHKA U ThIYMHOK. Y HEKOTOPBIX BBICIIMX ABY-
JOJIBHBIX C OTHOKPYTOBBIM WJIM IBYKPYTOBBIM aH-
JIpoleeM JIENeCTKN 1 MPOTUBOIEXKAIINE UM ThIYMH-
KM 3aKjagblBaloTcs oOmmM npumopaueM (Ronse
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Decraene et al., 1993). Yacto Takue UBETKU IIPUBO-
ST KaK IMpUMEP HapyLIeHUSI aKpoIleTaJbHOTO IO-
psiaKa 3aJI0XKEHUST OPTaHOB — JIETIECTKU I1OCJIe ThIYM-
HOK (cM. Sattler, 1973; Rudall, 2009, 2011). Yxe camo
HaJlu4yue oOIIero MpUMOPIUS SIBISIETCS CBUIAETEb-
CTBOM TOTO, UTO JICTIECTKHU 3aKJIaIbIBAIOTCSI OTHOBPE-
MEHHO C IPOTHBOJIEKAIITMMY UM ThIYMHKaMU. ¥ pac-
TEHUI C OMHOKPYTOBBIM aHIIPOILIEEM Pa3BUTHUE I[BET-
Ka HAaUMHAETCs C 3aJI0KEHUS YallleJIMCTUKOB, 3aTeM,
yepeaysiCh C JalleJUCTUKaAMU, MOSBISIIOTCS OOIlre
MPUMOPAUU JISECTKOB U THIMMHOK, MOCJAEAHUM 3a-
KJIaAbIBaeTCsI TUHELEeH, T.e. aKpONeTaJIbHBIN IOpsI-
JIOK 3aJIOXKEHUST OKOJIOLIBETHUKA, aHAPOLIES W TMHE-
nest He HapymieH (puc. 5a). Y Kaxaoro m3 oO0IIuxX
MPUMOPJIMEB C CAMOTO Hayaja IIPUCYTCTBYeT “mepe-
TSDKKa” WIW yIyoJieHre, pasaesistoniasi IpuMOpINiA
Ha JBe YaCTU — U3 BHEIIIHEe !, KaK MTpaBUJIO, MEHbIIIei
YacTU pa3BUBACTCs JIEIIECTOK, a M3 KPYIIHOI BHYT-
peHHEll — ThIYMHKA. THIMMHKM B TaKMX 1LIBETKax HeE
yepenyroTcs ¢ JerectkaMu. [1omqoOHbBII MaTTepH pas3-
BUTUS BCTPEUYaeTCsl Y HEPOJACTBEHHbBIX IPYIIN, HAITPU-
Mep y nipeacrasutesieid Primulaceae: Ericales (Ronse
Decraene, Smets, 1995) u Plumbaginaceae: Caryo-
phyllales (De Laet et al., 1995).

V BhICHINX ABYTOJbHBIX B IEHTAMEPHBIX WX TET-
paMepHBIX LIBETKaxX C ABYKPYTOBBIM aHAPOILIEEM TaK-
K€ BO3MOXHBI O01LIMEe MPUMOPANUU JIEMIECTKOB U MPO-
TUBOJIEXKAIIMX UM THIYMHOK (pUC. 56—5B), MpU 3TOM
TBIYMHKM, JIeXaIle HAIIPOTUB YaIlleJIMCTUKOB, 3a-
KiIaneiBaoTcsd “camocrosareabHo”. [lociemoBarenn-
HOCTb pa3BUTHS IIBETKA B OOJBIIMHCTBE MOAOOHBIX
M3YyUYEeHHBIX CJIy4aeB BBIIVISIAUT TaK — CHadajda Ha
¢daopanbHOIl MepucTemMe MOSIBISIOTCS MPUMOPAUU
YalIeJIMCTUKOB, 3aTeM OJHOBPEMEHHO IIPUMOPINU
“CcBOOOAHBIX” THIMMHOK U OOIIWE MPUMOPOUU Jie-
MECTKOB U IIPOTUBOJIEXAIINX UM THIYMHOK, ITOCJIeI-
HUM 3aKjaapiBaeTcs ruHeleil (cMm. takke Endress,
2010b). MHTEepecHBIM CBOMCTBOM 3TOro IaTTepHa
pa3BUTUSI, SIBJISIETCSI TO, YTO TIOJIOXKEHUE JIeXKallux
HAnpOTUB YallleJIMCTUKOB THIYMHOK MOXKET OBITh KaK
CHapyX¥, TaK Y1 BHYTPU OT THIYMHOK, PACIIOI0KEH-
HBIX Ha paguyce JIETIECTKOB. bosee Toro, n3Havaib-
HBIM XapakTep UX PacIlOJIOXEHUS MOXET U3MEHUTh-
ca B xone paszsutus 1BeTka (Endress, 2010b, Leins,
Erbar, 2010). LIBeTKM TaKOTO YCTPOICTBA MOXHO 00~
HapyxuTb, Harmpumep, y Caryophyllaceae: Caryo-
phyllales 1 Geraniaceae: Geraniales (Ronse De-
craene, Smets, 1995; Ronse Decraene et al., 1998,
Endress, 2010b).

B nuTepaTtype 4acTo MOXHO BCTPETUTh YKa3aHUS,
YTO BpeMsl MOSIBJIEHUST OOIIUX MPUMOPANEB JIeTIeCT-
KOB M TBIYMHOK MOXKET ObITh pa3jinuyHbIM. JI19 HeKo-
TOPBIX TAaKCOHOB CYUTAIOT, YTO OHU TMOSIBJISIOTCS
CJeIyIOlIMMU 32 TPUMOPIUSIMU YalIEeJUCTUKOB,
orepexasi 3aJ0XeHue “CBOOOAHBIX” ThIYMHOK, IS
JIPYTYX — YTO CHavaJia 3aKJabIBalOTCS ThHIMMHKU Ha-
MPOTHUB YallIeJIMCTUKOB U TOJBKO MOCJIe HUX TTOSIBJISI-
[0TCsI oO1IMe TpuMmopanu (cM. Harpumep Ronse De-
craene, Smets, 1993b, 1995). O6a saTux BapuaHTa IIpu
BHUMATEJIbHOM PACCMOTPEHUMU SIBISIOTCS OIINOKOM
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Puc. 5. Pa3Butye IBETKOB C OOIIMMU IIPUMOPIUSIMU 1€~
MEHT OKOJIOI[BETHMKA + TBIYMHKA. a — I[IBETOK BBLICIIIETO
NBYAOJIBHOIO C OQHOKPYTOBBIM aHAPOLIEEM. O — LIBETOK

BBICIIIETO BYIOJIBHOTO C IBYKPYTOBBIM aHAPOLIEEM, ThI-
YWHKM HAIIPOTHUB YAIISJIMCTUKOB B HAPY>KHOM KpyTe. B —
LIBETOK BBICILIETO IBYIOJILHOTO C IBYKPYTOBBIM aHIPOLIE-
€M, TBIYMHKYW HAIPOTUB YaLIEJIUCTUKOB BO BHYTPEHHEM
Kpyre. I — LIBETOK OIHOIOJIBHOTO C HIECTbIO OOLIMMU
MPUMOPIUSIMU. I — LIBETOK OJHOAOJIBHOIO C TpeMsl 00-
UMY ipuMoparsIMU. [TyHKTUPHBIE TUHUN — TPAHULIBI
001X nmpuMopnueB. Ha cxeMax NnponoibHbIX pa3pe3oB
JIMHUSIMU 6€3 CTPEJIOK MTOKa3aHbl OpraHbl, 3aJI0XKUBILINE-
Csl OTHOBPEMEHHO.

WHTEPITPEeTAIIN TaHHBIX. BO-TIepBBIX, pacIiooXeH-
HbIC HAIIPOTUB JIETIECTKOB THIYMHKU (B JAHHOM CITy-
yae B KOMILUIEKCE C JIeTIeCTKaM1) HUKOTAa He 3aKiia-
IBIBAIOTCS PaHbIEe TBIMMHOK, PACITOJIOXEHHBIX Ha-
npotuB vameanctukoB (Endress, 2010b). Bo-BTophIX,
OTHOCUTEJIbBHOE BpeMsl 3aJIOKEHUsI OPraHOB YCTaHAaB-
JIMBAIOT UCXOISI U3 pa3Mepa IpuMopanes (0ojiee KpyIi-
HBIE CBHMIETEIIBCTBYIOT O 00jiee paHHEM WX TIOSIBJIE-
HUW), HO y IBYIOJBHBIX C ABYKPYTOBBIM aHIPOIIECEM
TIPUMOPANY JIETIECTKOB U TIPUMOPINM PACIIOIOXEH-
HBIX HAIIPOTUB HUX THIYMMHOK OOBIYHO 0oJiee MEJIKHE,
yeM MPUMOPIMM THIUYMHOK HAIIPOTUB YallleJIMCTUKOB
(Endress, 2010b). 11 B-TpeTbux, U300paxkeHUit pa3Bu-
BaIOIIIMXCS IIBETKOB, HA KOTOPBIX MMEIOTCST TOJIBKO 00-
e TPUMOPINH MJIM TONBKO TIPUMOPINU “CBOOOI-
HBIX” TBIYMHOK M OTCYTCTBYIOT IPUMOPIUM IPYTOro
THTIa OOHAPYKHUTH HE YIAeTCs.

VY pacteHMii ¢ TpUMEPHBIMU IIBETKAMMU TaKXKe
BCTPEYAIOTCS O0IIIMEe TPUMOPINY SJIEMEHTOB OKOJIO-
IIBETHUKA U TBIYNHOK. Cpezm BbICHIMX ABYAOJBbHBIX
MOXHO oTMeTuTb Caulophyllum: Berberidaceae: Ra-
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nunculales (Brett, Posluszny, 1982). ¥V Caulophyllum
JIBa Kpyra 4alieJMCTUKOB U IBa Kpyra JierecTtkos. YU
JIETIECTKM, U MPOTUBOJEXKAILWE UM ThIYMHKHU 3aKJia-
JIBIBAIOTCS OOLIMMU TMPUMOPAUSIMUA — CHayaja
BHEIIIHUE, 3aTeM BHYTPeHHHUE oOluue mapbl. M3-3a
HaJIM4MS OOLIKX MPUMOPANEB MOXHO ObLIO ObI CKa-
3aTh, YTO BHYTPEHHUE JeNeCTKA (HO HE BECh OKOJIO-
LIBETHUK 1IEJIMKOM) 3aKJIadbIBalOTCS II03IHEE BHEIII-
HUX TEIYMHOK. TeM He MeHee B JaHHOM ciIydae Ipa-
BUJIbHEE TOBOPUTH 00 OMHOBPEMEHHOM 3aJIOXKEHUU
BCHYMKA U aHIpOILEes, TaK KaK pas3aelieHrue BceX 00-
IIMX IPUMOPAMEB Ha COOTBETCTBYIOIIME YAaCTU Ha-
YUHAETCSI OOHOBPEMEHHO.

B TprMepHBIX LIBETKaX OTHOMOJIBHBIX JABa Kpyra
5JIEMEHTOB OKOJIOIIBETHUKA M IBa Kpyra TBIMUHOK. Y
Allium: Amaryllidaceae: Asparagales (Sattler, 1973),
Tofieldia: Tofieldiaceae: Alismatales (Remizowa et al.,
2006a) ut Scheuchzeria: Scheuchzeriaceae: Alismatales
(Posluszny, 1983; Volkova et al., 2016) 1 BHeLIHKE, U
BHYTpEHHME JIMCTOYKHA ITPOCTOTO OKOJIOIIBETHHKA
3aKJIAABIBAIOTCS OOIIMMU TIPUMOPIUSAMU C THIYWH-
Kamu (puc. 5r). Bee miects 00X IpUMOpPAMEB I10-
SIBJISTIOTCST TIPAKTUYECKN OMHOBPEMEHHO (HapyKHbIE
JINIITb HEMHOTO paHee BHYTPEHHMX, Jy4Ille 3TO 3a-
METHO y Allium) 1 OMHOBPEMEHHO Xe pa3aesioTcs
Ha UHAWBUAYaIbHBIC IIPUMOPINH JINCTOYKOB OKOJIO-
IIBETHUKA W ThIMMHOK. [locIemHM 3aKiiamabIBacTCs
ruHeleil. TakuM 06pa3oM, 3a0XKeHHE OKOJIOIBET-
HUKa 1 aHIpOolIes IIPOUCXOIUT OTHOBPEMEHHO.

VY Ooubliieil YacTU OTHOMOJBHBIX, TIe OOHApYXKe-
HbI obmue npuMopauu (cMm. Endress, 1995; Hardy,
Stevenson, 2000; Narita, Takahashi, 2008; Remizowa
et al., 2012), oHu (popMUPYIOTCS TOJBKO IJIsI BHYT-
PEHHUX 3JIEMEHTOB OKOJIOLIBETHUKA M ThIYMHOK,
MPUYEM OKOJIOIIBETHMK MOXET ObITh KaK MPOCTOM,
TaK ¥ OBOMHOI, C CruIbHOM nuddepeHnnanueii Ha-
PYXHBIX M BHYTPEHHUX 3JieMeHToB (puc. 5m). Kak
MpaBWIO, IIOCJE 3aJIOXEHMS BHEIIHUX 3JIEMEHTOB
OKOJIOLIBETHUKA OJHOBPEMEHHO ITOSIBIISIIOTCS TTpU-
MOPJMU HAPYXHBIX THIYMHOK U OOIIKME MPUMOPIUU
BHYTPEHHUX 3JIEMEHTOB OKOJIOLIBETHUKA U THIUMHOK.
Takum o6pa3oM, BHYTPEHHHE 3JIEMEHThI OKOJIOLIBET-
HUKAa YW aHAPOILEH 3aKjIaabIBalOTCSI OMHOBPEMEHHO.
Jns sexkoropeix Commelinaceae B JmTeparype nMMe-
FOTCSI COOOIICHMS O 0a3UIEeTATLHOM Pa3BUTUM aHIPO-
1iesl — HapyXKHbIC THIUMHKU 3aKJIaAbIBAIOTCS TTO3IHEE
nosieieHust odmux npumopaues (Hardy, Stevenson,
2000). DTy TOUKY 3peHMsT MOXHO OIPOBEPIHYTh, TaK
KaK IIOCJIe 3aJIOKEHUSI BHEIIHUX ThIYMHOK Ha HUX
CWIBHO MaBIT pa3BUBAIOIIMECS YaIlleTMCTUKU, M3-3a
9TOr0 HapPYKHbIE THIYMHKM HECKOJIBKO 3alIep>KrBa-
I0TCSI B pa3BUTUU, UX TIPUMOPINN MEHBbIIIE MO pa3Me-
pY, 4TO CO3/1aeT BUIUMOCTD IMO3HETO UX 3aJI0KEHUSI
(cm. Taxke Endress, 2010b).

Mtak, B 01MroMepHbIX 1IBETKAX C OMHOKPYTOBBIM
VI ABYKPYTOBBIM aHApOLeeM HaJlMdue OOIINX ITPH-
MOPJIUEB OKOJIOLIBETHUKA W THIYMHOK ITPUBOIUT K
OIHOBPEMEHHOMY 3aJIOKEHUIO II0 KpaiiHeil Mepe
BHYTPEHHMX 3JIEMEHTOB OKOJIOLIBETHUKA W BCETO aH-
nponest. C 9yeM CBsI3aHO HATNYNE OOIINX TPUMOPI-

PEMU30BA

€B C 9BOJIIOIIMOHHOM TOUKHU 3pEHUST — HE COBCEM T10-
HSTHO. Y OBYIOJBHBIX OOIINE ITPUMOPINM JICTIECT-
KOB M TBIYMHOK OTMECYCHBI TOJIBKO Yy paCTeHI/Iﬁ C
BEpPXHEN 3aBsI3bI0. Y OMHOMOJBHBIX HATMYUE OOIIINX
MPUMOPANEB HE KOPpEeIUpyeT, KaK KaxXeTcsl, HU C
YyeM — OHU OTMEYEHbBI MPU JII0OOM TOJIOXKEHUH 3aBsi-
34 U JIO0OOM TUIIE OKOJOLBETHUKA. ANANTHUBHbII
CMBICJT HUTMYUS OOLIIMX TPUMOPAUEB TaKXKe HESICEH.
ApXUTEKTypa 1IBETKOB C OOIIMMM NPUMOPAUSIMU
BeCcbMa pa3HOOOpa3Ha W MOXET ObITh JOCTUTHYTA U
6e3 ux Hainmuusi. CUHIPOMBI ONbUIEHUS Takxke ca-
Mble pa3Hbie. MOXXHO ObIJIO Obl MPEATIONOXKUTD, YTO B
CUJIy OJHOBPEMEHHOTO 3aJI0KE€HUS OOJIBIIIOTO YMCa
OpraHoOB COKpalllaeTcsl abCOJIIOTHOE BpeMsl pa3BUTHUS
OBETKA, HO 1 9TO ITPEAITOJIOXKECHNEC HE HAXOOUT ITO -
TBEPKIACHUSI.

OBCYXIEHMNE

Kak BUIHO M3 TIpUBEAEHHBIX BBIIIE TTPUMEPOB,
clyyau OTKJIOHEHMSI OT CTPOTO aKpOIeTaIbHOTO 3aJ10-
JKEHUS OPraHoOB B LIBETKAX He peaku. C yBepEHHOCTHIO
MOXHO CKa3aTh, YTO 3TOT (peHOMEH He BCTpevyaeTcs B
CTIMPaJbHBIX LIBETKAX. Y ONHOMOJBHBLIX Oa3vIeTallb-
HBbI€ MAaTTEPHBI OTMEYEHBI TOJIBKO Y HEKOTOPBIX Triuri-
daceae (Ambrose et al., 2006; Rudall, 2008; Alvarez-
Buylla, 2010). Jdpyrue npuBeaeHHble Pynamn (Rudall,
2011) mpumepbl 0a3UIIETAILHOTO 3aJTOKEHUSI OPTaHOB
Y OTHOMOJIBHBIX, CTPOTO TOBOPSI, TAKOBBIMU HE SIBJISI-
1otcs. HanmpuMmep, oqHOBpeMEHHOE 3aJT0XKEHHUE ThIUK-
HOK M BHYTPEHHMX DJIEMEHTOB OKOJIOLIBETHUKA HE
CBUIETEJILCTBYET O Oa3UIeTaIbHOM 3aJI0KEHUM TI0-
cienHux. B 1iBeTkax ¢ MHOTOUMCIEHHBIMU ThIYMHKA-
MM TIPY CTPOTO aKpPOIETATBHOM MOPSIIKE UX 3aJI0Ke-
HUS WHOTAA BHEIIHWE THIYMHKM 3aJepPXUBAIOTCS B
Pa3sBUTHU, UYTO CBSI3aHO, BEPOSITHO, C AABJICHUEM Ha
HMX OKOJIOLIBeTHUKA. bosiee CiIoXXHBIN cirydaii Tipes-
CTaBJISIIOT NaIbMBI (Arecaceae: Arecales) ¢ mojimmep-
HBIM aHapolieeM. B opUrMHaIbHBIX MCCAEA0BaHUSIX
(Uhl, Moore, 1977, 1980; Uhl, Dransfield, 1984; Uhl,
1988) mokazaHo, YTO y MOJUAHAPUYHBIX TTAJIbM Thl-
YMHKU 3aKJIAIbIBAIOTCS aKPOIETAILHO KPyraMu Win
IpYIIIaMu B BUE IyT U CeKTOpOoB. IIpu 3amoxkeHUN
TBIYMHOK TPYIIAMU CHavaja TOSIBJISIIOTCSI TPYIIIIbI
HaIMpPOTUB BHEITHUX 2JIEMEHTOB OKOJIOIIBETHUKA, 3a-
TeM — HAlIpOTUB BHYTpeHHUX. ECIIN TBIMMHKY 3aKJ1a-
IBIBAIOTCS CEKTOPAMM, TO BHYTPH CEKTOPA OHU MOSIB-
JISTIOTCS aKPOIIETaJIbHO, pacIiojiarasich 6€3 BUAMMOIO
rnopsiaka. B caMbIX MHOTOTBIUMHKOBBIX LIBETKAX, BCE
MHOTOYMCJICHHBIE HEYITOPSIIOYEHHO pPaCIOJIOXKEeH-
Hble TBIYMHKU 3aKJIaablBalOTCSI OJMHOBPEMEHHO, HO
MPUMOPANU KpyIHHee OIMKe K LIEHTPY LIBETKA U ThI-
YMHKU, PACIIOJIOXXEHHBIE TT0 mepudeprun 1IBETKA, 3a-
Ma3abIBAIOT B PAa3BUTUM.

B 1MKIMYecKMX OJUTOMEpPHBIX LIBETKAX BBICIIIUX
JIBYIOJIbHBIX Oa3ureTalbHble MaTTepHbI CBSI3aHbI KakK
MPaBUJIO C OKOJIOLIBETHUKOM, a B IOJINMEPHBIX — C aH-
npoueemM. Pymann (Rudall, 2009, 2011), cucremaTusu-
pys pa3HOOOpa3ue ciydaeB 0a3UITeTATLHOTO 3aI0XKe-
HUSI OPraHOB, MPeIJiaracT BbIIEISTh MHTPA3OHATbHbBIC
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W WHTep30HAIbHBIE OaszureTanbHble maTTepHbL. [lom
30HOI1 OHA TIOHMMAET COBOKYITHOCTh OPTaHOB OITHOTO
TUIA — 30HA YalleJMCTUKOB, JIETIECTKOB, THIYMHOK
WIM ITUIOOOJMCTUKOB. 11 OMHOMOJBHBIX HeeHUE
OKOJIOLIBETHMKA Ha 30HBI HE yTO4YHsIETCsI. bombimmH-
CTBO BBISIBJICHHBIX CJIy4acB 0a3UIIETAIbHOIO 3aJ103Ke-
HUSI OPTAaHOB OTHOCSITCSI K MHTPAa30HAJbHBIM MaTTepP-
HaM — OpraHbl 3aKJ1abIBaIOTCS 0a3UNETAILHO B IIpe-
JIenax OOHOM 30HBI, KaK MNpaBWIO, 3TO ILBETKH C
MMOJIMMEPHBIM aHapolieeM. M3 HUX HEOOXOIMMO yaa-
JIUTh CJIy4Yau 3aIep>KKU pa3BUTUsI OPTAaHOB I1OCJIE UX
3aJI0KEeHUsI, Harpumep, y Aquilegia (Ranunculaceae)
MHOTOYMCJICHHBIE THIYMHKM 3aKJIadbIBAIOTCSI aKpO-
MeTajJbHO, HO UX CO3peBaHME MPOUCXOAUT OasuIie-
tanibHO (Feng et al., 1995; Tuker, Hodges, 2005; Ren
et al., 2011). UaTep3oHanbHbBIE BApUaHTHI, BCTpeya-
IoIIMecs B OJMIOMEPHBIX LIBETKaxX, OoJjiee pPEeaKH,
3/eCh BCSI 30HA 3aKJIabIBACTCS TTO3XKe PACIIOJIOXKEH-
HOM BBIIIE HEEe 30HBI, HAIIPUMEpP, JENEeCTKM I10CTIe
THIYMHOK. Hago ckaszarb, 4TO MHTEep30HAIbHEBIE Ba-
puaHTHI elle Oojiee peaKu, YeM Mpeajiaraet Pymamn
(Rudall, 2009, 2011). Tak, nipu 3aJ103)KEHUU DJIEMEH-
TOB OKOJIOLIBETHMKA Y MPOTUBOJIEXKAIIUX UM ThIUM-
HOK OOIIMMM IIPUMOPAUSIMM HapylIeHUsl aKpoIle-
TaJILHOTO TIOpSIIKA 3aJI0KEHUSI OpraHOB, CTPOTO ro-
BOpsI, He npoucxonuT. HekoTopblie U3 NpUBEAECHHBIX
MIPUMEPOB SIBJISIIOTCSI PE3yJIbTaTOM CIIOPHOM MHTEP-
IpeTaluy UCXOMHBIX JaHHbIX. HampuMmep, pa3Butue
uBeTKa Valeriana B ucxogHoii pabore Cattiep (Sat-
tler, 1973) onmchIBaeT Tak: CHavyajla ThIYMHKM, 3aTEM
JIETIECTKH, Jallleuka v TuHeneii. [1puBeneHHbIe MLTIO-
CTpallMy, OOHAKO, CBUACTEILCTBYIOT, UTO BEHUMK 3a-
KJIa[bIBAETCS I10 KpaliHEW Mepe OMHOBPEMEHHO C ThI-
YrMHKaMH (Ha 00IIIeM KOJIBIIEBOM MEPUCTEMATHYSCKOM
Ba/IMKe), TAKyIO II0CJIEA0BATEIbHOCTD 3aJI0KEHUS Op-
raHoB HaOmomanu u 'y Centranthus N3 TOTo Xe ce-
meiictBa (Erbar, Leins, 1996). Toxe camoe MOXHO
ckazarb u 1po Stylidium (Stylidiaceae, Asterales) —
cornacHo Cartiepy (Sattler, 1973) pasBuTue 11BeTKa
9TOTO pPacTeHUsl TakKKe HauMHAeTCsl C ThIYMHOK, 3a-
TEeM MOSIBJISIIOTCS YallleJIMCTUKU 1 BeHYnK. Ha uimio-
CTpaLMSIX K€ BUAHO, YTO BEHYUK MOSIBISIETCS OTHO-
BPEMEHHO C ThIYMHKAMM, a OO 3TOro — 4aiieyka,
MMEHHO TaKylo KapTuHy omnucaia Opbap (Erbar,
1992). O6Ga pacTeHUSI MMEIOT CITAalfHOJIEIIECTHBIN
BEHYUK, 3aKJIaIbIBAIOIIUICS KOJBIIEBBIM BaJMKOM.
HMutepriperanusa CaTTiepa cBsI3aHa ¢ TEM, YTO 3a IO-
SIBJICHUE OpraHa B pa3BUTHM LIBETKA OH MPUHUMAET
MOSsIBJIEHME €ro CBOOOAHOI Bepxylku (Sattler, 1973).
Taxxe CaTTiep He IPUHMMAET KOHUETIIUN OOIINX
MPUMOPAUEB JIEMECTOK/ThIYMHKA Yy BBICIIUX JIBY-
JIOJIHBIX (ITPU 3TOM OH HE MPOTUB OOIIUX TTPUMOP-
IVEB JIMCTOYEK OKOJIOIBETHMKA/THIYMHKA Yy OITHO-
JIOJIBHBIX C IIPOCTBIM OKOJIOLIBETHUKOM), TIO3TOMY BO
BCEX CIIydasix 3aJIOXKEHMS JielecTKa U ThIUMHKU 00-
UM TIPUMOPAYEM TIOCJIeA0BATEIbHOCTD Pa3BUTHS
WHTEPIIPETUPOBaHa KaK “ThIYMHKU Tepel BEeHYU-
koM”. CoracHo npencrasieHussM Carrtiepa Ha KpyTi-
HOM MPUMOPAVU THIMMHKY WU HUXKE HETO MOSIBISICT-
cs mpuMopanii nenectka. Barmsiner Cartiepa He sIBIIsI-
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1otcs oomenpuHaTeiMU (Ronse Dectaene et al., 1993;
Leins, Erbar, 2010).

Bce xe ciayyan HECOMHEHHBIX MHTEP30HAJIbHBIX
MaTTepPHOB CYILIECTBYIOT. B ImepBylo ouepenb, 3TO
OJINTOMEPHBIE IIBETKM HEKOTOPHIX ACTEPHUI, OCOOCH-
HO C TUIOTHBIMU COLIBETUSIMU, HAIpUMep, Bce Aster-
aceae, yactb Dipsacaceae s.str. u Valerianaceae s.str.
HecBoeBpeMeHHOE (MTO3Ke BEHYNKA) 3aJI0KEHUE Ya-
IIEYKX MOXKHO OOBSICHUTD C OMHOI CTOPOHBI PEAYyK-
I[IMOHHBIMU TEHIACHIUSIMU, C IPYTOM — TEeTePOXpPO-
HUS B Pa3BUTHUM OKOJIOLIBETHMKA ITO3BOJISIET COKpa-
T™ITh BpeMs pa3Butus (Naghiloo, Classen-Bockhoff,
2017) u oGecrieyuTh OO SKOHOMHOE pacxojioBa-
HUe pecypcoB. Tak Kak yallieuka s 3alUThl 0yTOHA
yXe He Hy>KHa, TO OCHOBHasI ee (DYHKIIUS Y IIepedrC-
JIEHHBIX BBIIIIE€ CEMEIICTB — y4acTHe B pacIIpoCcTpaHe-
HUM IUIoAoB. PaspacTtaThcs dallledka HayMHaeT
MMEHHO KO BpeMeHHU oOpa3oBaHUs T10A0B. TeM He
MeHee, HECMOTpsI Ha TMOo3[Hee 3aJl0KeHUE YallleuKu
pa3BUTHE IIBETKAa HAUYMHAETCSI C OKOJIOLIBETHUKA —
BCHYMK 3aKJIaAdbIBaeTCs Tepel WK, Kak y Valeriana-
ceae s.str., OTHOBPEMEHHO ¢ ThIdMHKaMu. Elle oguH
WHTEP30HAJIBHBIN ClIydail — 3aJ0KeHHUE JIETIECTKOB
nmocjiae TeiuuHOK y Lythrum (Cheung, Sattler, 1967,
Sattler, 1973; Rudall, 2009) u Trapa (Sinjushin, 2018)
n3 ceMeiicTtBa Lythaceae (Myrtales). LiBetku Lythrum
COYEeTAIOT IBa MHTPA30HAJIBHBIX I OMH MHTEP30HAIb-
HBII TTATTepH — CHAYaJIa 3aKJIaabIBASTCs YallleuKa, I10-
cJie Hee moaJalliie, 3aTeM Hapy>KHbIe THIYMHKY, TUHE-
1eii, BHyTpeHHUE ThIYMHKN 1 HAKOHEIl — JIETIECTKU. Y
Trapa mogyanivie U TH(IMUHKY HAIIPOTUB JIETIECTKOB OT-
CYTCTBYIOT, pa3BUTHE I[BETKA HAYMHAETCSI C 3aJI0XKe-
HUS YallleyKH, 3aTeM HAIIPOTUB YaIlICIMCTUKOB OTHO-
BPEMEHHO C HavajaoM (pOpMHUPOBAHUS TUITAHTUS 3a-
KJIaIbIBAIOTCS THIYMHKU, CJICAYIOIIMU Ha TUIAHTHUU,
yepeaysch ¢ YalleJUCTUKaMU 3aKJIadblBalOTCs Jie-
MeCTKM, MOCICAHUM TOsIBIsIeTCs TuHeleit (Sinjush-
in, 2018). 13 MHOTOUMCIIEHHBIX TTpeacTaBuTeNeii Ly-
thraceae pasButue uBeTKa Kpome Lythrum u Trapa
M3Y4YeHO TOJIbKO y Lagerstroemia, mjisi KOTOPOM Xa-
pakTepHa KOMIUIEKCHAs Oa3uIleTajbHasT IIOJIMAaH-
Ipus. Ha TUMNAHTUU, TPU 3TOM BECh JTOCTATOYHO
CJIOKHO OpraHW30BaHHbBIN aHIPOLICH 3aKIadbIBacTCSI
onHoBpeMeHHO (Ronse Decraene, Smets, 1991).
EnuHcTBeHHOE, 4TO OOBenuHsieT Lagerstroemia, Ly-
thrum n Trapa, — HanUuue TUIMAHTUS U OYECHb Ma-
JIEHbKME pa3Mepbl MpUMOpAueB JierecTkoB. Ilocie
3aJI0KEHUS JIETIECTKM OOJr0 HE YBEJIUMYMUBAIOTCS B
pa3Mepax, BIIOTh A0 CAMbIX IMTO3IHUX CTaAWI pa3BUTHSI
oyrona. IToxoxwuit ciayvait mpencrasisier Dirachma:
Dirachmaceae: Rosales (Ronse De Craene, Miller,
2004), y Dirachma TBIMMHKM PacCIOJI0XKEeHBI B OTUH
KpYT HalIpOTUB JIeIeCTKOB. JIerecTKu 3aKIaabpIBaloT-
Csl Ha TUIIAHTUM T1033KE THIYMHOK, MOYTU OJHOBpE-
MEHHO C TUIOJOJUCTUKAMU. 3aJloKeHUE JICTIECTKOB
Iocjie TRIYMHOK XapaKTepHO Takxke sl Astrantia:
Apiaceae (Erbar, Leins, 1997; Erbar, 2010). ¥ sToro
MIpeaCTaBUTEIIsI 30HTUYHBIX CHAyajla OOIIMMM TIpU-
MOPIUSIMU 3aKJIaIBIBAIOTCS YAILIEIMCTUKY Y TBIMUHKI
(3TO, BEPOSITHO, €MMHCTBEHHBIN CIy4yail OOIIMX Mpr-
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MOpIUEB TaKOTO TUIIA), OTHOBPEMEHHO C pa3ielieHU-
eM OOIIMX MPUMOPIUEB 3aKJIAAbIBAIOTCS JICTIECTKMU.
ITo nedMHUTUBHOI CTPYKType LIBETKa Astrantia HU-
YyeM He OTJIMYAeTCS OT APYTMX 30HTUYHBIX. B 11e710M B
OJINTOMEPHBIX IIBETKAaX BHICIIMX IBYIOJBHBIX pPa3BU-
THEe HAYMHAETCd C OKoJiolBeTHUKA. [Ipu 3anoxXeHnun
YallleyKH MOcje BeHYMKa MBI UMeeM JeNo ¢ Ga3urie-
TaJIbHBIM Pa3BUTHUEM OKOJIOLBETHUKA, MPU MO3THEM
3aJI0)KEHUM JIETIECTKOB aKpOIIeTAJIbHBIN IMaTTepH B
Mpejeax OKOJIOIBETHHUKA COXPaHSIETCSI.

Boinee nmpamaTnyeckue ciiydam MHTEP30HAIBHOTO
naTTepHa HaOII0MAIOTCS IIPU 3aI0KEHUH BCEX ThIYM-
HOK IIOCjie TUHellesd. 31eCh YK€ SIBHOE HapylleHHue
6a30B0i1 OCJIeA0BAaTEIbHOCTU — OKOJIOLIBETHUK-aH-
Ipolleii-TuHeleil. 3ajoXeHrue TUHeles Mepel aH-
JIPOIIeeM YCTaHOBJIEHO JJIsl 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). Xapaxk-
TEpPHO, 4YTO OJIKalIIne POACTBEHHUKM BCEX 3TUX
TpeX HEPOACTBEHHBIX APYT APYTY PaCTCHUI yKe MMe-
FOT CKJIOHHOCTD K ITO3THEMY 3aJ103KEHUIO TBIYMHOK. Y
000OBBIX ITPU PACITIOJIOKEHUM THIYMHOK 00Jice YeM B
OIWH KPYr BHYTPEHHME THIYMHKHU 3aKJIadblBalOTCS
no3xe ruHeues. s Lecythidaceae, Melastomataceae
n Hydrangeaceae B 1ieJ10M XapaKTepHa KOMILDIEKCHAsI
NOJMAHAPUS WIX 3aJI0XKEHME TBIYMHOK Ha TUIIaH-
tun. TakuM o0pa3oMm, yxKe XapaKTepHbIC IS TIPed-
CTaBUTEJE Ha3BAHHBIX CEMENCTB OCOOEHHOCTH JI0-
BEICHBI Y “IKTpeMaJioB” g0 Tnpeaesia. bplio 061 MHTE-
PECHO U3YYUTb TUCTOJOTUYECKHE OCOOSHHOCTHU
¢JIopabHOII MEpPUCTEMBI M IATTePH 3SKCIIPECCUU
“TBIMMHOYHBLIX” TeHOB B-Kilacca y 3THUX pacTeHUIA,
4TOOBI YCTAHOBUTD, SIBJISICTCS I BUAUMBINA TTOPSIIOK
3aJI0KEHUST OPraHOB TOYHBIM OTPa’k€HMEM BHYTPEH-
HMX, HE BUIMMBIX C [IOBEPXHOCTHU, ITPOLIECCOB.

BonbmmHCTBO pacTeHMIt ¢ TPOSIBJICHUSIMUI Oa3UIIe-
TaJIbHBIX ATTEPHOB — 3TO PACTEHMSI C KOMILJIEKCHOM
OasumneTaJbHON ITOJUAHAPUEH, T.€. OKOJIOIBETHHK,
aHJIPOLIEH U TMHELIEH KaK COBOKYITHOCTH COOTBETCTBY-
IOIIMX OPraHOB 3aKJIaIbIBAIOTCSI aKpOTETAIIBHO, ThI-
YUMHKWU Ha TEPBUYHBIX MPUMOPAUSIX 3aKJIadbIBAIOTCSI
6asuneranbHo. OcTajbHbIE BapUaHTHI KOMILICKCHOM
noJIMaHapuy 0oJjiee peaku. B uem mpuBiieKaTeIbHOCTh
aTtoro narrepHa? KpymHble IIBETKM ¢ MHOTOYMCIIEH-
HBIMM ThIYMHKaMM B KayeCTBE Harpaibl OITbUIMTETIO
MPeIOCTABISIIOT MbUTblLy. B Teopuu, yem OoJibliie Thi-
YMHOK, TeM Jiyulue. ITpu ctporo akponetrajibHOM 3a-
JIOXXEHUHU OPraHOB T'MHElIe BRIHYKICH “XaaTh”’, IO~
Ka HE IMOSBIATCS IIPUMOPINM BCeX THIMMHOK. Takoi
IIBETOK Pa3BUBACTCS OTHOCUTEIBHO I0JITO, PAaCTEHU-
SIM TIPUXOJIUTCSI UCKATh KOMIIPOMUCC MEXIY YBEJIU-
YeHMEM 4YMCjIa TBIYMHOK U COKpaIlleHMEM BpPEeMEHU
pa3BuTus LuBeTKa. ITlepexon K KOMIJIEKCHOM 6a3ume-
TaJIbHOM MOJIUAaHAPUY U3SIITHO CHUMAET BOIIPOC Bpe-
MEHU — WHIWBUAYAJIbHBIE THIMMHKUA (DOPMUPYIOTCS
MnapauieIbHO C TUHelleeM, a Oiarogapsi 30HAILHOMY
pPOCTY B OCHOBAaHUM aHAPOLIES YUCIO THIYMMHOK MOX-
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Ho ere yBenuauTh (Endress, 2006). OcobeHHO MHO-
TOYMCJAEHHBIMU TIOJIYYalOTCSI THIYMHKWA Ha KOJbIIE-
BBIX IIEPBUYHBIX MTpUMOpAUsX. Hanuuue 30HaIbHOTO
pocTa B OCHOBaHUY aHAPOLIEs] BLITOAHO OTJIMYaeT 6a-
3UIIETAJILHYIO OT aKPOIIETAIbHOM KOMIUIEKCHOM I10-
JIMAaHIPUM W TIPOCTOM MOJUAHAPUU HA TUMAHTUU C
3aJI0KEHMEM YacTU THIYMHOK ITocie TuHenes. [1pu
aKponeTaJbHOU KOMIUJIEKCHOM TIOJUMAaHAPUU HET
BO3MOXHOCTH YBEJIMYUTh YMCJIO THIYMHOK MOCJIe 3a-
JIOXKEHUSI TUHelles] — MepBUYHbIE TIPUMOPINYN Cpa3y
JIEMOHCTPHUPYIOT CBOM KOHEUYHBII pa3Mep, YMCIIO ThI-
YUHOK B 3TOM CJIydae MOKHO YBEJIMIMUBATH TOJIBKO
YMEHBIIIEHEM pa3Mepa MHIMBUAYAJIbHBIX IPUMOP-
JIMeB THIMMHOK OTHOCHUTEIBbHO pa3Mepa IepBUYHOTO
pUMOpAus. AKporeTalbHOe 3aJI0KeHNEe ThIMUHOK Ha
YIJIUHSIOIIEMCSl TUTIAHTUM, TIO-BUAUMOMY, TPYIHO
KOHTPOJIMPOBATh C TEHETUYECKOM TOYKHU 3peHMS — Ja-
e IpY YBEJIMYSHUN pa3MepOB T'MIIAHTUS JOIIOIHM-
TeJIbHbIE THIMMHKM TIOSIBJISTIOTCSI HE KO BHYTPU OT yXKe
WMEIOIIMXCS M YaCTUYHO TT0CJIe 3aJI0KEHUS TUHEeIes,
a MeXXIy HUMU U TIepelt 3aJI03KEeHUEM TUTOA0JIMCTUKOB,
T.€. YBEJIMYMBAETCSI HE UMCJIO KPYTroB THIYMHOK, a UX
quCciIo0 B yxXe mMeromuxcs Kpyrax (cMm. Ronse De-
craene, Smets, 1991, 1992; Hufford, 1998). 1 xotsa
pocTas IOJIMAaHAPUS Ha TUIAHTUM — BTOPOM IIO
pachpoCTpaHEeHHOCTHU TaTTEPH Pa3BUTUS MOJIUMEP-
HOTO aHAPOIEs Y BHICIINX ABYIOJbHBIX C LIUKJINYE-
CKMMMU 1LIBETKAMU, YUCJIO THIYMHOK B TaKUX I[BETKaX
PEIKO JOCTUTAaeT TAKOBOTO B IIBETKAX CO BTOPUYHOM
TTOJIMAHAPUEIA.

3AKJIIOYEHUE

Htak, 1 60JblIMHCTBA MOKPHITOCEMEHHBIX Xa-
paKTepeH CTPOTo aKpoIeTaabHbIN MOPSII0K 3aJ10Ke-
HUS OpraHoB 1IBeTKa. OTKJIOHEHUS OT 3TOTO MOpSIaKa
MOXHO BCTPETUTh TOJBKO B IMKINYECKUX IIBETKAX.
s Toro, 4TOOBI JTydlile TTOHSTh pa3HOOOpa3ue OT-
KJIOHEHUI OT CTPOTO aKpolleTaJbHOTO TopsiaKa 3a-
JIOXKEHHUSI OPraHOB B IIBETKaX MOXHO ITOCTPOUTH
MPOCTPAHCTBO JJOTUYECKUX BO3MOXHOCTEN MO IBYM
rmapaMeTpaM — akpolieTaabHoe/6a3numneTajlbHoe 3a-
JIOXX€HME COBOKYMHOCTE! OpraHoB, T.€. OKOJIOLIBET-
HUK-aHApOLe-TUHeleil u akponeTtajibHOe/0a3u-
MeTaIbHOE 3aJI0KEeHWEe OpPraHoB B Tpeaesiax OJHOM
Kateropuu (tabi. 1). B memnom, 1IBEeTKOBBIE pacTe-
HUSI OYEHb HEOXOTHO HapyllialoT 6a30Byl0 akporne-
TaJIbHYIO MOCJIEN0BATEIbHOCTD 3aJI0XKEHUSI KAaTeTO-
puit opraHoB “OKOJIOLBETHUK-aHApPOLEH-TUHeLe”.
OTKJIOHEHUSI OT 3TOI MOCAea0BaTEIbHOCTU MPOSIB-
JISIFOTCSI B OCHOBHOM B TOM, YTO 1) 4acTh OpraHoB O/1-
HOW KaTeropuu 3akJiablBaeTcsi OMHOBPEMEHHO WU
TOCJIe PacIiojIOXXEeHHOM BbIlLIE OPraHOB APYroi KaTe-
ropuu (BHyTPEHHUE DJIEMEHTHI OKOJIOLIBETHUKA OJ-
HOBPEMEHHO C ThIYMHKaMHU, YaCTb TBIYMHOK ITOCJE
ruHeles), 2) 4acTh WU BCE OpraHbl olpeaeeHHO
KaTeropuu 3aKJaJbIBalOTCSl MO3XKe PacIiooKeHHOM
BbIIIe KATETOPUM OPTAaHOB, HO B 3TOM CJlyyae OHU 3a-
KJIagpIBalOTCSI Ha “CBOEBPEMEHHO” TIOSIBUBIIIMXCS
MEPBUYHBIX TPUMOPAUSIX (YaCTh WJIM BCE UHIUBUIY-
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OpraHbl BHYTPHU KaxKa0i OKOJIOLIBETHUK AHnpapoueit T'uHeuei
KaTeropuu akporeTaibHO 06azuneTaabHO 0asureTaibHO OasuneTasbHO
OKOJIOLIBETHUK - bazoBblii BappaHT LBeTku ¢ momyaiuem | LIBeTku ¢ moaumep-
aHApouei-ruHeuen (IMCTOYKM MOAYALIUS | HBIM aHIPOLIEEM U KOM-
aKporneTagbHO MocJe YalleJIMCTUKOB | IJIEKCHOM
U OOBIYHO OJJHOBpE- | MOJIMaHApUeH
MEHHO C JIETIECTKaMu);
OJIUTOMEPHBbIE 1IBETKU
(yarreyka mocJjie
JIETIECTKOB)
YacTuuHoe OTKIIOHE- | BHYTpeHHME DJIEMEHTHI OnuromepHsle IBeTKU | YacTh TBIMMHOK MOCIE
HMEC OT CTPOI'O aKpPOIIC- | oKOJIOLIBETHUKA OJTHOBpE- (qame‘{Ka I10CJIC TMHELECA B LIBETKAX
TaJILHOTO MOpsiIKa MEHHO C aHIPOLIEEM JIETIECTKOB U OJTHOBPE- | C MOJIMMEPHBIM aHIIPO-
“OKOJIOLIBETHUK- (LIBETKH C OBIIIMHY TIpiMop-| MEHHO C AHIPOLIEEM | 1IeeM 1 KOMIUIEKCHOM
aHApouen-TuHenein” M) WJIU TIOCJIe HETO) noJiMaHapuen
Lythrum, Trapa, Dirachma,
Astrantia — nenecTKu nocie
a”apoues;
4acTh THIYMHOK I10CJI€ TUHE-
11es B LIBETKaX C ToJuMep-
HBIM aHAPOLIEEeM U TIPOCTOM
MoJIMaHApueit Ha TUTAHTUU
WJIN KOMIUIEKCHOM TOJIMaH-
npuen
IMonHoe oTkiioHeHUEe | OKOJIOLBETHUK OJIHOBpE- Platycrater, Napo- Nuseptupo-
OT CTPOro akpoOIl€Ta/lb- | MEHHO C AHIpPOLIEEM leonaea — aHﬂpOHefI BaHHBIC
HOTO TopsifKa “0KoJIo- (LIBETKH ¢ OGLIMMY MPUMOP- rnocJe TuHeuest LIBETKU
LIBCTHI/IIu(;aH)IpOHCI/I— MAMK);
ruHenen Senna, Conostegia — aHIpO-
el roce TMHenest

aJIbHbIC THIYMHKM TMOCJIC TUHELIesT TPU KOMILJIESKCHOM
MoauaHApUM), 3) OTHOBPEMEHHOE 3aJI0KEeHHE IBYX
KaTeropuii opraHoB (OKOJIOLIBETHUK OJHOBPEMECHHO
C aHIpOlIeeM y HEKOTOPbIX OOHOMOJIBHBIX) U 4) BCe
OpraHbl OIpenesIeHHOM KaTeropuu nocje Bhlliepac-
MOJIOXKEHHBIX OPraHOB APYroil KaTeropuu (ruHeuei
MocJie aHapolless B MTHBEPTUPOBAHHBIX LIBETKAX, Pel-
KHe cilydyau 3aJIOKEeHMsI BCeX ThIYMHOK MOc/e TMHe-
1esl y BBICIIMX JIBYIOJbHBIX). 3ajlOoKeHUE OpPraHoOB
1IBETKa BCeraa HauMHaeTCsl ¢ OKOJIOLBETHMKA U TO-
YTU BCeTAa 3aKaHYMBaeTCs TUHelleeM (KpoMe ciiyda-
€B TPOCTOi TOJUAHAPUU HAa TMMNAHTWUM, TOe 4YacTb
TBIYMHOK 3aKJIadbIBalOTCS T103Ke TMHELesI 1 KpoMe
CHElMaIbHO OrOBapMBaeMbIX CJIydyaeB Yy BbICHIMX
IBYIOJbHBIX). B mpenenax Kaxmaoii KaTeropuu 3aj10-
XKeHMEe OpTaHOB TaKxKe OOBIYHO aKkpoIlieTaibHoe. ba-
3UTEeTATLHOE 3aI0XKEHUE 2JIEMEHTOB OKOJIOLIBETHU-
Ka MOXHO Ha0JIIOaTh B OJIMTOMEPHBIX IIBETKAX BBIC-
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X ABYAOJbHBIX (‘{a]J_ICHI/ICTI/IKI/I ITOCJIC JICTIECTKOB Y
acTepu, JMCTOUYKHM MOJUAlLIHS TTOCIIEe YallleTUCTUKOB
B LIBETKaXx ¢ mmogyamnireM). basuneranbHoe pa3BuTue
aHIpolesT XapaKTepHO i1 HECKOJBbKUX HECBSI3aH-
HBIX OJIM3KMM POJICTBOM TI'PYIIN ABYIOJbHBIX C KOM-
MJIEKCHOM TMonnaHapueit. basumetaisHoe pa3BUTHE
T'MHELEesd MOXKHO O6Hapy)KI/lTb TOJIBKO B MHBEPTUPO-
BaHHBIX LIBETKaX.

Bce 3tu pazHo0oGpa3Hble NATTePHEI BOZHUKAIOT C
OIHOM CTOPOHBI HE3aBUCUMO B HEPOACTBEHHEBIX IPYT
IPYTY CEMEMCTBAX U JaxXke IMOPSaKax IIOKPBITOCEMEH-
HBIX, & C OPYTOl CTOPOHBI POABI, MPUHAIJIEXAIINE
OIHOMY CeMeiCTBY (a MHOIIA U BUAbBI OJTHOTO pojaa)
MOTYT JEMOHCTPUPOBATh pa3Hble MaTTePHbI Pa3BU-
s uBetka. Hampumep, y Hydrangeaceae 3aukcu-
pOBaHbLI TUIIWYHBIA ITAaTTEPH, IPOCTasl MOJIUAHIPUS
Ha TUIaHTUM, KOMIUICKCHAS IOJIUAHAPUS U 3a7103Ke-
HHe Bcero aHapoiiesa nocie ruHenes (Roels et al.,
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1997; Hufford, 1998, Ge et al., 2007). C yBepeHHO-
CTBIO MOXHO CKa3aThb, YTO OTKJIOHEHUSI OT TUITUIHO-
rO BapraHTa Pa3BUTHS IIBETKA COCPETOTOUYECHBI B OC-
HOBHOM B TpyMIie BbICIIUX ABYAOJbHBIX (eudicots),
HO 3TO JaJIeKO He eIMHCTBEHHAs TPYyIIITa pacTeHUIA C
IIUKJIMIESCKUM [BETKOM. [1pMIMHBI BOSHUKHOBEHUS
TOTO WJIM MHOTO TATTEpPHA, €T0 aTallTUBHBIN CMBICIT
TaK>Ke He BCerna SICHEI.

PaGota BhITIONTHEeHA Tipu TToaaep:kke PODU (6a-
3aJIbHBIEC TPYITITHI TOKPBITOCEMEHHBIX, TPOeKT 18-04-
00797a) u PH® (omHOomoabHBIC, TTPOCTPAHCTBO JIO-
I'MYEeCKUX BO3MOXHOCTeH, rpoekT 19-14-00055).
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One Step Forward, Two Steps Back: Non-Acropetal Patterns
of Initiation of Floral Organs in Angiosperms

M. V. Remizowa*

Department of Higher Plants, Faculty of Biology, Lomonosov Moscow State University,
Leninskie Gory, 1 (12), Moscow, 119234 Russia
*e-mail: margarita.remizowa@gmail.com
Received May 13, 2019; revised June 1, 2019; accepted June 8, 2019

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
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