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BBenenune

AxmyanvHocmes memul UCCIE008AHUSL U CTeNneHb ee pa3padomaHHOCmu

Bonpocsl MpoUCXOKICHUS U PAaHHEN 3BOJIIOLMHM LIBETKOBBIX PACTEHHM OCTAKOTCA OJHUMH W3
HanOoJiee aKTyallbHBIX M JMCKYCCHOHHBIX Mpo0ieM coBpeMeHHoW Oortanuku (Bateman et al., 2006;
Doyle, 2008, 2012; Friis et al., 2011; Herendeen et al., 2017; Wang, 2018; Coiro et al., 2019; Bateman,
2020; Zhang et al., 2020; 3aBbsisioBa, Teknea, 2021; Guo et al., 2021; Asar et al., 2022; Benton et al.,
2022). CuHTe3 IaHHBIX (DUIIOTEHETUKH, CPaBHUTEIBHOW MOP(OJIOruM, OHOJIOTUH Pa3BHTHS,
Najaeo00TaHUKHU U T€HETUKU Pa3BUTHUS JTaeT MOTEHIMAN JJIs BBISIBJICHUS HAIPaBJIECHUMN BOJIIOIIMOHHBIX
npeoOpa3oBaHuii MOP(OJOrMUECKUX NPU3HAKOB B XOJ€ pPaHHEW SBOJIONUH MOKPHITOCEMEHHBIX
pactenuii. HecMoTpst Ha 00JIBIIION TIPOTpece B 3TOM 001aCTH, TOCTUTHYTHIN B MOCJIEAHUE JCCATUICTHS,
MHOTHE BOMPOCHI BCE €I JAJIEKH OT CBOErO paspelieHusi. B 4acTHOCTH, 3TO CBSA3aHO C HETOJHOTOM
(haKTUYECKUX JaHHBIX 110 CTPYKTYPHOU OpraHu3alry 1 3aKOHOMEPHOCTSIM MOp(OreHe3a BereTaTUBHBIX
U PENpOTyKTUBHBIX €IMHULL y IPECTaBUTENIEH psijia KIFOUEBBIX TAKCOHOB, a TAaKXkKe C pa3HOrIacHsIMU B
HHTEpIpeTaIny y)ke u3BecTHbix ceeacuuii (Doyle, Endress, 2000; Endress, Doyle, 2009; Sauquet et al.,
2017, 2018; De-Paula et al., 2018; Sokoloff et al., 2018a; Riimpler, Theien, 2019). Ognum u3
OTpaHUYEHUN MpPU PEKOHCTPYMPOBAHUHM HCXOIHBIX COCTOSHHM NPU3HAKOB SIBISIETCS HEIOCTATOK
JAHHBIX IO MOP(OJIOTUU U OCOOEHHOCTSM Pa3BUTHUS JIJIsI MHOTUX BHIOB MOKPHITOCEMEHHBIX PACTCHUN
(Sauquet et al., 2017; Sauquet, Magallon, 2018; Sokoloff et al., 2018a).

[IpenacraBurensiM paHO JMBEPrUPOBABIIMX TPYININ IBETKOBBIX PACTEHUNW CBONCTBEHHBI
HEKOTOpble 0COOEHHOCTH, HE XapaKTepHbIe i OoJiee MPOABUHYTHIX TPYII, COCTABISIOUINX OOJIBIIYIO
4acTh MOKPBHITOCEMEHHBIX PACTEHHI, U HEPEIKO BCTAE€T BOMPOC O TOM, SIBJISIOTCS 3TH OCOOEHHOCTHU
MIPUMUTUBHBIMH WJIM, HAIIPOTUB, CBUIETEIBCTBYIOT O BBICOKOW CIIEHAIN3AlNN KOHKPETHOMN JpeBHEN
muand  9Bosronmd.  AJLTaxtsmksa  (1966), aHanu3upys 3aKOHOMEPHOCTH — 3BOJFOLIMOHHBIX
peoOpa30BaHMil JKUBBIX OPraHU3MOB, CHOPMYIUPOBAN MPUHIUI FETEPOOATMHUH, COTTIACHO KOTOPOMY
TEMIIbl HBOJIIOUOHHBIX W3MEHEHUW pA3JIUYHBIX NPU3HAKOB TAaKCOHA MOTYT pa3inyaThbCsi, YTO
MPOSIBIIIETCS. B MO3aUYHOM COYETAaHHHM Yy OpraHum3ma Oojiee apXaudHbIX U 0OJiee MPOTPECCHBHBIX
npu3HakoB. Takas BHYTPUCUCTEMHAas CTPYKTypHas «pa3HOCTYNEHYATOCTb» OYEHb XapaKTepHa, B
YaCTHOCTH, JUIS apXauyHBIX MNPEJICTABUTENEH TOKPHITOCEMEHHBIX PACTEHU, JOTIOTHUTEIBHO YCIOKHSIA
aHaM3 myTel npeobpasoBanuii mpusHakos (TaxramksH, 1966).

XapakTepHOl 4epToil OOJBLIMHCTBA MOKPHITOCEMEHHBIX, @ TAKXE TOJIOCEMEHHBIX PacTEeHUil
SBJISIETCS TeMMaKCHIUIIPHOCTh, MPUOOpPETEHHAas CEMEHHBIMU pACTEHUSIMU Ha paHHUX dTamax HUxX
sposmorun (Iatuyk, 1974). I'eMMakCHIIISIpHBIM pPAcTEHHSM CBONCTBEHHO MAa3ylIHOE BETBIICHUE
no0eroB, KOTOpO€ MOJpPa3yMeBAET, YTO JaTepajbHble MOYKH (POPMHUPYIOTCS B IMazyxXaxX KPOIOLIUX
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(cunanomopuii) cemennnix pactenuii (Galtier, Holmes, 1982; Meiien, 1987; Chomicki et al., 2017).
JIvmb HEOOBIIOE YKCIIO TPYII COBPEMEHHBIX CEMEHHBIX PAaCTCHMI HA MEPBBINA B3I HE 00JaaaeT
3TUM (PyHIAAMEHTaTbHBIM CBOMCTBOM, OJIHAKO MPEANOIAraeTcsi, 4To MOP(OIOTHUECKHd Na3ylnIHOe
MOJIOKCHHUE JIaTCPATBHBIX IMOYEK, MO KpalHeH Mepe B psle ClydaeB, MACKHPYETCS BTOPHUYHBIMH
npeoOpa3oBaHUsAMHU  TMOOETOBBIX cucTeM. Hambosee  WM3BECTHBIMH — NPHUMEpPaMH  MOJOOHBIX
peoOpa3oBaHUi ABJISAIOTCS TaK Ha3bIBAEMbIC METATOINHU — SIBIICHHUS «CIBUTA» MA3yIIHON MOYKH BBIIIC
Ma3yxu JIMCTa WK, Hao0opoT, Ha kporomuii muct (Weberling, 1989).

IMopsinok Nymphaeales u pox Ceratophyllum (Beiaensiembrii ceifuac B OTACTBHBINA HOPSIOK
Ceratophyllales) — nBe oueHb cBOeOOpa3HbIe PaHO JAWBEPrUPOBABIIUE TPYIIBI TOKPHITOCEMEHHBIX
BOJHBIX PACTEHUH, HE CBSI3aHHBIC CECTPUHCKUMH OTHOIICHHSMH. OJHAKO OO0CHM ITHM TpYIIaM
CBOMCTBEH PSJI CXOTHBIX MOP(OIOTHYECKUX YEPT, HEMPOCTHIX B OOBACHCHWH, HO MPHHIIUIHAILHO
BaXHBIX JIJISI TOHUMaHMs CIICHAPHEB pPaHHEH SBOJIIONMU [BETKOBBIX pacTeHHWi. B wacTHOCTH, IS
MIPEJICTAaBUTENICH ITUX TPYIIT XapaKTePHBI HEOOBIYHBIE 0COOSHHOCTH apXUTEKTYPHI TOOETOBBIX CHCTEM,
TpeOyIOIIMe JETATHHOTO HW3YUeHUs W B3BEIICHHOW HHTeprperanud. CTpoeHHe pernpoyKTHBHBIX
OpraHoB Kak pacteHuit mopsaka Nymphaeales, Tak u poga Ceratophyllum Bei3siBaeT psii BOmpocos,
KacaroluXCsl TPAHUI] ¥ TOMOJIOTHH PEIPOTYKTHBHBIX SIUHUIL, 2 TAKXKE WHTEPIPETAIIMHA HAOII0]aeMOT0
CTPOCHHUsSI TE€X WJIM HMHBIX OPraHoB. MOJICKYISpHO-(QHIOTCHETUYECKAE HCCIICIOBAHUS BBISIBIIIA B
npenenax MOKPHITOCEMEHHBIX PAacTeHHH MOHOQMIECTHUECKYI0 rpymy Mesangiospermae, B COCTaB
KOTOPOH BOIUIM OJHOJOJBHBIC, Bhicmine aBymosbhbie (Eudicots), marmommuasr, Ceratophyllum wu
Chloranthaceae; tpu ocraBmnecst BeTBu 1BeTKOBbIX — Amborellales, Nymphaeales u Austrobaileyales
— COCTaBIAIOT Oa3anbHyI0 rpaay nokpeitoceMenusix (Moore et al., 2007; APG 1V, 2016; Graham, lles,
2009; Soltis et al., 2011; Sauquet et al., 2017; Sauquet, Magallén, 2018). CoriacHo MOJEKYISIPHO-
¢dbunoreHeTMUeCKMM  JTaHHBIM, TOpsAoK Nymphaeales (B cocraBe cemeiictB Cabombaceae,
Nymphaeaceae, Hydatellaceae), BeposTHO, IpeACTaBIsAET COOON CECTPUHCKYIO I'PYIITY KO BCEM IPOYNM
COBPEMEHHBIM MOKPHITOCEMEHHBIM 3a nckiaroueauem Amborella (APG 1V, 2016; Graham, lles, 2009;
Soltis et al., 2011). Pox Ceratophyllum 3anuMaer 060co0IeHHOE ¥ HEONPEACICHHOE MOJIOKEHHE B
rpynne Mesangiospermae, U aHaiu3 pa3HbIX HAOOPOB MOJIEKYISIPHO-(PHIOTCHETUYECKUX JTaHHBIX, a
TaKXKe MPUMEHEHHE Pa3IMYHBIX METOJIOB UX OOpabOTKH MPHUBOIMIN Pa3HBIX aBTOPOB K Pa3IMYHBIM
BBIBOJIaM KacaTeJIbHO €ro POJICTBEHHBIX cBs3el (Jansen et al., 2007; Moore et al., 2007; One Thousand
Plant Transcriptomes Initiative, 2019; Guo et al., 2021; Antonov et al., 2000; Moore et al., 2011; Zeng
et al., 2014; Xue et al., 2020). TmaTeapbHOE U3yUEHHE U COMOCTaBICHHE MOP(OIOTHUECKUX TIPU3HAKOB,
000CHOBaHME TOW WJIM MHOM WHTEPIPETALUN OPraHOB NpezcTaBuTeneii nopsaka Nymphaeales u poaa
Ceratophyllum umeet 6osbIlIoe 3HAUYEHHE HE TOJBKO [T TOHMMaHKsI 0COOCHHOCTEH 3THX TPYII, HO

L BOSMOKXHOCTH KOPPEKTHO I'CHECPUPOBATH Ha6opm JaHHBIX IJI JaJbHEWIIHUX (I)I/IJ'IOFCHCTI/I‘{CCKI/IX
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MMOCTPOCHHMIA, KOTOPBIE, B CBOIO OYepE/b, MOTYT MOBJIHATH Ha (PYHIAMEHTAIbHBIC MPEACTABICHUS 00
ABOJIFOIMH TE€X WU WHBIX MMPU3HAKOB MOKPHITOCEMEHHBIX PACTEHUH.

[opsinok Nymphaeales maBHO mpuBieKaeT NMpUCTaTbHOE BHUMAaHHUE HCCIIEAOBATENeH B CHILY
nenoro psnga npuuuH. [Ipexkae Bcero, mo MHOTHM TpH3HAKaM (TpaBsHHUCTas XU3HEHHas (opwma,
OTCYTCTBHE BTOPHUYHOTO YTOJIIEHUS OCEBBIX OPraHOB, Ha TEPBBIM B3I OCCHOPSAOYHOC
pacroiokeHue MHOTOYMCIICHHBIX TIPOBO/SIIUX ITYYKOB B CTe0I€, CTPOCHUE MTPOPOCTKOB, 0COOCHHOCTH
YCTPOICTBA aNmUKaIbHOW MEPUCTEMBI KOPHS, HEKOTOPHIE OCOOCHHOCTH CTPOCHUS PEIPOJTYKTHBHBIX
opraHoB) mnpencraButeneid Nymphaeales panee cOmmkanu ¢ OAHOMOJBHBIMHU, TIpeIIoaras
MIPOUCXOXKIACHUE OJHOJOJIBHBIX OT KYBITWHKOIBETHBIX JIMOO TPOUCXOXKJIECHUE ABYX ITHUX TPYIII OT
obrrero npeaka (Hanpumep, Schaffner, 1904; Hallier, 1905; Meiiep, 1960; Taxtamksu, 1966, 1987).
[Tpu 3TOM pa3IUYHBIC aBTOPHI IO-PA3HOMY TPAKTOBAIN YHUKAITBHBIC YePThI KYBITUHKOIIBETHBIX, TAKHE
KaK Ka)KyIlIeecss BHEIA3YIIHBIM T0JIOKEHHE OOKOBBIX TT00eroB. JlaHHBIE MOJICKYISPHON (DUIIOTCHETUKH
MPOTUBOPEYAT THIIOTE3€ O CECTPUHCKHUX OTHOIICHUSX MEXKTy KYBITHHKOIIBETHBIMHU U OJHOOIHHBIMH,
HO COTJIACYIOTCS C TPAIUIIMOHHBIME MpecTaBIeHusIME 0 ToM, uto Nymphaeales — ora u3 apxanaHbIx
IpyIN TMOKpbITOCeMEHHBIX pacTenuit. Pox Nuphar, npunamiexamuii k cemeiictBy Nymphaeaceae,
CUUTACTCS CECTPUHCKMM [0 OTHOIICHUIO K OCTalbHbIM ero mnpencrasutensm (Padgett, 2007) u
MPEJCTaBISET OCOOBI MHTEpEC, IMOCKOIBKY OONagaeT psaoM apXamdHBIX OCOOCHHOCTEH, TaKMX Kak
BepxHss 3aBs13b (Les et al.,, 1999; Borsch et al., 2008; Taylor, 2008; He et al., 2018). DtoT pox Taxxke
SIBIISICTCS KJIFOUEBBIM ISl PEHICHHS BOIIPOCca 0 MOP(OIOTHIECKON MPUPOIe YHUKATBHBIX MOOErOBBIX
CHCTEM KYBITUHKOBBIX.

Jnst npeacraButeneii cemeiictBa Nymphaeaceae xapakTepHO HAJTHYUE CHHKAPITHOTO TUHEIES 1
bopmupyromuxcs u3 Hero tumnos mwioga (Borsch et al., 2008; Suenko u ap., 2012; Bobrov, Romanov,
2019). U3 nByx JApyrux CEMEHCTB, OTHOCHUMBIX K mopsaky Nymphaeales, mpenctaBUTensIM
Cabombaceae cBoiicTBeHHa amokapmnus, a nectuku y Hydatellaceae oOGpa3oBaHbl €IMHCTBEHHBIM
wiogomuctukom (Moseley et al., 1984; Igersheim, Endress, 1998; Rudall et al., 2007; Sokoloff et al.,
2013). INonyueHHbIE IIyTEM aHATU3a IUTACTH/IHBIX TCHOMOB JTaHHBIC TAKXKE HE HCKITFOYA0T CECTPUHCKOES
nonoxkerre Nuphar mo ornomenuro k Cabombaceae (Gruenstaeudl et al., 2017; Gruenstaeudl, 2019).
Kak ormeueno M. Gruenstaeudl (2019), Bompoc o monoduanu cemeiictBa Nymphaeaceae ocraercs
OTKPBITBIM, M XapakTep (HIOTEHETUYECKHX TIMOCTPOCHUI CHJIBHO 3aBHUCHT OT KOHKPETHOTO
aHAJM3UPYEMOTO TUTACTHUIHOTO T'eHa U MeTo 1a 00paboTku AaHHbIX. J[BoiicTBeHHO € mostoxkenne Nuphar
JOTIOTHUTENBHO YCIIOKHSIET PEKOHCTPYHPOBAHUE apXaWdHOTO COCTOSIHUA psAla TPHU3HAKOB, B
YaCTHOCTH, MPU3HAKa IIEHOKapHuHu. B CIOXMBIIEHCS CUTyallud NPEICTABISIETCS KpaiHE Ba)KHBIM
aetaibHOE M3ydeHue mopdonoruu Nuphar.

Jns xaxmoro u3 ceMelcTB mopsaaka Nymphaeales wmopdonoruueckass WHTEpIpETAIHs

PAaCIIOJIOKCHHUA OOKOBEIX ITOOCTOB ", B OCO6€HHOCTI/I, IOBCTKOB, SBJIACTCA BECbMa HpOTI/IBOpe‘-IPIBOﬁ
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(Raciborski, 1894a, b; Cutter, 19573, b, 1958, 1959; Chassat, 1962; Richardson, 1969; Moseley, 1972;
Schneider et al., 2003; Grob et al., 2006; Endress, Doyle, 2009; Sokoloff et al., 2009). Hau6oee
HEOOBIYHON 0COOCHHOCTHIO KOPHEBHII] KYBITMHKOBBIX SIBIISIETCS TO, YTOPACIIOJIOKCHHBIE HA HUX I[BETKU
BBITJISAIAT JIATEPATLHBIMHE, HO HE UMEIOT SICHO BRIPKCHHBIX KporomuX JicTheB. [1o maenuto E.G. Cutter
(1961), pacnonoxenue 1BeTkoB U ymctbeB Nuphar u Nymphaea kak 4ieHOB €MHOW FeHEeTHYECKOi
CIIUPAJIH SBIISIETCS UCXOHBIM COCTOSTHUEM TS THX PACTCHUM, U, TAKUM 00pa3oM, FTeMMaKCHIUIIPHOCTh
HE SIBIIICTCS 00S3aTCIIHBIM, HEIPEMEHHBIM CBOWCTBOM BCEX TMOKPHITOCEMEHHBIX. 1o npyromy mytu
peuienus 3ot podiemsl uaetr M.F. Moseley (1971), nonarasi, uto usetku y Nuphar ncxoaHo Obliu
Ma3yIIHBIMH W Pacrojiaraiuch Ha OOKOBBIX MOOErax, HO B XOJE SBOJIOIUHU MPOU3OILIA PEIyKITHS
MTOCJICTHUX JIO KOPOTKOTO ()parMeHTa OCH B OCHOBAHHH I[BETOHOXKHU. BBICKa3aHO Takke MHEHUE O TOM,
YTO MCXOJHO Pa3BUTHIC KPOIOIINE JINCThS IIBETKOB PEAYIIMPOBAIKCH B X0JI€ IBOJIOINH, a KOPHEBHUIIIA
KYBUIMHKOBBIX CJIEyeT WHTEpNpeTupoBaTh kak rurantckue kuctu (Endress, 2001). lononaHurensHO
MO’XKHO BBICKA3aTh TPEINOJIOKEHHE O CUMIIOJUAIBHOM HapacTaHWUU IMOOETOB Yy TpeacTaBUTENEH
Nymphaeaceae, mpu KOTOPOM KaKJIbIi U3 IIBETKOB SBJISETCS TEPMUHATBHBIM, a «IIPOJIOJDKEHUE) TTo0era
Ha caMOM JIeJie MPEeJCTaBIsIeT coOO0M Mma3ynrHbiii 00koBoOM mober. Takoe cTpoeHre moOeroBOi CUCTEMBI
BBISIBIICHO, B 4acTHOCTH, y Pinguicula moranensis u3 cemeiictBa Lentibulariaceae, mpudem aBTOpbI
MPOBOJST CpaBHEHHE C KYBIIMHKOBBIMHU, XOTS M HE JAENAIOT BBIBOJ O €IMHCTBE IJIJaHA CTPOCHUS
mo6eroBeIX cucteM B 3TuX rpynnax (Grob et al., 2007; Degtjareva, Sokoloff, 2012). Pazusim ciocobam
OOBSICHEHHUSI BUMMOMN PaBHOIICHHOCTH IBETKOB W JHCTheB B (pusmtorakcuce y Nuphar u Nymphaea
COITYTCTBOBAJIM pPa3Hble TPAKTOBKU IPHUPOJBI YEIIYEeBUAHOTO OOpa3oBaHMs, KOTOPOE HMEETCsS MpU
ocHoBaHuu 1BeTOHOKKK y Nuphar u orcyrcreyer y Nymphaea. ITo muenuto E.G. Cutter (1959), stot
opras mnpezicTaBisieT co0o0il nmepBoe MPOU3BOAHOE (PIOPATBEHON MEPUCTEMBI, TOMOJIOTUYHOE IEPBOMY
yamenuctuky Nymphaea. M.F. Moseley (1971) ke mpuXoauT K BEIBOAY O TOM, YTO 3TO YEIIyEBHIHBII
MPUIIBETHBIN JINCT PEAYIIMPOBAHHOTO MOOEra, HECYIEero JaHHbIM 1BeTOK. Hakonel, mo maenuto P.K.
Endress a. J.Doyle (2009), uenryeBuaHbIN OpraH ABISETCSA PEIyLHIHPOBAHHBIM KPOIOIUM JIHCTOM IIBETKA.

BeposTHO, IMEHHO CJIOKHOCTH B MHTEPIPETALMU YEUIyeBUAHOTO (ULIOMa MPU OCHOBAHHUH
1BeTOHOKKKM y Nuphar u mpoTuBOpednBBIC B3IJSIIBI PA3IMUYHBIX HCCIIEIOBATEICH HA €ro MPUPOIY
(Trecul, 1845; Raciborski, 1894a; Cutter, 1959; Chassat, 1962; Moseley, 1972; Endress, Doyle, 2009)
3acTaBUIIM aBTOPOB OJHOI M3 CBOJOK MO SBONIONHMH KyBIIMHKOBBIX (Borsch et al., 2008) BooOmie
OTKa3aThCsl OT MCIOJIb30BAHUS ATOTO MPHU3HAKA IS KIAJAUCTUYECKOTO aHanu3a. O4eBHAHO, YTO TpU
pElIeHUH JaHHOM MPpoOeMbl OyIyT BaXKHBI PE3YJIbTaThl KOMILIEKCHOTO U3y4eHus Mopdorenesa mobdera
B IIEJIOM M IIBETKa, BKJIIOYAs MOPSAOK 3aJI0)KEHUS M XapaKTep MPOCTPAHCTBEHHOTO DPACIIOJIOKEHUS
MPUMOPAMEB Ha anekcax modera u BeTKa.

Jlpyroii BayKHBIN BOIIPOC KacaeTcsl THIIa OPraHOTaKCUCa OKOJIOIBETHUKA U aHaporties y Nuphar.

OnHU aBTOPBI CYMTAIOT €r0 IMKINYECKUM, Apyrue — cnupanbHbeiM (Hiepko, 1965; Cronquist, 1981,
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Wolf, 1991; Endress, 2001; Schneider et al., 2003; Padgett, 2007). OmpenencHue xapakrepa
pacrosio)keHusi opraHoB IBetka Nuphar wumeer OosblIOe 3HAYCHHWE JUISI YCTAHOBJICHHS THIIA
PAacIoJIOKEHUST OPraHOB B I[BETKE OOIIEro MpejKa BCceX MOKPhITOCEMEHHBIX pacTenuit (Sauquet et al.,
2017). B coBpeMeHHOU JTUTepaType HanOoJiee pacpOCTPAHCHHBIM SIBIISICTCS MHCHHE O IUKIHYECKOM
tune ¢uutorakcuca opraHoB 1seTka Nuphar, omnako psin aBTopoB, Hampumep, D. Padgett (2007),
OTIMCHIBAET HAJIMYKE CIIUPAITBHO PACIIOJIOKCHHBIX 3JICMEHTOB IIBETKA, OKPYXAIOMINX 3aBs3b. OLEeHKH
psia MOMEHTOB, KacarOIIUXCsI PACIIONIOKEHHS YaCTeH IIBETKA —B YAaCTHOCTH, YKCIIA KPYTOB JICTIECTKOB
— pasHATCA Jaxe y aBTOPOB, MPHACPKUBAOIIMXCS CXOJHOTO MHEHHUS O IUKIMYECKON OpraHU3aIiu
setka Nuphar.

EBponeiickue Bubl pojga Nuphar sBisiroTcst OJJHUMH U3 HanOoJIee TOCTYITHBIX TPEeICTaBUTEINCH
0a3aJIbHBIX MOKPBITOCEMEHHBIX pacTeHWi. BumaMm 3TOro pojaa, a Takke JAPYTHM TPEICTABUTEISAM
nopsiika Nymphaeales mocBsIImeH0 MHOXECTBO ITyOIHKAIUH, aBTOPBI KOTOPBIX HEPEIKO MO-PasHOMY
WHTEPIPETUPYIOT OJIHU U TE K€ HaONro1aeMbie MOP(HOJIOTHYESCKHE 0COOSHHOCTH KYBIIMHKOIIBETHBIX
(Trecul, 1845; Raciborski, 18944, b; Cutter, 1957a, b, 1958, 1959, 1961; Dormer, Cutter, 1959; Chassat,
1962; Moseley, 1965, 1972; Wolf, 1991; Igersheim, Endress, 1998; Endress, 2001; Schneider et al.,
2003; Padgett, 2007; Endress, Doyle, 2009). YacTp BBIMOJIHEHHBIX K HACTOSAIIEMY MOMEHTY
HCCIeIOBaHUN B ATOM 00JIacTH TpOBeIeHa 0e3 MCIIOJL30BAHMS METO/a CKaHUPYIOMIEH AIEKTPOHHOU
MUKpOCKOTIHH. PaboThl, B KOTOPBIX 3TOT METOJl HCHOJb30BaICs, BO-TEPBBIX, MPEUMYLIECTBEHHO
MOCBSIIEHB ceBepoamepukanckum Bugam Nuphar: N. advena (Endress, 2001) u N. polysepala
(Schneider et al., 2003), BeigenasieMbiM B cekiuio Astylus, u, BO-BTOPBIX, B OCHOBHOM KacCaroTCs
MopQoreHesa camoro 1BeTKa, B MEHbIIIEH CTENIEHH 0XBAThIBAsi BOIPOC O MOpPGOreHe3e YEIIyeBHIHOTO
oprasa rnpu OCHOBaHHUH [{BETOHOXKKHU.

Pon Ceratophyllum siBnisiercst oiHMM M3 CaMbIX 3araJJOYHBIX U TAKCOHOMUYECKH 000CO0ICHHBIX
HBIHE CYIICCTBYIOIIMX POJOB apXaW4HBbIX MMOKPHITOCEMEHHBIX pacTeHui (Hampumep, Les, 1988). Ou
BKJIIOUYAET 6 BUIOB MOJHOCTHIO IOTPYKEHHBIX B BOJIY TPABSIHUCTBIX PACTEHUIN C MEJIKUMH OJHOMOJIBIMU
IIBETKaMHU W OYE€Hb XapaKTEePHBIM THUIIOM TojBojHOrO ombuieHus (Les, 1986, 1989; Szalontai et al.,
2018). ¥V aTux pacTeHHil OTCYTCTBYIOT KOPHU Ha BCEX CTaJAUAX OHTOT€HE3a, Y HUX HET MPOBOJISAIINX
AJIEMEHTOB KCWJIEMbI, a TakkKe YCThbUIl. OueHb XapaKTepHBIMH SIBJISIIOTCS JUCTOBHJHBIC OpPTraHbl
POTOJIUCTHUKA: OHU JUXOTOMHUYECKH pPACCEYCHbl Ha JIMHEWHbIE CETMEHTHl ([0 YEeTBIPEKIbI
pacceueHHBIX) ¢ 3yO4yaThIMHU KpasMu. Ha mepBblii B3I, «IHCThS» KaXXyTCS PACMOJOKEHHBIMH B
MYTOBKaxX, HO Ooliee JeTalbHOE paccMOTpeHHe (UILIOTAKCHCAa MO3BOJIHIO MPEANONIOKHUTh, YTO
JTUCTOPACTIONIOKEHUE SIBISIETCS JBYPSIAHBIM JIMOO HAKPECT CYNMPOTHBHBIM, a KaXKIbIM JHCT, TOMHUMO
IJIACTUHKH, HECET JBa WM OOJbllIee YHCIO MOXOXKHMX Ha HEe CTPYKTYp, BEPOSTHO, BOHHUKIIMX M3
npunuctaukoB (Schaeppi, 1935; Loiseau, 1963; Raynal-Roques, 1981; Rutishauser, Sattler, 1987;
Rutishauser, 1999; lwamoto et al., 2003, 2015).
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Wwmeromuecss Ha AaHHBIA MOMEHT Pa0OTBI MO HM3YYEHUIO CTPOEHUS TMOOETOBBIX CHUCTEM H
3akoHOMepHocTed BerBieHust Ceratophyllum B ocHOBHOM OBUIM TMOCBSIIEHBI JIMIIB JBYM BUJIAM:
C. demersum u C. submersum. OTcyTcTBHE YCTOHYMBOW MHTEPIIPETALIUN CTPOCHUSI MOOETOBBIX CUCTEM
Ceratophyllum, kotopass Obuta Obl OCHOBaHAa Ha aHAJINW3€ MPEACTABUTEICH Ppa3IHYHBIX KA,
BBIJICNIIEMBIX B IIpEJesiax poAa MO JAHHBIM MOJEKYJISPHO-(DUIOT€HETUUECKUX HCCIICIOBaHUM, He
MO3BOJISIET IPOBOJHUTH  aJIEKBATHOE COINOCTAaBIIEHHME JTOM TPyNmbl C JAPYTUMH  BETBSIMHU
ITOKPBITOCEMEHHBIX PACTEHUH, a TAK)KE HE 1aeT YUUTHIBATh IPU3HAKH, KaCAIOIIUECs CTPOEHUS IOOEroB
u putorakcuca Ceratophyllum, B ¢puiioreHeTHueckux moCTpOCHUSIX.

[Mpu u3ydeHnn MOPQOIIOTUH PETIPOAYKTUBHBIX eauHuIl mpeactapureneii Ceratophyllum oxaum
13 HEepEeUIeHHbIX BOMPOCOB OKAa3bIBAETCS MpolsieMa MHTEPIpETalnu FHHelless KAk MOHOMEPHOTO WM
MICEBJJOMOHOMEPHOTO, YTO TAKXKE 3aTPYIHSAET HE TOJIBKO YCTAaHOBJIEHHE POJICTBEHHBIX CBSI3€H JAHHOTO
poJa, HO M HE MO3BOJISIET JIeNaTh JI0CTATOYHO OOOCHOBAHHBIE MPEIIOJIOKEHUS O CTPOCHUU TMHELEes
obmero mpeaka Tpymmbl Mesangiospermae M TMOKPBITOCEMEHHBIX pacTeHnil B 1enom. CoriacHo
MoJIeKyIIsipHO-(rtoreHeTndeckM aanHbM (Szalontai et al., 2018), B npenenax poxa Ceratophyllum
BBIJISIISIETCS] Y€THIPE OCHOBHBIX KIaJbl. VIMeronuecs Ha JaHHBI MOMEHT pa0OTHI TIO Pa3BUTHIO IIBETKA
Ceratophyllum, BbImoJTHEHHBIE C KCIIOIB30BAHHEM METO/Ia CKAHUPYIOIIECH 3JICKTPOHHONH MUKPOCKOIIHH,
nmocBsieHs! Uik aByMm Bugam: C. demersum u C. submersum (Rutishauser, Sattler, 1987; Rutishauser,
1999; Iwamoto et al., 2003, 2015).

Llenu u 3a0auu

[leabl0 Hameir paOOTBI CTajJO HWCCIEAOBAHUE CTPYKTYphl M MopdoreHesa moOEeroB u
PENPOAYKTUBHBIX CTPYKTYp y mpezcraBureneii pogoB Nuphar u Ceratophyllum u comocraBienue
XapaKTepHBIX Ul JaHHBIX TPYINI OCOOCHHOCTEH B KOHTEKCTE W3YYCHHUS paHHEH DBOJIOIHUA
MOKPBITOCEMEHHBIX.

Jist TOCTHOKEHHMS 1IeJI HaMH OBUTH TIOCTABJICHBI CIICAYIOIINE 3214 :

1) W3YYUTh 3aKOHOMEPHOCTH (HIUIOTaKcMca MOOEroB M HCCIENOBATh PAHHUE CTaJIUU
pa3BHUTHSA IBETKOB y ABYX BHI0B poaa Nuphar;

2) g tpex BuaoB poaa Ceratophyllum, siBastroruxcst mpeacTaBUTEISIMU TPEX U3 YEThIPEX
KJIaJl, BBIICISIEMBbIX BHYTPH pOJa, W3Y4UTh 3aKOHOMEPHOCTH (MILIOTAKCHCAa TMOOEroB, a TaKKe
0COOCHHOCTH (DOPMUPOBAHUSI M PACIOJIOKEHHUS HAa HHUX OOKOBBIX CTPYKTYp U MOPGOJIOTHYECKOE
pazHooOpa3ue penpoayKTUBHBIX EHHHII;

3) Ha OCHOBE aHajW3a MMOJYYEHHBIX MAHHBIX W JIUTEPATYPHBIX CBEACHUH MPETOKUTH
MPEAMOYTHTEIbHBIE HHTEPIPETAIUH CTPOCHHUS TOOETOBBIX CHCTEM U PENPOIyKTUBHBIX opranos Nuphar

u Ceratophyllum;
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4)  mpoaHAIM3UPOBATH BO3MOXKHOE 3HAYCHUE TIIOJIyYCHHBIX B XOJ€ pPa0OTBHl JaHHBIX |

MCTOAUYCCKUX MMOAXOA0B AJId TIOHUMaHUA paHHeﬁ 3BOJIFOIIMHU IIBETKOBBIX paCTeHI/IfI.

Hayunas nosusna

W3ydeHbl 3aKOHOMEPHOCTH CTPOCHHSI M Pa3BUTHA IMOOETOBBIX CHCTEM U PEMpPOTYKTHBHBIX
CTPYKTYp ABYX BuaoB poma Nuphar u tpex BumoB poma Ceratophyllum. Brepsbie 3adukcupoBaHo
dbopmMupoBaHHe KOJUIATEpalIbHBIX MOYEK y MpeactaBuTencii cemeiictBa Nymphaeaceae. Ha nHoBom
YPOBHE 3HAaHUH U C IPUBJICICHNEM OPUTHHAIBHBIX JAHHBIX 000CHOBaHA KOHIEIIIMS MOHOIIOAUATBHOTO
HapactaHus kKopHeBui] Nuphar u yaTepaqbHOTO IMOJIOKCHHUS IIBETKOB Ha HUX. BIiepBbie MPOBEICH
KOJIMYCCTBEHHBIN aHAIM3 XapaKTepa PacroJIOXKCeHUs YallleTUMCTUKOB Yy mpeacTaButesei poaa Nuphar,
KOTOPBIH 1M03BOJIHII 000CHOBATH MPECTABIICHUS O PACTIOIOKEHUH MATH YallleIUCTUKOB B IBYX KpYTax,
a HE B OJHOM IEHTaMepHOM Kpyre. Mcnosb30BaHne 3TOro k€ METOAMYECKOro ammapara Mo3BOJIMIO
OTNPOBEPTHYTh TMPEIUIOKEHHYIO paHee HMHTEepIpETaIfio opckoro uckomaemoro Nanjinganthus kak
L[BETKA C TEHTAMEpPHBIM OKOJIOLBETHHUKOM. OO0O00LIeHNEe 3TUX JAHHBIX YKa3blBa€T HAa OTCYTCTBHE
MEeHTaMEepUH B IIBETKAaX JPEBHEHIINX IOKPHITOCEMEHHBIX. BriepBbie OIMyOJIMKOBAaHBI JaHHBIE O
XapakTepe pa3BUTHS M Pa3HOOOpa3HWHU IIAHOB CTPOCHHMS IBETKa eBporelckux BuaoB poma Nuphar,
JTOKYMEHTUPOBAaHHBIE W300pKEHHSIMU, TOJTYYEHHBIMH C TOMOIIBIO CKAaHUPYIOMIEH AIIEKTPOHHOMH
Mukpockonuu. [lokazaHo, dro HamOoJsbliee pa3zHoOOpa3We XapakTEepHO MJIsi OCOOEHHOCTEH
pacroJio’)KeHUsl THIYMHOK. BriepBble JOKYMEHTHPOBaHBI Cllydal oOOpa3oBaHHUS BTOPOTO Kpyra
mwiofonuctukoB B ruaeriee Nuphar (y N. pumila).

C mnpuBnevYeHHEM OPHUTMHAIBHBIX JAaHHBIX MpEUIOKEeHa HOBask WHTEPIIPETalvs CTPOCHHS
noberoBeix cuctem B pojae Ceratophyllum, mompasymeBaromas Haauuhe CEpHATbHBIX KOMIUIEKCOB
MOYEK B IMa3yxXax JHCTbEB. BriepBbie ¢ MCMOIB30BAaHHEM CKAHUPYIOIIEH 3JEKTPOHHOW MUKPOCKOIHH
U3y4eHbl OCOOCHHOCTH pa3BUTHs BEr€TATUBHBIX M PENpOAyKTUBHBIX opranoB Ceratophyllum
tanaiticum. Ha ocHOBe M3ydeHHsI CTPYKTYpPbl U Pa3sHOOOpa3Hsl KCHCKUX PEMPOAYKTUBHBIX CIUHMIL
BIIEpBbIe 0OOCHOBAHO TPEJICTABICHUE O HAIMUYUM y mpesictaBurenedl poxa Ceratophyllum ke
3aBs3u. [lomydeHbl HOBBIE CBHIETENBCTBA B MOJIb3Y THIIOTE3BI O TOM, YTO ONMKaMIITUMU COBPEMEHHBIMU

poacrBennukamu Ceratophyllaceae sisisirores nmpeacraBurenu cemeiictsa Chloranthaceae.
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Teopemuueckas u npakmuyeckas 3HA4UMOCHb pabomol

B xoxe paGoThl MOJydeHBI OPUTHMHAIBHBIE JAHHBIE MO0 CTPOCHHIO M Pa3sBUTHIO IMOOETOBBIX
CHCTEM M PEMPOJYKTUBHBIX OPraHOB IPEICTABUTENIEH IABYX ApXaWdHBIX TPYIIT MOKPHITOCEMEHHBIX
pacTeHu, a TakKe IPEUI0KEHBI HHTEPIPETAIIMH HAOII0IaeEMBIX 0COOEHHOCTEH M 3aKOHOMEPHOCTEHH,
MPOM3BEJICH apryMEHTHPOBAHHBIM BBHIOOP MEXKIY BO3MOKHBIMH KOHKYPHUPYIOIIMMH TOYKAMH 3PEHHUSL.
BocmonHenue npoOenoB B hakTHuecKux cBeaeHusX o npeacraButessix pogoB Nuphar u Ceratophyllum
BaKHO JUIS COCTaBJIEHUS KOPPEKTHHIX HAOOpPOB JAHHBIX, JISKAIIUX B OCHOBE MOJIEKYJISIPHO-
(bHIOreHETHYECKUX MCCIIeI0BaHui. BIOOp HHTEpIpETAIINK HAOIIOaeMBIX IPU3HAKOB BEr€TATUBHOM M
reHEPATHBHOM C(hepbl STHX PACTEHHUI BIMAET HA MPEICTABIEHUS O CTPOEHUH THIIOTETHYECKOTO 0OIIEro
npejika MOKPBITOCEMEHHBIX. Y CTaHOBIICHHE XapaKTepa PacIojI0KEH s YacTel IIBETKA IPeICTaBUTENeH
nopsiika Nymphaeales urpaer kirro4eByro poJib B PaCCY:KIEHUSX O CTPOCHUH I[BETKA OOIIETO TpeIKa
MOKPBITOCEMEHHBIX PACTEHHH, U HAIIIK PE3YIBTATHI O MIUKIMYECKOM XapakTepe PacIoIoKEH s OPTraHOB
nserka Nuphar mo3BosisitoT GoJiee 9€TKO OMUCATh XapaKTep HEOAHOPOJHOCTH TUIIOB (PUILIOTAKCHCa B
0asabHOM Tpajie MOKPHITOCEMEHHBIX. Harm pe3ynsTaTsl OyayT BOCTPEOOBAHBI U YiKE 0O0CYKIAIOTCS
naneo00TaHUKAMHM W CIIEMHAIMCTAMH 110 MOP(OJIOTHH M DBOJIONUHK pacTeHuid. ITojgydeHHbIE HaMK
JaHHBIE 0 pa3BUTHIO 1BETKOB NUphar mcmons30BaHbl B paboTe 110 MAaTEMATHYECKOMY MOIEINPOBAHUIO
pa3BuTHS IBeTKa y OasanbHbIX mokpeitocemennsix (Walch, Blaise, 2022). HoBbie moaxomsl K
uHTepnperanuu Mopdonorndeckux npusnakos Ceratophyllum, passuTeie B Hammx HcClieI0BaHUSX,
B)XHBI Ul TIOHHMMaHHs SBOJIOIMU THHEIEs B OOIIMPHOW Kiajae, BKIIIOYAIOIICH I0JaBIIstoliee
OOJIBIIIMHCTBO BUJIOB TIOKPHITOCEMEHHBIX pacTeHUi. Pe3yabTaThl paboThl MOTYT OBITh MCIIOJIb30BAHbI B
yueOHOM Tmpoliecce B BBICHIMX y4eOHBIX 3aBeaeHusx. Bump Ceratophyllum demersum mupoxo
pacmpoCTpaHeH M HMMEET BaXKHOE XO3SMCTBCHHOE 3HAYCHHUE KAaK KOMIIOHEHT THIPOOHMOJIOTHYECKUX
cucrem (Mjelde, Faafeng, 1997; Cun et al., 2022; Petrov et al., 2023), B cBs13u ¢ yeM QpyHIaMEHTAIBHOE
U3y4YCHUE POTOJHMCTHHUKA U (DAKTOPOB, BIUSIONIMX HA €ro POCT U POPMHUPOBAHUE MOOCTOBBIX CHCTEM
OKa3bIBACTCSl B@KHBIM B HAYyYHO-TPAKTHYECKOM OTHOIICHUHU. 3ydueHne 0COOEHHOCTEH OHOJIOTHU
passutus Ceratophyllum tanaiticum moxet GbITh BOCTpeOOBAHO MPH BEAEHUH PErHOHANBHBIX KpacHbBIX

KHHI', B KOTOPBIC BKIIFOUYCH 3TOT BU.

Memooonozcus u memoost uccieo0o8anus

OCHOBHBIM METOJIOM HMCCJICIOBAHUS OB CPAaBHUTEIBLHO-MOPQOJOTHUCCKHUM. /{15 BBITOTHEHHS
paboThl OBLTH UCTIOIH30BAH KOMIUIEKC TOTIONHSIOMINX APYT APYra METOAUK, BKIIOYAIOMIUN MOTy4YeHUE
CepUMHBIX TapadUHOBBIX CPE30B OPraHOB PACTEHUM, a TAK)KE H3TOTOBJICHHE CEPHIHBIX CPE30B C
UCIIOJIb30BAHUEM TOJUMEPHOW CMOJIBI  Technovit; wuccrmemoBaHne WX TPH TOMOIIH CBETOBOTO
MHUKPOCKOTIA; METOJI CKaHUPYIOIIEH 3JIeKTpOHHOM MuKpockonuu. OcoOeHHOCThIO 00bekTa Nuphar B

paMKax Halei pa6OTLI ABUIIACh HCOGXOI[I/IMOCTB COYCTAaHUA NU3YUCHUS CTPOCHU S KPYITHBIX q)pal“MeHTOB
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KOPHEBHUII] C TPUMEHEHHEM OYECHb TOHKMX METOJIOB NpPENapupoBaHHs BEpXYIIEK IOOETrOB NpHU
IIOArOTOBKE HMX K DJIEKTPOHHOMHUKPOCKOIIMYECKOMY HCCIENOBaHUIO. [[Is OLEHKM CEe30HHBIX
3aKOHOMEpHOCTel Hapactanusi moberoB Nuphar lutea >kuBble KOpHEBHINA B €CTECCTBEHHOM
MeCTOOOMTaHMM OBLIM MMOMEUYEHBl B Hayalle Ce30Ha, a B KOHIIE CE30HA M3YYCHBI. BBUIM MOIydeHBl U
NPOaHAIN3UPOBAHbl KOJMUYCCTBEHHBIC JAHHBIC IO PacIONIOKEHHUI0 4amienructukoB Nuphar u gacreii
uckomnaemoro Nanjinganthus, a Taxke pacnpe/ieicHHIO BEreTaTUBHBIX M FCHEPATUBHBIX OPraHOB HA
no6ere Nuphar. Jlist ananmui3a pacrnosioxxenus yacteit nBetka Nuphar u O0KOBBIX CTPYKTYp Ha moberax
Ceratophyllum ¢ momoribio IporpaMMbl ObLTH MOCTPOCHBI AMAarpaMMbl. B METOIMYECKOM OTHOIICHUU
HOBBIM OBbUI MOJXOJ C HCHOJB30BaHUEM MPEMIOKEHHBIX HAMM JHarpaMM-pa3BepTOK, KOTOPBIH
MO3BOJISIET aHAIM3UPOBATH NOOETH ¢ OOJBIIMM YHCIOM Y3JI0B U LBETKU C BBIMYKJIBIM LIBETOJIOKEM U

OOJIBIIINM YHUCIIOM YaCTEMH.

Tonooicenus, eblHOCUMbLE HA 3AWUMY

1. OTKJIOHEHUS OT TUIIUYHOT'O Ma3yurHoro BETBJICHHUA XapaKTCPHBI JJIA ABYX HE CBA3AHHBIX
OMU3KUM PpOJCTBOM TpYII JAPEBHEUIINX BOJHBIX IOKPHITOCEMEHHBIX pAacTeHU — cemeilcTBa
Nymphaeaceac u poma Ceratophyllum. Kopuesume Nuphar ssisiercss MOHOMOAHANBHBIM CO
CIHUPaJbHBIM  (DUIIOTAKCHCOM, IIBETKM  3aHMMAIOT  JlaTepajbHble MO3WIMH Ha  Toolere.
Mopdomnoruueckoe crtpoenne moberos Ceratophyllum onpemensiercs HakpecT-CynpOTHBHBIM
JMCTOPACTIONIOKEHHEM U (POPMHUPOBAHUEM KOMIUIEKCOB CEPHUANBHBIX MA3YIIHBIX MMOYEK B COUCTAHUH C
KOHKAYJIECLEHIUEH.

2. Pacnonoxenne uacreir 1nerka Nuphar ssasercs mukimdeckum. Yameuxky Nuphar
HEJb3s CYUTATh TIEHTAMEPHOW. B pacnosiokeHHH THIYMHOK 4YacTO HAOIIOJAFOTCS «COOW», YHCIIO U
XapakTep KOTOPBIX BAPbUPYET OT LBETKA K I[BETKY.

3. I'uueneit npexacraButenieii poma Ceratophyllum  siBisieTcss  1ceBIOMOHOMEPHBIM.
XKenesucteiii BoipocT (Wi BbipocThl) TuHerness Ceratophyllum mpencrasisier coGoii BepXyIiKy
JMCTOYKA OKOJIOIIBETHUKA MM CTAMHHOIHS, TIPHUPOCIIETro K MECTHUKY. 3aBsi3b Y POTOJUCTHUKA, TAKUM

o6pa30M, SIBJISICTCS HIDKHEH.
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Cmenenb 0ocmogepHocmu u anpooayust pe3yibmamos

Pe3ynbprarel ObUIM TOMYYEHBI C HCIOJB30BAHUEM COBPEMEHHBIX METOJIOB OOTAaHUKU C
MIPUBJICUCHUEM KOJIMUYECTBEHHOW 00paboTku naHHBIX. [lo Teme muccepranuu OmMyOJMKOBAHO YETHIPE
CTaThU B PEICH3UPYEMbIX HAYYHBIX )KYpHalaX, PeKOMEHJIOBAHHBIX IS 3alIUTHI B IUCCEPTAIMOHHOM

cosere MI'Y mno crietmansuoctu 1.5.9. — boranuka:

1) EI E.S., Remizowa M.V., Sokoloff D.D. Developmental flower and rhizome morphology in
Nuphar (Nymphaeales): an interplay of chaos and stability // Front. Cell Dev. Biol. 2020. Vol. 8. 00303.
https://doi.org/10.3389/fcell.2020.00303

2) Sokoloff D.D., El E.S., Pechenyuk E.V., Carrive L., Nadot S., Rudall P.J., Remizowa M.V.
Refined interpretation of the female flower in Ceratophyllum sheds fresh light on gynoecium evolution
in angiosperms  // Front. Cell Dev. Biol. 2022. Vol. 10. €868352.
https://doi.org/10.3389/fcell.2022.868352

3) Sokoloff D.D., EI E.S., Remizowa M.V. Shoot development in members of an ancient aquatic
angiosperm lineage, Ceratophyllaceae: a new interpretation facilitates comparisons with Chloranthaceae
/I Symmetry. 2022. Vol. 14, Ne7. €1288. https://doi.org/10.3390/sym14071288

4) Sokoloff D.D., Remizowa M.V., El E.S., Rudall P.J., Bateman R.M. Supposed Jurassic
angiosperms lack pentamery, an important angiosperm-specific feature // New Phytol. 2020. Vol. 228.
P. 420-426. https://doi.org/10.1111/nph.15974.

Pe3ynbrathl muccepTalimoHHOM paboThl ObLTH 0J105keHBI aBTopoM Ha V (XIII) MexmynapoaHoit
O0oTtaHnYecKkoi kKoH(pepeHun MosioAbX yuéHbIX B Cankt-IleTtepOypre 25—29 anpens 2022 rona u Ha
3acemaHun Kadeapbl BBICIIMX pacTeHuid buonormveckoro dakynpreta MI'Y. OHu ObLTH Takke
npeactaBineHsl Ha [X  MexayHapoaHOW HaydyHOW KOHQEPEHIIMH 10 BOJHBIM MakpoduTam
«'mapoboranuka 2020» (Bopok, fpocnaBckas oGmacth, Poccust, 17-21 oxtstops 2020 r.), 7
koH(pepennuu EBponeiickoro o0miecTsa no 3BoIONMHMOHHON Ouosoruu passutus (I"omysit, Upnanams,

26-29 utons 2018) u Ha 3acenanuu mamsatu B.A. Kpacunosa (IIMH PAH, Mocksa, 1 nexadps 2017).

Jluunwlii 6xnao aemopa

JIuuHblil BKJAJ aBTOpa 3aKiioyaeTcs B paboTe ¢ JMTEpAaTypHbIMH HCTOYHHMKAaMHU, cOope
marepuaia N. lutea u N. pumila, muarpamMmmupoBanuK pacrosioxeHus: opraHoB Ha moderax Nuphar u
Ceratophyllum, moaroroBke Mmarepuana K H3y4YEHHIO C HOMOIIBI CKaHHPYIOILIETO AICKTPOHHOIO
MHUKpPOCKOTIA M COOCTBEHHO 3J€KTPOHHOMMKPOCKOITMYECKOM HCCIIEI0BaHUH, U3TOTOBIEHUHU CEPUITHBIX
CPE€30B U U3YYEHUHU UX C TOMOIIBIO CBETOBOIO MUKPOCKOIIA, KOJIMYECTBEHHOM U3YUYEHUH YIIIOB MEXKAY
gacTssmu 1iBeTka Nuphar u Nanjinganthus, akTuBHOM ydacTuu B aHaJIHM3€ U OCMBICIICHUN PE3yJIbTaTOB,

HalmMCaHUuH1 HHCCCpTaHHOHHOﬁ pa6OTBI. PGSYJ'ILTaTLI, MNpEACTaBJICHHBIC B I[HCCCpTaHHOHHOﬁ pa60Te,


https://doi.org/10.1111/nph.15974
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MOJIYYCHBI MpPH HCENOCPCACTBCHHOM Y4YaCTHM aBTOpaA. HMMmena Bcex COaBTOpPOB YyKa3aHbl B

OITyOJIMKOBAaHHBIX paboTax.

Cmpyxkmypa u ob6vem ouccepmayuu

Huccepranronnas paboTta m3noxkeHa Ha 182 cTpaHWIaX W BKIIIOYACT CIICAYIONIUE DPAa3/eibl:
Beenenne, O030p nureparypsl, Matepuansl U MeTofpl, Pesynabprarel, OOCyXIeHHE pe3ylbTaToB,
3akmodyenue, BeiBopsl, brarogaproctu, Crincok mureparypsl. Pykonuce Bkirodaet 3 Tabnuubl u 48

pucynkoB. CIIHCOK JTUTEepaTyphl CONEpKUT 270 HCTOYHUKOB.
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I'nmaBa 1. O630p JMTEepaTypsbl

1.1. Mopsaxox Nymphaeales npeacrasnen tpems cemeiictBamu: Cabombaceae, Nymphaeaceae
u Hydatellaceae u, mo-Buaumomy, MmpencTaBiseT coOOM CECTPHUHCKYIO TPYIIY KO BCEM OCTaIbHBIM
MOKPBITOCEMEHHBIM pacTeHusM, 3a uckiouenuem Amborella (APG IV; Moore et al., 2007). CemeticTBo
Nymphaeaceae BKIIO4aeT TpaBSHUCTBIE OJHOJICTHHE W, Yallle, MHOTOJICTHHE BOJHBIC PAcTEHUS C
MPSIMOCTOSTYUMHU CTEOJISIMU WM TOPU30HTaIbHBIMU KopHeBulamu (CHurupesckasi, 1980; Jlenekona,
2006; bo6pos, 2017). B cemeiicTBO, 10 TpaAUIIMOHHBIM IPEACTABICHUSM, BXOJIUT IMIECTh POJIOB, CaMBIN
KpynHbIid w3 HEX — Nymphaea — Bkimrogaet okosto 50 BUI0B ¥ paciipoCTpaHeH MO BCEMY 3€MHOMY IIIapy
(Schneider, Williamson, 1993). Pox Ondinea BxirouaeT JHIb OJAWH BHJI, SHASMHUYHBIA IS 3arajaa
ABcTpanuu (10 COBPEMEHHBIM JITaHHBIM, 3TOT POJI JOJDKeH ObiTh 00bemuaeH ¢ Nymphaea — Borsch et
al., 2007). Tpu Bumga poma Victoria, BbIACICHHE KOTOPBIX MOATBEPIKIACTCS MOJICKYISIPHO-
¢buoreHeTHYECKUMU NaHHBIME, 00uTaroT B IOxHo# Amepuke (Smith et al., 2022). ExuncTBeHHBII BHT
pona Euryale npouspacraet Ha ceBepe Unauu, B Kutae, [Takucrane, Henane, SInonun u Ha TaiiBane, a
Takke Berpedaercs Ha JlanmpHem Boctoke Poccum m BrmroueH B KpacHyro kaury Poccumiickoit
®denepanun (2008), a Takxke Kpacasie kauru Xabdaposckoro (2008) u [Ipumopckoro kpaes (2008). Ponx
Barclaya Bxmogaer deTsipe BHIa, pactpocTpaHeHHBIX B MHmoHe3un, Manaitsuun n Hosoit ['Bunee.
Haxownern, pox Nuphar Bcrpeuaercs B CeBepHoii Ameprike, EBporie u Asum (Schneider, Williamson,
1993). Pox Nuphar nmoapasaensercs na 11 sumos (Padgett, 2007). B ocHOBe MX BBIACICHHS JIEXKAT
JIaHHBIC, TOJyYCHHBIC B PE3yJbTaTe MCCICAOBAHUN MOP(OIOTUISCKUX MPU3HAKOB (B TOM YHCIE — C
WCTIOJIb30BAaHMUEM KIJIAJMCTUYECKOTO aHajm3a), MCIoyib3oBaHus Metoga RAPD, a takke u3ydeHus
KU3HECTIOCOOHOCTH ceMsiH U depTriIbHOCTH bbbl TuOpuaoB (Padgett, 2007). Ilo pesympratam
ABOJIIOIMOHHBIX TIOCTPOCHUN, OCHOBAaHHBIX KaK Ha MOPQOJOrHMYECKHX, TaK W Ha MOJICKYJSPHBIX
naHHbIX, poa Nuphar 3annMaeT 6a3anpHOE MOJIOKEHKE B ceMelcTBe KyBIIMHKOBBIX (Borsch et al., 2007,
2008). Pe3ynbTaThl aHaNM3a KaK MOJEKYISPHBIX, TaK U MOP(OJOTHYSCKUX JAHHBIX JIETJIH B OCHOBY
BBIJICJICHUS IBYX 9BOJIIOIMOHHBIX JIMHUI B Tipeenax poaa Nuphar. DTum AByM JTHHHUSM COOTBETCTBYIOT
nBe ceknuu pona: sect. Nuphar u sect. Astylus. Bce mpoBesieHHBIE HCCICIOBAHUS JEMOHCTPUPYIOT
00JbII0€ MOP(OJIOTHUECKOE Pa3HOOOPa3He U TECHbIC POJACTBEHHBIE CBSI3U B MPEIEIaX KOKIOU CEKIIUH
(Padgett, 2007). Haubosnee mosHas HaxoJKa HCKOMACMOM KYyOBIIIKH OTHOCUTCS K cekiuu AStylus u
BKIIFOYAaeT (parMEeHThl KOPHEBHUI C JIMCTOBBIMH PYyOLlaMH M TNPUAATOYHBIMH KOPHSIMHU, THIYHHKH,
PBUIBLIEBBIN TUCK, OPraHbl OKOJIOIIBETHHKA, IJIOJBl U CEMEHA U3 DOIEHOBBIX OTNIOkeHUU CeBepHOU
Awmepuxu (DeVore et al., 2015). Taxke H3BeCTEH psijl Y0IICHOBBIX HAXOI0K, OTHOCHMBIX K poay Nuphar
(Ozaki, 1978; Chen et al., 2004; Friis et al., 2017).

Cornacno «®nope CCCP», na teppuropun oObiBiiero Coserckoro Coro3a BcTpedaeTcs 2 BUaa

KyObImek: N. lutea — KyOblliKa sxentas u N. pumila — KyObIlKa Manasi, a TaKkKe THOpUI MEXITy HUMU:
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N. lutea x pumila — xyObItika cpeanss, win kyobimka Crnennepa (Komapos, 1937; Uepnosa, 2012a).
Nuphar lutea w N. pumila MoXHO pa3auduTh 10 GopMe poliblia (Y KyOBIIIKA XKEJITOW OHO BOTHYTOE, Y
MAaJIO — BBIMYKJIOE), a TakxkKe 1Mo uuciy Jydeit pouibiia (10-20 nyueii y N. lutea w 8-10 — y N. pumila).
Taxoke 3TH /Ba BUAA Pa3IUYalOTCs MO TOJMIIMHE KopHeBwma (y N. pumila oHO WMeeT Iuamerp A0
OJIHOTO, peXe — J0 JIBYX CAHTUMETPOB, B TO BpeMs Kak y N. [utea MOXeT JOCTUTAThH TOJIIUHBI 5-7 CM)
U pa3Mepy IUIACTHHOK IUIaBaroIuX JUCTheB (10 17 cM mmuno#t y N. pumila v no 35 cm —y N. lutea).
I'ubpun N. lutea x N. pumila o pazmepam u rabUTyCy 3aHUMAET MPOMEKYTOUHOE MOJIOKCHHE MEKTY
ponutensckumu Bugamu. Ilo HekotopeiM manHbM (Kpynkuna, 2001), uzpenka B peuHBIX 3aBOJSX
MOYKHO BCTPETHTh OJIMUYABIIUE FK3EMILISPhI CeBepOaMeprKaHCKoro Buaa N. advena u3 cexkuuu Astylus,
oTiMyaromerocst oT N. [utea BeTKaMu ¢ MECTHIO YameaucTukaMu. CyIIeCTBYIOT TakKe yKa3zaHHs Ha
Haxoxaenue Buaa N. japonica B Bogoemax Jlanpaero Bocroka (JIucurmnaa, [Mamuenkos, 2000). Nuphar
lutea siBsteTcst HarboJIee PacIPOCTPAHEHHBIM BHIOM KYOBIIIIEK Ha TEPPUTOPHH POCCHE U TIpEACTaBIISIET
WHTEpeC KaKk KOMITOHSHT THIPOOHOJIOTHYSCKUX COOOIIECTB U PaCTUTEIIBHBIN pecypc. B wacTHOCTH, psij
WCCIIEIOBAaHUI MOCBSIIEH MPOIYKTHBHOCTH M PAacyeTy MoKaszaTeseil OMoMacchl pa3sHbIX 9acTei ITOro
pactenus (UepHosa, 2006, 2012a, 2013, 2014, 2019, 2021; Yepuona, [Tamuenkos, 2012a, 6; Lebedeva
et al., 2020), a taxxe ero >ku3HeHHOU (hopme, pa3sBUTHIO MOOeroBbiX cructeM (CaBuHBIX, Jlenekosa,
2005; Yepnosa, CaBunsbix, 2010) u MexaHu3MaM alanTallud K HeOIaronpusTHHIM ycioBusiM (UepHoBa,
2011).

IIpencraButenu cexkimu Nuphar — N. [lutea w N. pumila B cuiay CBOEro IIMPOKOTO
pacnpocTpaHeHuss Ha TeppuTopur EBpasum OblUTM  HCMONB30BaHBl KaK MOJICNbHBIE OOBEKTHI
PEKOHCTPYKIIMU TyTeH pacnpoCTpaHEHUs TMPECHOBOIHBIX PACTEHUU MO TEPPUTOPUH KOHTHHEHTA
metogamu ¢umoreorpapun (Volkova et al., 2018). INomumo aHamu3a IUIACTHAHBIX MapKEpOB H
MIOCJIEIOBATEIbHOCTH BHYTPEHHUX TPaHCKpUOUpYEeMbIX creiicepoB pudbocom B siaepHoit JTHK, aBTopsl
VUUTBHIBAIM TaKKe BapbUpoBaHHE MOP(GOJOTHYECKUX NPU3HAKOB U CTENEHb KU3HECIIOCOOHOCTH
MBUIBLIBI TIPEACTABUTENCH paccMaTpUBAaEMBbIX BHUJIOB, a Takxke rubpuaa Mexay Humu. CorjiacHo
MOJIYYEHHBIM JaHHBIM, cekitnsi Nuphar Bo3HuKIIa U 1ajia HaYaao OTACIbHBIM SBOJIFOIIMOHHBIM JIMHUAM
B BOCTOYHOA3MATCKOM YacTU KOHTHUTEHTa, OTKyAa N. pumila nonana takxke B CeBepHYIO AMEPUKY
(Volkova et al., 2018).

ITo >xu3HeHHoOW Qopme mpeacraBurenedi poaa Nuphar MOXHO OTHECTH TPaBSHUCTHIM
MOJIMKAPITUYECKIM  BET€TaTUBHO-TIOJBI)KHBIM KOPOTKOKOPHEBUIIIHBIM ~MHOTOJIETHUKAM, BOJIHBIM
remukpunropuram (Jlenekosa, 2006). IlepBoe B OHTOTeHe3€e IBETEHHE MPOUCXOANT Ha 5-7 TOAY KU3HH
pacTeHust U COMpPOBOXKIAeTcs MepBbIM BeTBieHneM nobOera (CaBunbix, Jlemexosa, 2005; Jlenekona,
2006), mpu 3TOM BETBJICHHE KOPHEBHWIIA BCETJa MPOMCXOJUT B €ro amukaabHOW vactu (UepHoBa,
CaBunbix, 2010). XapaktepHoii ocoOeHHOocThi0 Nuphar sBisieTcs TO, YTO pacHOJIOKCHHBIC Ha

KOPHCBULIC JHUCTbA CpCIIPIHHOfI (I)OpMaI_II/II/I, IOBCTKU H OOKOBEIEC IMOOErd 3aHHMAIOT PAaBHOLICHHBIC
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MO3UIIMK B €JMHOM T'CHETHUYECKOW CriMpain. ITo CBOMCTBEHHO Takxke Buaam poaa Nymphaea (Cutter,
1957a, b; Weidlich, 1976a, b). Bce atu opranbl, mo kpaiiHeil Mepe, Ha MEPBBIA B3TJIS, SBJISIOTCS
MPOM3BOAHBIMU  HEMOCPEACTBEHHO aIllMKAIbHONH MepHCTeMbl Mobera, 9ro IO3BOJHMIO  PSAY
uccnenosareneit (Cutter, 1957a, b; Weidlich, 1976a, b) cuutarh MX roMoJIOTHYHBIMH, YTO BEChbMa
HEOOBIYHO, €CIM HE YHHUKAIBHO JUIA MOKPBHITOCEMEHHBIX pacTeHHid. Brpouem, Takas TOYKa 3peHHs
MPUHUMAETCS HE BCEMH HcciemoBaresiMu (HapumMep, ee He pasaenstor Endress, Doyle, 2009).

B orimmume ot nipeacrasurenteit poga Nuphar, TucTbs KOTOPBIX JIMIIEHBI TPUIMCTHUKOB HA BCEX
craausix ceoero passutus (Cutter, 1957a), iuctess Nymphaea uMeroT napHblie NPHUIMCTHUKH, CPOCIITHECS]
MeXIy coboii Ha HekoTopoM mpoTskenun (Grob et al., 2006). V Victoria u Euryale nuctes Tarxke
HUMEIOT CPOCIIUECS TMPUIMCTHUKHM, KOTOPBIE Ha PAaHHHUX CTaJWAX Pa3sBUTHS OPraHOB, BOJIHW3M arekca
mo0era, 3alMIal0T 3a4aTOK I[BETKA, aCCOIMUPOBAHHOTO ¢ JaHHBIM jctoM (Schneider et al., 2003;
Weidlich, 1980). ¥ Ondinea npunuctauku otcyrctByoT (den Hartog, 1970).

ITpoBosimas cucTeMa KOPHEBUINA KYBIIMHKOBBIX HAIIOMUHAET aTAKTOCTENY OJIHOIOIBHBIX H3-
3a OECIOPSAIOYHOrO Ha IEPBBIA B3TJIS PACIOIO0KEHHS MHOTOYMCIIEHHBIX 3aKPBITBHIX IMPOBOISAIINX
nyykoB Ha nomepeuHoM cpese (Metcalfe, Chalk, 1950). MHorokpaTHO BBICKa3bIBAIOCH
MPEAIOJIOKEHNE, YTO KYBIIHHKOBBIE B IIIMPOKOM CMBICIIE B XOJI€ DBOJIOIMHK Jadi HA4Yalo MpeIKoBOi
TpynIe OJHOAOIBHBIX PACTCHHH MO0 HAXOAATCS B OJM3KOM POJCTBE ¢ Takoi rpymmoi (Schaffner,
1904; Hallier, 1905; Meiiep, 1960; Taxramksu, 1966, 1987). Onnako, mo manasiM W.H. Weidlich
(1976a, b), KyBHIMHKH HMEIOT CBOE€OOpa3HBI BapHaHT 3YCTENbl. B JUCT y HHUX OTXOAAT TpPH
MPOBOISAIIMX ITyYKa (2 He MHOXECTBO, KaK y OJIHOI0JIbHBIX ), KOTOPBIE B Y3JI€ CIIMBAOTCS JPYT C IPYTOM,
a 3areM cHoBa pasneistorces (Weidlich, 1976a, b).

B psnge pabor ObUIO MOAPOOHO H3YYEHO CTPOCHUE MPOBOSIICH CHCTEMBI HEKOTOPBIX
npenacraButeneii cemeiictsa. Tak, pabora W.H. Weidlich (1976a) nmocssena poay Nymphaea, mis
KOTOpPOro ObUIM HCcaemoBaHbl BHIAbI ABYX moapozaoB (Castalia u Hydrocallis). B kopueBumax
W3yYCHHBIX BHUJIOB HMMEETCS OOBIYHO BOCEMb OCEBBIX KOHICHTPUYECKHX MPOBOMIAIINX ITYYKOB,
OKPY)XEHHBIX 00Jiee MEIKMMH MyYKaMHU-CIyTHHKaMU. B KaXblii JHCT OTXOMAT JBa JIaT€PabHBIX
JIMCTOBBIX Cliela U OJWH MeIuaHHbIi. TakKe MPHUCYTCTBYIOT KOPHEBBIEC CIIC/bI, COOTBETCTBYIOIIHE
MPUAATOYHBIM KOPHSM, PACIIOJIOKEHHBIM PsIIaMHU ITPU OCHOBAHUH JMCTa. Kask bl IIBETOK MK OOKOBOIA
nober Mmpv pPacCMOTPEHHHM IPOBOJSAIICH CHCTEMbI OKa3bIBACTCSA AaCCOLMHPOBAH C HUKEICKAIIUM
JIMCTOM, OT/EJEHHBIM OT HEro TPeMsS OpraHaMH T'€HETHYECKOW CIUpAId W PACIOJIOKEHHBIM Ha
COCeIIHEH OPTOCTHUXE, KOTOPBIX aBTOP BhIACIACT BOCeMb. COTJIAaCHO OMUCAHUIO aBTOPA, TH OPTOCTHXU
YepeayIoTCs 0 PaJnycaM ¢ BOCEMbIO OCEBBIMHU MyYKaMU CTEOJIsI, U [Ba COCEAHUX 4JieHa KaXIOW W3
HUX pa3JelieHbl BOCEMBbIO OpraHaMH W TPeMs BHUTKAMHM TeHEeTHYecKoi crmpanu. OHako mpu
CIIUPAJBHOM DPACIIOJIOKEHHH OPraHOB B T€HETHYECKON CIUPATH C YIJIOM JUBEPrEHIIMH, OMU3KUM K

npeaenbHOMY 3HaueHuto psjga Pubonauum, 1.e. K 137,5°, oproctuxu OTCYTCTBYIOT. Bhlnenenue
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aBTOPOM OPTOCTUX OOBSCHsETCS TeM, uTo B cBoei padote W.H. Weidlich npunumaer pacnosnoxenue
opranoB y Nymphaea kak cootBercTBytomiee crupaiu 3/8. TeopeTHUecKH yroyi TUBEPICHIIUH IPH
crimpanu 3/8 paBen 360°*3/8=135°. Pa3nuna B Ba C MOJOBMHOM Tpajayca HACTOJBKO Mala, 4To IMPH
UCIIOJIb3YEMbIX METOAaX MPAKTHYECKOTO M3YYCHHUS (DHIUIOTAKCHCA YCTAHOBHUTH €€ HEIPOCTO.

[MpoBojsiime My4KH, YXOJSIIUE B IIBETOK, OEpPyT HAYalo OT 4YETHIPEX OCEBBIX IYYKOB
KOPHEBHIIA, TaKKE CHAOXKAMOUIMX ACCOIMMPOBAHHBIA C 3THM I[BETKOM JIHCT (OT/ACJICHHBIH OT HEro
TpeMsi OpraHaMu reHeTUYeCKo# crimpaiu). [Ipoiiis HeKOTOpoe pacCcTOSIHUE B CEp/lIEBUHE KOPHEBHIIIA,
9TU MPOBOJSIINE MYYKH CIMBAIOTCS B CMHBIA MAcCUB MPOBOJSAIICH TKAHH, NAIOIIUN HAYAIO Iy4Ky
OJTHOM 1IBETOHOXKKHM y moaposaa Castalia u aByx nBeronoskek y moapoja Hydrocallis. Astop nmemaet
BBIBOJI O BBICOKO# criermanu3aiuu poaa Nymphaea, mockoibKy mpoBOsINas CHCTeMa KYBIIUHKH HE
SIBJISICTCS. TUITUYHOW HU JIISL OJIHOJIOJIBHBIX, HU ISl JIBYJOJBHBIX U HE MOKET PacCMaTpPHBATBHCS Kak
nepexoHas Mexay dtumu Tunamu (Weidlich, 1976a).

Bo Bropoit wactu padorsr W.H. Weidlich (1976b) uzydyeHo ctpoeHue cocyaucTod CHCTEMBI
MpeaCTaBUTENIeH Tpex ocTaBIIMxcs moapozaoB poxa Nymphaea (Anecphya, Lotos u Brachyceras) u
MPOBEICHO CPaBHEHHWE OpPraHU3allMd BaCKyJlIaTypbl cTeONell MeXIy BCEMH MSTHhIO TOAPOIaMHU.
HawuboubIiee cX0CTBO B CTPOEHHUH MPOBOISIICH CHCTEMBI BRISBJICHO y moapoaoB Castalia, Hydrocallis
u Anecphya (ue oOpasyromux, Brpouem, eauHo# Kiaaasl — Borsch et al., 2007), ans npeacraBurenecii
KOTOPBIX XapaKTEepHa BBIINICOMUCAHHAS CBSI3b MEXKIy IIBETKOM JIMOO OOKOBBIM TOOETOM U
aCCOIMMPOBAHHBIM ¢ HUM JHcTOM. COCYOHCTBIE CHCTEMBI MpeACTaBUTENeH moapoaoB Lotos u
Brachyceras 6osiee CloHbI Il U3Y4YEHHS U HHTEPIPETAIIUH, TIOCKOJIBKY OCEBBIC MTPOBOISIINE MTYUKH,
MPOJIOJDKAIOIINECS Ha BCEM NPOTSDKEHUHM CTeOJs, Y pacTeHUi JABYX OSTHX TPYINI MHOTOKpPATHO
Pa3BETBIISIIOTCS U CIMBAIOTCS MEXY COO0H 0e3 BUAMMOI 3aKOHOMEPHOCTH.

B tperbeit wactu padorer W.H. Weidlich (1980) ananusupyer BackynaaTypy cTeOsield BHIOB
Victoria u Euryale. B otinune OT KyBIIMHKH, IIBETKH y 3THX BUIOB 3aKJIaJIbIBAIOTCSA HE KAaK YJICHBI
€IMHOW TeHETUYECKON CIMpalld JIMCTOPACIIOIOKEHUS, a KaK 3a4aTKH, PAcIOJIOKEHHbIE 0a3aJbHO TIO
OTHOIIEHHUIO K aCCOIMUPOBAHHOMY C KaXJbIM W3 HUX JIUCTY CO CMEUICHUEM OTHOCHTEIBHO Ma3yXu
ATOTO JIUCTA, TPUYEM MPUOJIM3UTEIILHO B TO BPEMsI, KOT/Ia aCCOIMMPOBAHHBIN JIUCT 3aiMET TOJI0KECHHUE
yetBepToro npumopaust. Lsetku y Victoria u Euryale ¢popmupyror coOCTBeHHYIO Criipajib Ha mooere.
OiHaKO BO B3POCIIOM COCTOSTHHHM CBSI3b BACKYJIATyphl IIBETKA U ACCOIMMPOBAHHOTO C HUM JIUCTA CXO/HA
¢ TakoBoit y Nymphaea. B kaxmom y3ne y Victoria u Euryale mpucyTcTByIOT KOpHEBOU ciiesi, 1Ba
JaTepaNbHBIX U OJWH MEJUAHHBII JIMCTOBBIE CIE/bI, a TAKKE MAcCUB ITPOBOIAIIECH TKAaHH, OT KOTOPOTO
OTBETBIISICTCS TIPOBOISAIINH ITy4OK [[BETOHOKKU M YaCTUYHO MEANAHHBIH JIMCTOBOH CIIeI.

Jins Mopdosornueckoil MHTEpHpeTaul MOOETOBBIX CHCTEM KYBIIMHKOBBIX Ba)KHBI TaKKe

AAaHHBIC, KAaCArOMIUCCA PACIIOJIOKCHUA W MOPAJAKaA 3aJI0OKCHUA OPraHOB B aIllCKCEC mobera u Pa3BUTUA
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[IBETKOB. OTHM BONPOCAM TOCBSIIEH IENbld pPAI  pabOT, BBINOJHEHHBIX B pa3HbIe TOIbBI
HCCIIEIOBATENIIMU U3 Pa3HbIX CTPaH.

Knaccnueckumu sisisirorest pabotel E.G. Cutter (1957a, b). B nepoii padote u3 nukia (1957a),
MOCBSIIIIEHHOTO apXUTEKType Mo0OeroB mpezcraButeneil cemelictBa Nymphaeaceae, paccMOTpeHBI
acIIeKThI, CBsi3aHHbIe ¢ Mopdosorueii kopaesuiy Nuphar lutea u Nymphaea alba, B3aumootHomeHIsIMU
JMCTHEB, IIBETKOB M OOKOBBIX MOYEK, a TaK)KE€ OCOOCHHOCTSMHU OPraHM3alM{ areKCcoB cTedne u
3aKOHOMEPHOCTSIMU 3ajJ0XeHusi opraHoB. [lo MHeHHIO aBTOpa, JUCThS, LIBETKM U OOKOBblE MOOEru
Nuphar lutea 3aHuMarOT paBHOICHHBIC MO3UIIMK B C€MHOW T'€HETHYECKOW CrHpain (puiuioTakcuca,
MpUYEM LIBETKH Yallleé BCETO pacIoJiaratoTcsl MapaMu, pa3/elieHHblE OJHUM JHCTOM B T'€HETUYECKON
CIHUPAJIH, XOTS BO3MOKHBI U IPYTrU€ BapUAHTHI: LIBETKU MOTYT pacrojaratbCs OJUHOYHO WM 1o Tpu. B
nociieqHeM cirydae oHH 3aHuMaroT no3uruu N, N+2, N+4 B reHeTnueckoit cnimpanu JTu00, HaMHOTO
pexe, 3aHUMAIOT B HEW TPH MOCJe10BaTeNbHbIE TO3UIMHU. BOKOBBIE TOOErH SABJISIOTCS Ma3yIIHBIMU IO
cBOeMy ToJIoKeHut0. [Ipu sTomM nHUCT, B ma3yxe KOTOPOTO COOTBETCTBYIONIMI OOKOBOW moOer
(dbopmMupyeTCs, COIPOBOXKIAETCS IBETKOM B MO3UIIMH Ye€pe3 OJWH OpPraH I'eHETUYEeCKOW CIupaiu OT
Hero. Taxxke E.G. Cutter oOpamiaeT BHUMaHHe Ha TO, YTO MPUMOPANH, PACTOJIOKEHHBIE CIUPATHLHO
BOKpYT amnekca rnodera, He KOHTAaKTUPYIOT MEXIY cO0O0W OCHOBaHMSIMH, YTO OTMEYAJIOCh TaKXke Yy
HEKOTOPBIX NanopoTHUKOB. Ilo Mepe pa3BuTHsS MOJIOJOTO pacTEHUs pa3Mep arnekca KOPHEBUINA
YBEIUYMBAETCSA, COOTBETCTBEHHO, YMEHBIIAECTCS OTHOCUTENBHBIA pasMep IMPUMOPAMEB, a TaKKe
HAYMHAET TMPOSBIATHCA TEHICHIMS K 3a01aroBpeMeHHOMY (OPMHPOBAHHUIO aNeKCOM JIMCTHEB U
L[BETKOB, KOTOpbIe Oy1yT GYyHKIIMOHUPOBATH JIUIIL HA TPETHH T'0J] Tocie cBoero 3anoxenus. [locnenuss
0COOEHHOCTh, KaK OTMEUYAET aBTOP, TAK)KE CBOMCTBEHHA HEKOTOPHIM MAaOPOTHUKAM.

Bropas pabora u3 mumkna (Cutter, 1957b) mocBsimieHa WCCICIOBAHUIO PaHHUX CTaIUi
dopmupoBanus 1Betka y Nymphaea u Nuphar, Ha KOTOpPBIX MPOUCXOHUT 3aJ0KECHHE YCHTYSBUIHON
opakten (y Nuphar) u uamenucrukoB (y Nymphaea u Nuphar). ABrop menaer BBIBOJ, YTO
YeIIYeBUIHbIH (HUUIOM, PACIOJIOKEHHBIH Yy OCHOBaHHs I[BETOHOXKKH B3pocioro iserka Nuphar,
HaJIM4YMe KOTOPOTO HEOTHOKPATHO U paHee (UKCUPOBAIOCH PA3HBIMU UCCIIEIOBATENIAMHU, BOBHUKAET KaK
MepBbId TpuMoOpaui, chopMupoBaHHBIN MepucTeMol 1BeTka. OH pacmojaraeTcss abakCHaIbHO IO
OTHOIICHHUIO K (JIOPATLHOMY afeKkcy M, MO0 MHEHHUIO aBTOPa, TOMOJIOTUYEH MEPBOMY YalICIUCTUKY
Nymphaea. CnenoBarensHo, B untepnperaiuu E.G. Cutter, nsetkr Nuphar He MoryTt paccmMaTpuBathCst
KaK Ma3ylIHble, KaK MpeanoaraoT Apyrue aBTopsl, B yactHoctH, P.K. Endress a. J. Doyle (2009), a
3aHMMalT, kak u y Nymphaea, mo3uuuu JHUCTEEB B €IMHON T'CHETHYECKOH Ccrupain
JUCTOPACHOJOKEeHUs. PacnookeHne 4yeuryiiku B OCHOBAHUM I[BETOHOXKHU OOYCJIOBJICHO €€ paHHUM
3aJI0’KEHHEM B XOJI€ pa3BUTHS IIBETKA, IPEIIIECTBYIONUM (POPMUPOBAHUIO HHTEPKATSIPHOU MEPUCTEMBI
BETOHOXKH. OTrpaHWYeHHOE pa3BUTHE IEPBOTO NPOM3BOJHOTO MepucteMbl mBeTka y Nuphar,

npuBoJAIee K (OPMHUPOBAHUIO YelTyikH, a He yamenuctuka, E.G. Cutter (1957b) cBssbiBaer He
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CTOJBKO C €ro MPOCTPAHCTBEHHBIM IIOJIO)KEHUEM, CKOJBKO CO CIEHU(PUYECKUM PETYIATOPHBIM
cratycoM (propanbHON MEpHCTEMBbI Ha paHHHX dTanax ee QyHKIHOHUpoBaHus. OTHAKO XapaKTep ITOro
perynstopHoro craryca E.G. Cutter He MOSICHSET, U 3TOT BONPOC OCTACTCS HE BIIOJIHE TOHSATHBIM.
Bropoii u Tpetuii npumMopanu, o0pasyeMble aeKCoOM IIBETKA, IPEACTABISIOT OO0 3a4aTKU EPBOTO U
Broporo (y Nuphar) nu6o Broporo u tperbero (y Nymphaea) uamenuctukos, npuuem y Nuphar, B
omimyue ot Nymphaea, oHu pacrosiokeHbl He CTPOro JIaTepajibHO HAPOTUB APYT APYyra, a HECKOJIBKO
CMeIleHbl Ha abaKCHabHYI0 CTOPOHY, YTO, IO MHEHHIO aBTOpPa, CBHJETEIBCTBYET 00 OCIa0IICHUH
UTHUOUPYIOLIETO BJIMSHHS TEPBOro mpuMmopius — demnyidku. Y Nymphaea, kak cka3aHo, MepBblid
MPUMOPJMHA SIBIISIETCSI 3a4aTKOM YalIeTNCTHKA, M OCHa0JeHUsT €ro WHTUOMPYIOUIETO BIMSHUS HE
MIPOUCXOJTUT, B PE3yJIbTaTE YEro BTOPOH M TPETUH YAIICTMCTUKU 3aKJIAJABIBAIOTCS JaTePaaIbHO CTPOTO
HanpotuB Apyr npyra (Cutter, 1957b). Ilocmemnee mnpeamonoxxkenue E.G. Cutter kaxercs
COMHUTEJIBHBIM, TIOCKOJIBKY €cli Obl OINKMCAaHHOE WHTUOMpPOBAHHE OBLUIO HamOoJiee 3HAYMMBIM
(daxTOopoM, TO BTOPOI opraH 3aHuMai Obl amakcuaibHOe moyoxkenune. E.G. Cutter otmewaer ciyuan
(bopMHpOBaHUs B OCHOBaHHH [BETOHOXKH Yy NUphar aByx denryeBHIHBIX TPUAATKOB, KOTOPhIE MOTYT
pacrionaratbcsi psoM APYT ¢ APYroM, Ha MPOTHBOIOJIOKHBIX CTOPOHAX I[BETOHOKKH JINOO TIOJ] YTIIOM,
MPUMEPHO PaBHBIM yriay PuOoHau4ym. DTH OBE YEHIYHKH MOTYT Pa3IM4aThCsl Takxke 1mo (opme u
pasmepy. ABTOp OTMEYaeT, YTO CIIOCOOHOCTH (IOPATbHON MEPHCTEMBI 00Pa30BBIBATH JIMCTOIIOI0OHBIN
Opra roBOPHUT O €€ BereTaTUBHOW MOTEHLUH.

Ete oana pabora E.G. Cutter (1959) mocBsiiiieHa cpaBHEHHIO pa3BUTHS IIBETKOB Bi10B Nuphar:
N. lutea, N. pumila u ux ecrectBennoro rubpuma N. X intermedia. Yenryiika, pacrosioXeHHas y
ocHoBaHus 1BeToHOKKH N. lutea, oOHapyxeHa y 4YacTH H3YYEHHBIX LBETKOB N. X intermedia n
Hebonpmoi yactu mBetkoB N. pumila. Y N. x intermedia u N. pumila gemryiika Xxopomio 3aMeTHa Ha
paHHUX CTaAUAX DPA3BUTHUS 1BETKA, OJHAKO 3aT€M €€ POCT, KaK IMPaBUJIO, MPEKpallaeTcs, U OHa
mpescTaBiIsieT coO0i Mano3aMeTHbIH pyOel, CKPBITHIA TpUXOMaMHU IIBETOHOXKKH. Takxke aBTOp
ykasbiBaet, uto juis Nuphar lutea, B omimune ot apyrux BumoB Nupar, xapakTepHO BXOXKICHHE B
YelyeBUAHbIN (GUILIOM MPOBOISIIETO MyYKa.

B o6o6maromeii padore E.G. Cutter (1961) npoBoauT cpaBHEHHE 3aKOHOMEPHOCTEMH
PacmooKeHus JUCThEB, IBETKOB M OOKOBBIX MOOETOB IS YeThIpeX PoJIoB cemeiicTBa Nymphaeaceae:
Nuphar, Nymphaea, Victoria u Euryale. Kak yka3zano u B mpeapLayiux pabotax aBropa, aas Nuphar u
Nymphaea xapakTepHO pacHoJOKXEHHE JUCTHEB M IIBETKOB B €IMHON T'€HETHUYECKOW CIHpau
¢bunnoTakcuca, a 00KoBbIe OOETH 3aHUMAIOT MO3UIINHU, XapaKTePHBIE JIJIS IBETKOB, KaK ObI 3aMEHSS UX.
V npencraButeneir pogo Victoria u Euryale usetku ¢opmupyroT CBOIO COOCTBEHHYIO CHHpPab,
OTJENBHYI0 OT CIHMpaJId PACMOJIOKEHUS JIMCTHEB, NMPHUUYEM €CIM HEKOTOpble M3 LBETKOB HE OBLIM
cOopMHpOBaHbI, TO Ha MX MECTE€ OCTAIOTCS MNPONYCKM B CHHPAIM PACHOJIO0KEHUS IIBETKOB.

HOCJIC,Z[YIOH_II/IC LIBCTKH 3aKJIAAbIBAIOTCA B 3TOM CJIy4da€ TAK, KaK CCJIN OBl OTCYTCTBYIOIIIMEC IBECTKU ObLIH
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cOpMHUPOBaHbI, U CIIMPab HE HapyIIaeTcs. BOKOBBIX MOOEroB y 3TUX BHJIOB aBTOPOM OOHAPYKEHO HE
OBLIO.

AHaTOMHYECKOE CTpOeHHE LBeTKa BHJOB pojaa Nuphar, B Tom 4mcie BackynaTypa LBETKa,
paccmotpena M.F. Moseley (1965). ABTop yka3sIBaeT Ha TO, YTO YAIISITHCTUKHA PACIIOIATAIOTCS B IBYX
Kpyrax, a JICIECTKH M ThIYMHKA OOpa3yloT KOHTAKTHbIE MapacTHXU. [ MHelel CUHKapHHBbIA C
aCIMIMaTHBIMHU I1JI0JI0JIMCTUKAMU.

[To nanasiM M.F. Moseley, B OCHOBaHMH IBETOHOXKKH HMEETCSI OJTUH KPYT IMTPOBOASAIINX TyYKOB,
(hopMUpYIOLINIT KOHIIECHTPHUYECKOE CIUIETeHHE IMydKoB. OT 3TOr0 CIUIETEHUS, KOTOPOE pacroiaraercs
MPSIMO T0J1 UHTEPKAJIIPHON MEPUCTEMOM IIBETOHOKKH, OEpyT Hayallo Hapy»KHbIN ¥ BHYTPEHHUN KPyTu
MPOBOJSIINX IMYYKOB, KOTOPbIE B CBOIO OYepelb (POPMHUPYIOT B OCHOBAHUU LIBETOJIOXKA CIIOMKHBIN
KOMILJIEKC MPOBOJAIMIMX TKaHEW, HamoMuHaromui no ¢opme xop3uHy. OT HOCIEAHEr0 B KaKJbli
YaleIUCTUK OTXOAT MO TPU MPOBOSIINX My4YKa, B JIEIECTKU M THIYMHKH — MO ogHOMY. CIIMHHOHN U
OpIOLIHBIE MTPOBOAIINE MUK TUIOJOTUCTUKOB OTBETBIISIIOTCS OT OCHOBHBIX ITYYKOB HATIOMUHAIOLIETO
KOP3HHY CIUIETEHHUS, TO €CTh OT «000/Ka KOpP3WHBD. J[Ba OpIOLIHBIX My4YykKa OJHOTO IUIOJOJIMCTHKA
BCTPEUaAIOTCs € OpIOUIHBIMU IyYKaMU CMEXKHOIO IUIOAOJIMCTHKA B OCHOBAHUU MEPETOPOJKH MEXKIY
MOCJIEAHUMH, OJHAKO OOBIYHO HE CIMBAIOTCS, a JIMIIb COMMKAIOTCS M TapalieIbHO APYr IPYyry
MPOXOJAT uepe3 OCHOBaHME cenTbl. CIIMHHOM IMy4YOK OTHENISETCS OJHOBPEMEHHO C OpIONIHBIMU U
BXOJIUT B TUIOJOJIMCTHK, @ HA €T0 BEPXYILKe pa3JeisieTcs Ha JBE BETBU, KaXK1as U3 KOTOPBIX CIMBAETCS
C COOTBETCTBYIOIINM BEHTPAJIbHBIM ITyYKOM.

B apyroii pabore, mocBsimeHHON pa3BuTHiO nBetka y BumoB Nuphar, M.F. Moseley (1971)
OTHCHIBAET HAJIMYME KOPOTKOW MPOKCHMAJIbHOW YaCTH I[BETOHOXXKU C OJAHMM KPYrOM MPOBOJISIIMX
My4KOB (YTO CBOMCTBEHHO MOOEraM JBYIOJBHBIX) KaK apryMEHT B MOJJICPKKY TMIIOTE3bI O TOM, YTO
Yellyiika B OCHOBAaHUU I[BETOHOXKHU IpEACTaBiIseT co00il MPUIIBETHBIN JIHMCT, a HE OpraH IBETKa.
Kopotkast 6a3anbHasi 4acTh IIBETOHOKKH, MO JaHHBIM aBTOPA, MPEACTaBISAET COO0N peaylIpOBaHHBIN
BEreTaTUBHBIA MOOer 100 peAylUPOBAHHYIO OCh COILBETHs. DTOM TMIOTE3€ HE NMPOTHUBOpEYAT U
nanable Cutter 0 BO3MOXHOCTU (DOPMUPOBAHUS MPU OCHOBAHUU I[BETOHOXKKU HECKOJIBKHUX YEIIYEK.
@donuapHoe mnpoucxoxaeHue uemyiku, no M.F. Moseley, moaTBepkmaercss Takke HaTUYdeM
MEPETSHKKH MEXIy KOPOTKOHM 0a3anbHON 4YacThiO IBETOHOXKKHM M €€ OCHOBHOM 4YacThlo, MMEOIIen
coOCTBEHHO (IIOpaTIHLHOE MPOUCXOKICHHE, TOCKOIBKY YelTyiKa MPUKPEILIAETCS MPOKCUMallbHEee 3TON
NEPETSHKKH U MOJTy4aeT MPOBOAAIINI My4OK OT MyYKOB 0a3aJIbHON YaCTH IBETOHOXKKH. Takke B MOJb3y
JAHHOM THMOTE3bl TOBOPUT CXOJCTBO 30HAJBHOCTH MEpPUCTEMbI, (OpMHUpYIOIEH IBETOK U
YelyeBUAHbIN (MIIOM, Ha MEpBBIX 3Tanax €€ (PYHKIHOHHPOBAHMSA, C 30HAJIBHOCTHIO ANUKAIbHOM

MCPUCTEMBI mooera.
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Pacrnonoxenne opraHoB B IBETKAX MpecTaBuTeneit cemeiictea Nymphaeaceae 0b110 10 1po0OHO
nzyueHo P.K. Endress (2001), koTopblii mpoaHaqu3upoBajd Ha OCHOBAHMHU OOJBIIOTO OOBEeMa
OPUTMHAIBHBIX M paHee OMyOJMKOBAHHBIX JAHHBIX TPU3HAKKA CTPOCHUS, paA3BUTHSI H
(YHKIMOHUPOBAHUS IBETKOB U MPEINPUHSIT TOMBITKY HHTEPIPETAIIMNA T€X WM WHBIX MPU3HAKOB KaK
apXanvHbIX U CBOWCTBEHHBIX IIBETKaM Han0oJIee MPUMHUTUBHBIX TOKPHITOCEMEHHBIX.

ABTOp O€peT TePMHUHBI WIETIECTOK» U «YAIIETHCTUK» B KaBBIUKH, IO JYEPKUBAs], BEPOSITHO, UTO
ypoBeHb U PepeHIanry OKOJIOIBETHUKA Ha JICIECTKH M YAaIIEIMCTHKHN Y KyBITMHKOIIBETHBIX HIKE,
YeM Y MHOTHX BBICIINX JIBYJOJBHBIX, & CAaMO CTAHOBJICHHE JBOWHOTO OKOJIOIIBETHHKA MMEIIO MECTO
HE3aBUCHMO OT TaKOBOTO Y MPOYHMX MOKPHITOCEMEHHBIX pacTeHuil. PacrookeHre opraHoB B IIBETKaX
Mpe/icTaBuTeNed KYyBIIMHKOBBIX, Kak oTmeuaer P.K. Endress, B nutepaType HHTEpHpeTupyercs
HeoHo3HauHO. [To ero muenwuro, st poaa Nuphar xapakrepHo KpyroBoe pacroioKEeHUE HapyKHBIX
SIIEMEHTOB OKOJIOIBETHHKA. HecmoTpst Ha To, uTo 5 100 6 «JAIIETMCTHKOBY 3aKJIaJbIBAIOTCS
MOCIIEIOBATEIbHO M0 CIUpPAIH, OOJiee TMPOJIOJDKUTENBHBIA IUIACTOXPOH MEXAY (OPMUPOBAHHEM
TPETHEro U YETBEPTOTO JIMCTOYKOB OKOJIOIBETHUKA O0YCIIOBIMBAET NX KOHEYHOE PACTIOJIOKEHHUE B IBYX
Kpyrax. B mporiecce pa3BUTHS IBETKa «UAIICTHUCTUKI) HAPYKHOTO KPyra CKPBHIBAIOT «YalICITHCTHKI
BHyTpeHHero. Y wusydenHoro P.K. Endress Buma N. advena, umeromiero mecth 4YalieIHMCTHKOB,
MHTEPIPETUPYEMBIX aBTOPOM KaK PACIOJI0KEHHBIE B IByX TPUMEPHBIX KPyrax, OpraHbl TPETbEro Kpyra
pacroyiokeHbl HE OJMHOYHO, a mapamu. Takum oOpa3oMm, B TpeTbeM Kpyre 6 OpraHoB, a MMEHHO
«enectkoBy. Kak ormedaer P.K. Endress (2001), mapHoe pacrmoyiokeHue OpraHOB TPEThEro Kpyra
XapaKkTepHO U IS Ipyrux npeacraBureneii nopsiaka Nymphaeales (Cabomba, Nymphaea, Victoria).

Jlanee mpu ABMKEHMM K LIEHTPY LIBeTKa (WIJIOTAKCHC y KYBIUMHKOBBIX U B TOM 4YHCIE — Y
KYOBIILIKH I0BOJIBHO CKOPO CTAaHOBUTCS OecriopsA0uHbIM. [10CKOIbKY KaXKbIi OT/ICNIbHBIA OpraH UMeeT
MaJlblil pa3Mep 1o CpaBHEHHIO ¢ (UIOPATIbHBIM alleKCOM, 3TO MPUBOJUT K HAPYLICHUIO 3aJI0’KEHHON Ha
paHHMX »JTanax pa3sBUTHS 1LBETKa KPYroBOM MOJENIM paclojoXeHUus oOpraHoB. B  kpyrax,
PacIoyIoKEHHBIX BHYTPH TPETHETO, YKCIO OPraHOB COOTBETCTBYET MX YUCILY B TPETHEM KpYre, TO €CTh
LIECTH WJIM BOCBMH, OJIHAKO YHUCJIO OPraHOB B CaMbIX BHYTPEHHUX Kpyrax MO>KET BHOBb COKpAILlaThCs
710 UCXOJHOTO, PaBHOTO TpeM WM, pexe, yeTbipeM. Ilnononuctuku GopMupyror oquH Kpyr, 6onee-
MeHee 4epeaysach ¢ ThIYMHKaMU BHYTPEHHEro kpyra. Takum oOpa3oM, OUeBUAHO, 4TO (HIIIOTAKCHC B
[[BETKaX KYBIIMHKOBBIX HE SBISETCS CIMPAJIbHBIM: CHayaja pacloJIO)KEHHE OPraHoOB SIBJISETCS
KPYrOBBIM, 3aT€M CTaHOBUTCS OecnopsAo4HbIM. ILIONOMUCTHKM Ha paHHUX CTaJusX Ppa3BUTHUSA
NPEJCTABICHbl PAJUAIBbHO PACXOAALIMMUCS OT LEHTpa IBETKa OOpO3JKaMH, 4YTO ONpeAesser
o0pa3oBaHUE CHUHKApIIHOTO TMHELEes NpU OTCYTCTBHUM BHYTPEHHEro KOMMHUTyMa. TakuMm oOpaszom,
KaX/Iblil IJIOJOJMCTUK JIMIIEH BBIPQXKEHHOTO amekca W He JudQepeHIpoBaH Ha JOP3aJIbHYI U
BEHTPAJIbHYIO CTOpPOHBL. Ha paHHMX cTaausax pa3BUTHS OOPO3IKH PAcIONaraloTCs HAKIOHHO IO

OTHOIIEHHIO K BepTUKabHOMY nojioxkenuto (Endress, 2001).
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Eme 6oee monpooOHo pazsutre nerka Nuphar ommcano B padore E. L. Schneider et al. (2003),
B KOTOPOH, MOMHMO OPWTHMHAIBHBIX JaHHBIX, NPHUBOJATCS PE3yJAbTAThl BBHIIIOJHEHHBIX paHee
uccienopanuii mo teme. M3 poma Nuphar aBropamu Obin paccmorpen Bux N. polysepala, amekcs
KOPHEBHII KOTOPOTO OBLIM M3Yy4YEeHBI MO/ CKAaHUPYIOUINM JIEKTPOHHBIM MHKpPOCKOTIOM. UTO KacaeTcs
MPUPOJBl YEITyeBUAHOTO (MIIOMa MpH OCHOBAaHMHM IIBETOHOXKKH, aBTOPBI BO3ACPKHUBAIOTCS OT
MIPUHATHUS KaKOH-TH00 0THOM M3 cymiecTByronmx rumnote3. [lomumo MueHmi, Brickazanubix E.G. Cutter
(1959) u M.F. Moseley (1971), B paboTe NpUBOIUTCS TUTIOTE3a O MPOHU3OMISAIICH B X0/ IBOJIOIUU
penykiun 60iee CI0XKHOTO COIBETHS, KaK 3TO UMEET MECTO Yy HEKOTOPBIX 0000BbIX. OHAKO aBTOPHI
BBICKA3bIBAIOT COMHEHHME B MPHUMEHUMOCTH TOW THITOTE3bI K KyBITMHKOBBIM, HMEIOIIMM OJWHOYHBIE
I[BETKH.

Jlenectku Bo B3pocibix iBeTkax Nuphar, mo nanueim E. L.Schneider et al. (2003), pacriosiosxxensr
B OJTHOM JIN0O B IBYX Kpyrax. ¥ N. advena miectsb JernecTKoB pachoiiaraloTcs mapaMu B OJHOM KpyTe.
VY N. polysepala Takoro pacrnosioxeHus JISTIeCTKOB He 00HAPYKEHO, OJIHAKO OHH TAKXKe 3aKJIaIbIBAIOTCS
Kpyram, TIpu4eM TpH TEPBBIX JIETIECTKA YepeAyIOTCS CO BHYTPCHHUMH YalIeTHNCTHKaMU. 3a MEePBBIM
KPYroM JIETIECTKOB 3aKJIa/JbIBAIOTCS JOTIOJTHUTEIFHBIE KPYI'H, JIENECTKH KOTOPBIX 3aHUMAIOT MecTa
MEXIy TepBbIMH Tpems. Ecim mpm 3TOM ocTaercsi cBOOOTHBIE TMPOCTPAHCTBA MEXKAY 3adaTKaMu
JITIECTKOB, WX 3aHMMAIOT 3a4aTKH THIYMHOK. BBICTpoe yBenmueHHe B pa3Mepax IEpBBIX JICTIECTKOB
BPEMEHHO BHOCHUT B [[BETOK aCHMMETPHIO, HO PaHaibHasi CHMMETPHS alleKca [iBeTKa coxpansercs. Ha
JTame 3aJI0KEHUS HJIEMEHTOB OKOJIOIBETHUKA alleKC I[BETKA MPEACTaBIsAeT COO0H HEBBICOKHH XOJIMUK,
HO ¢ HadasoM (POPMHPOBAHMS THIYMHOK OH HAYMHAET PE3KO PACTH B 00BEME, B PE3yabTaTe YETo
YBEIMYMBACTCS IUIOMIAb €r0 TOBEPXHOCTH. MHOTOYMCIICHHBIE 3a4aTKH THIYMHOK 3aKJIaJIbIBAOTCS
Ype3BBIYAHO MIOTHO M UMEIOT OYE€Hb MAJICHBKHUH pa3Mep 10 CPABHEHHIO € KYIIOJI000pa3HbIM alleKCOM
[[BETKA; B HMX pAacHOJO0XECHHH Ppa3INYMMbl MHOTOYMCIICHHBIE KOHTAKTHBIC MApAacTUXH, a TaKKe
oproctuxu. [TnoTHast ymakoBKa TEBIYMHOK COXpaHETCs 10 pacKpbIBaHus 1BeTKa. [locie popmupoBanus
MOCJIEHAX THIYMHOK OJJHOBPEMEHHO 3aKJIabIBAIOTCS MPUMEPHO 18 MII0J0NMNCTHKOB, PacIiooKEeHHbBIX
B OJTHOM KpyTe.

ABTOpPBI OTMEYEHHBIX BBIIIE PAaOOT paccMaTPUBAIOT aHIPOLEH KyBIIMHKOBBIX KaK HCXOJIHO
UKJINYECKUH, HO YKa3bIBAaIOT HA BO3MOXKHOCTh HEYHOPSIOYCHHOTO PACHOJIOKEHHs THIYMHOK. boiee
noJpoOHO BOIPOC O PACHOJOKEHHH THIYMHOK KYBIIMHKOBBIX PAacCMaTpUBACT B CBOEM KpaTKOM
coobuernn M. Wolf (1991). K coxanenuto, 3T pe3ynbTaTsl He ObLIM 3aTeM O(OpMIECHBI B BUAE
KypHaiIbHON cTaThbi. OCHOBHOI BOMpOC, MHTEPECOBABIINI aBTOPA, - MOXHO JIM MHTEPIPETHPOBATH
aHJpOIel KYBIIMHKOBBIX Kak crnupanbHbiid. [Ipu m3ydenun anapoues Nymphaea alba eisiBieHo
0osblIIOE Pa3HOOOpa3ue TUIIOB PACIOJIOKEHUS THIYMHOK. Y HEOOJBIIOr0 YHWCia I[BETKOB aBTOP
OOHApY)KWJI HAJIMYME TAKOTO 4YMCJIa KOHTAKTHBIX MAapacTHX, WAYIIUX B Pa3UYHBIX HAIPABICHHSX,

KOTOPOC XapaKTCpHO I (I)I/IJ'IJIOTaKCI/Ica o GuboHauun (YTO.II AUBCPIrCHIIMA Ha T€HETUYECKOMN crinpajim
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137.5°) nu6o mns ¢pumnorakcuca mo Jlykacy (yrosn musepreHimu 99.5°). ABTOp cyHMTaeT 3TH cioydau
UCKITIOUeHUsIMH. Yaie pacroyioskeHHe TapacTUX OTBedaso 0Oojee H3K30THYECKUM BapUaHTaM
¢ummotakcuca. CrnekTp oOOHapYy)KEHHBIX BapHaHTOB OXBaThiBan ciydan ot 8+11 mapactux
IIPOTUBOMOJIOKHOIO HarpasieHus (yroa ausepreHuuu 132.2°) no 9+10 napactux (yros IuBepreHuuu
37.4°). Blu OTMEYEHBI CTy4au, KOT/a YHCJO M MPaBbIX, U JIEBBIX MMapacTUX ObUIO YeTHBIM. bbum u
LBETKM, B KOTOPBIX HMKAKUX [ApacTUX BBIACIUTh HE YJAIOCh U3-3a HEYHNOPSI0YEHHOCTH
pacloyIOKEeHUsI THIYMHOK. ABTOpP HE YKa3biBaeT, Kakoil Buja Nuphar on wu3ydan, HO, cyas 1o
OTMEYEHHOMY MM HAJIMYHIO 5 YalleIMCTUKOB, 3T0 MoT ObiTh Bua Nuphar lutea. Y Nuphar ormeuen
IIUPOKUN CIIEKTP BapbHUpPOBAaHUS OPraHOTAaKCHCA B aHJpOLiee, BKIIOYAsl HUKINYECKUE U CIUpPAJIbHbIE
BapuaHTbl. OTMEUEH BapHaHT PAcMOJIOKEHHUS THIUMHOK, KOTOPBIA aBTOp omMchIBaeT kak 16+17+33

(0ueBUAHO, YMCIIO MAPACTUX PA3HOTO HANpPaBIEHUS U KPYTU3HBI), C YIJIOM JuBepreHiuu 21.7°.

1.2. TMopsaxox Ceratophyllales, xak u Nymphaecales, sBiseTcs apxaudHod TpyIION
MOKPBITOCEMEHHBIX pacTeHuil. B cocraB mopsaka BXOAUT €IMHCTBEHHOE HBIHE CYIIECTBYIOIIEE
cemeiictBo Ceratophyllaceae ¢ enuHcTBeHHBIM coBpeMeHHBIM posioM Ceratophyllum (pexe BoiaenstoT
nBa pona, Mavrodiev et al., 2021). B cocraBe poma Ceratophyllum seigensior 6 BuaOB
BBICOKOCIENUATN3UPOBAHHBIX TIOJIHOCTHIO MOTPYKEHHBIX B BOIY PACTEHHH € TIOABOJIHBIM OIBIIEHHEM,
MOJTHOCTRIO JIMIICHHBIX KopHe# (Szalontai et al., 2018). Dtu pacTeHus MHUPOKO PacHpOCTPaHEHBI HA
TEPPUTOPHH HAIIICH CTPaHBI U SBJISIOTCS BOKHBIM KOMIIOHCHTOM MPECHOBOIHOM (iopbl (Hampumep,
bynansiii, Yeborapesa, 2012; Illep6akos, Jlro6e3noBa, 2017; Ileuentox, 2014, 2017, 2018a, b;
JIucuiuna, [Tamaenkos, 2000) Ctpoenue noderoseix cuctem Ceratophyllum sieisieTcst HEOOBIYHBIM ISt
OOJIBIIMHCTBA IIBETKOBBIX PACTEHUI U, KaK U B CIydae C MpeacTaBUTEsIMU cemeiictBa Nymphaeaceae,
BO3HHMKaeT Bompoc o mnpumenumoct Kk Ceratophyllum mnpusHaka remmakcuwnisipHocTd. OdYeHb
XapaKTEPHBIMHU SIBIISIFOTCS M <«JIMCThS» POTOJMCTHHUKA: OHHU IMPEACTABIIAIOT COOON TUXOTOMUYECKH
pa3BeTBICHHBIE OT JBYX [0 YEThIPEX pa3 BEreTaTHBHBIC OpPraHbl C 3yOYaThIMH JAUCTAIbHBIMU
cermenramu (Rutishauser, Sattler, 1987; Csiky et al., 2010). Ha mepBbIii B3I Ka)KETCs, 4TO BCE
JIMCTOBU/IHBIC OPraHbl KaXJOTO y3j7a PAaBHOLEHHBI W PACIOJOXEHbl MYTOBKAMH, OJHAKO OoJice
JeTalbHOE H3ydeHne (pUILIOTaKCHCa ITPUBENIO PA3HBIX ABTOPOB K PAa3HBIM BBIBOIaM OTHOCHTEIBHO THIIA
JMCTOpacooKeHuss y porosiuctauka (Schaeppi, 1935; Loiseau, 1963; Raynal-Roques, 1981;
Rutishauser, Sattler 1987; Rutishauser, 1999; lwamoto et al., 2003, 2015). Tak, A. Raynal-Roques
(1981) mpeamonoxwuia, 4To HUILIOTAKCUC Y POTOJMCTHUKA IBYPSIHBIN, U BCE JTUCTOBUIHBIC OPTaHbI
Ka)XJIOTO y3J1a IPUHAUISKAT OJHOMY U TOMY JK€ paccedeHHOMYy JIUCTy, a A. lwamoto ¢ coaBropamu
(2003, 2015) npunut kK BeIBOIY, 4To JucTtopacnonoxkenue y Ceratophyllum sensercs nakpect-
CYMpOTUBHBIM. Pemienne Bompoca o turne ¢pumiotakcuca moderos Ceratophyllum, kak u o0bsicHeHne

KaXXyImerocsa BHCHA3YIIHBIM PACIIOJIOKCHHA [BCTKOB Ha KOPHCBHUIAX Nuphar, BaXHO JIA
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UHTEpOpETallMi  pa3HooOpasust ~ Mopdoornyeckux  OcoOEHHOCTeH  MOOEroBHIX  CHCTEM
MOKPBITOCEMEHHBIX PACTCHHIA.

[Tnoxer Ceratophyllum omHOoceMeHHBIE W, Kak MpaBHIO, MMEIOT XapaKTEPHBIC HMIOJIbYaThIC
BbIpocThl noBepxHocTH (Kanen, 1953). Mckonaemble Mmii0/ibl, HAIOMUHAIOUIME IUIOABI COBPEMEHHBIX
npencrasuteeit poaa Ceratophyllum, ussectus ¢ panrero mena (Dilcher, Wang, 2009; Wang, Dilcher,
2018).

Uctopuuecku poxa Ceratophyllum paccmarpuBaercss Kak y3KOCHEHHAIM3UPOBAHHAS TPYyIINa,
poactBenHas cemerictBam Nymphaeaceae u Cabombaceae (TaxramksH, 1966, 1987; Cronquist, 1981),
OTYACTH MOTOMY, YTO pacCeYCHHbIE MMOIBOIHBIC THCThs Cabomba BHelIHe HATOMHUHAKOT JIUCTOBHU/IHBIC
opranbl Ceratophyllum (Schaeppi, 1935). Oanako MoJIEKy/ISIpHBIE JaHHBIE HE TIOAJCPKUBAIOT TUTIOTE3Y
0 cecTpuHCKHX oTHomeHusx Mexay Ceratophyllum u mopsakom Nymphaeales (Bimtodasi ceMeicTBO
Hydatellaceae (Saarela et al, 2007; Soltis et al., 2011; One Thousand Plant Transcriptomes Initiative,
2019; Albert and Renner, 2020). [letaigbHbie 3MOPHOJIOTHYECKHE WCCICIOBAHHUS TaKXKe BBISBHIN
Cepbe3HbIe MOP(OIOTHUECKHE pa3inyus MKy nanHbiMu rpymnamu. Jist Ceratophyllum xapakrepHbr
OPTOTPOITHBIC YHUTEIMalbHbIC CEMSIOYKH, CEMUKICTOYHBIA >KEHCKHH rameTo(uT, TPHUILUIOHIHBIH
SHJIOCIIEPM, CEMEHA C TOHKOI CEMEHHOW KOXYPOU, JIUIICHHBIC KPBIIICUKH (OMEPKYIOMa), B KOTOPBIX
3amacaromas pojb npuHamiekut 3apospiry (Illampos, 1983, 1997; Illampos, bartsirmna, 1984).
[IpencraBurenssm mopsinka Nymphaeales CBOWCTBEHHBI aHATPOIIHBIC OWTErMajbHBIC CEMSIIOYKH,
YETHIPEXKICTOYHBIN TaMeTO(UT, TUTUIOUIHBIN SHIOCHIEPM, K30TECTAbHBIE CEMEHA C KPBIIICUYKOH U
3amacaromuii mepucriepm (Bunrtep, Illampos, 1991a, b; bareiruna, Bacumsesa, 2002; Williams,
Friedman, 2002; Friedman, Williams, 2004; Friedman, 2008; Rudall et al., 2008, 2009). Takum 06pazom,
10 MHOTHM TPU3HAKAM PA3JINIHs MKy POTOJIMCTHUKOM M KyBITHHKOIIBETHBIMHU OUEHB CYIICCTBECHHBI.

[epBbIe MOJEKYISAPHO-(QUIIOTCHETHYECKIE UCCIICIOBAHMUS MOIICPKAIH BHIIBUHYTYIO paHee Ha
ocHoBe Mopdonornueckux gaHHbIXx Tunoresy D.H. Les (1988) o cecTpuHCKOM TOJIOKCHHH
Ceratophyllum mo oOTOHOIIEHHIO KO BCEM OCTAIbHBIM COBPEMEHHBIM BHIaM IOKPHITOCEMEHHBIX
pactennii (Les et al,, 1991; Chase et al., 1993). Omgnako mocnenyroue padoOThl BBISBUIM Oojee
CIIO)KHYIO TOIOJIOTHIO DBOJIIOIMOHHOTO JpeBa I[BETKOBBIX, a TaKXKe YKpEemuin 000COOJICHHOE
MOJIOKEHUE Ha HEM POTOJIUCTHUKA. ABTOPBI Pa3HBIX MOJICKYIISIPHO-(HIOTEHETUISCKUX HCCIICIOBAHUN
nomermanu Ceratophyllum B pasnuunbie mo3unmu BOJIM3KM OCHOBAHHS 3BOJIIOIMOHHOTO JIPEBa, 4allle
BCETO, B IOJIO)KEHUE, CECTPHHCKOE K BBICIIUM JBYIOJBHBIM B COCTaBe Kiaabl Mesangiospermae, B
COCTaB KOTOPOH, MOMHMO POTOJIMCTHUKA, BXOJST YETHIPE COBPEMEHHBIC TPYIIBI: OJTHOMOJBHEIE,
naBynosbHbIe, MarHoauu el U Chloranrhaceae (Jansen et al., 2007; Moore et al., 2007; Gitzendanner et
al., 2018, One Thousand Plant Transcriptomes Initiative, 2019; Albert, Renner, 2020). A.C. AHTOHOB ¢
COABTOPaMH, TIO-BHIMMOMY, OBUIH TEPBBIMH HCCIICAOBATEISIMU, OJTYYUBIIUMHE JaHHBIE O BEPOSITHOM

cectpuHckoM nostoxkennn Ceratophyllum mo otHomenuto k cemerictBy Chloranthaceae (Antonov et al.,
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2000; cm. Tarxke Moore et al., 2011; Zeng et al., 2014, Xue et al., 2020). Beiapuraiucs u 00CyXIJIHUCh
U JIpyTUe MPEANOJIOKECHHUS KacaTelIbHO MOJI0KECHHUS POTOJIMCTHUKA Ha (QUIIOTCHETHYECKOM JpeBe (Harp.,
Zanis et al., 2002; Goremykin et al., 2009; Ruhfel et al., 2014). Ho, kak ormeuatror M.A. Gitzendanner
et al. (2018), pojacTBeHHBIC CBSA3M POTOJMCTHKA BCE €I OCTACTCS HEOTHO3HA4YHbIMH. M pon
Ceratophyllum, u cemeiictBo Chloranthaceae — ipeBHUE rpyIIIbI paCTEHUMN, XOPOIIO TPEICTABICHHBIC
B uckonaemom cocrosiaun. P.K. Endress, J. Doyle (2009, 2015; Doyle, Endress, 2018) B HEeCKOIbKHX
UCCJICIOBAHUSX MOJBITOXHUIN MOP(OIOrHUSCKHE CBUACTEIBCTBA CECTPUHCKOTO TOJIOKEHHS poja
Ceratophyllum no ornomenuto k Chloranthaceae. Dtu rpynmsl pacteHui KapAMHAIBHO OTIMYAIOTCSI
ApYr OT JApyra Kak IO YCJIOBUSIM oOWTaHus, Tak ¥ 1o mopdoisoruu. [IpeacraBurenu cemeiicTBa
XJIOPAHTOBBIX SIBJSIOTCS HA3€MHBIMH JPEBECHBIMH HJIM TPAaBIHUCTBIMU PACTEHUSIMH C HAKPeCT
CYIPOTHBHBIM  JIMICTOPACTIONIOKEHHEM W TMPOCTO  YCTPOCHHBIMH  MEJIKHMH  BETpPO- WK
HACEKOMOOIbIISIEMbIMU  1IBeTKaMH. CeMeHa cojiep)KaT OOWJIBHBIA 3amacarolluil TPHUILIOUIHBII
SHIOCHEPM W MaJeHbKHI 3apoipiinl. Myxkckue penpoaykTuBHbie enuHuibel  Ceratophyllum
HarmoMuHaIOT TakoBbie y Hedyosmum (Chloranthaceae): oHM COCTOST M3 MPOKCHMATbHOW MYTOBKH
CTEPWIBHBIX OPraHOB, CPOCIIHUXCS B OCHOBAHUM, M OCH, HECYIIeH MHOTOYHCICHHBIC CBOOOHBIC
cumsiune ThiumHkd. M s Ceratophyllum, u nns Hedyosmum cymiecTByroT pasiudHble BapHaHTHI
WHTEPIPETAIIMA CTPOCHHUS MYXCKUX PENpPOJYKTHBHBIX €IWHUIl. Pa3sHble aBTOPHI CUHMTAIN WX JIHOO
TOMOJIOTaMH IIBETKA, INOO COIBETUSMH C CHIIBHO peaylrpoBaHHbIMU I1BeTKamMu (Leroy, 1983; Endress,
1987, 1994, 2001; lwamoto et al., 2003, 2015; Endress, Doyle, 2009, 2015; Sokoloff et al., 2018).
XeHckue pernpoayKTHBHBIC €IMHHIIBI POTOJIMCTHUKA TPEACTABISIFOT COOOW MECTHK C eIUHCTBEHHOM
CEMSIIOYKON, OKPY)KCHHBIM OOCPTKON — MPOKCHMMAJIbHONW MYTOBKOW W3 CTEPUJIBHBIX JMCTOBHIAHBIX
MPHUIATKOB, OKPYKAIOIIMX aCIMIUATHBIA IJIOJOIMCTUK, CXOAHBIH ¢ TakoBbiM y Chloranthaceae
(Endress, Doyle, 2009, 2015). B wactHOCTH, MOJ00HBIM aCIUAMATHBIM ILJIOI0JUCTUKOM IIPEICTABIICH
xeHckui 1Betok Ascarina (Endress, 1994; Endress, 2001). Cemsmouku u y Ceratophyllum, u y
Hedyosmum optoTpomHbie, CBHUCAIOT B TMOJOCTh 3aBsi3u. OTHOCHUTENILHO HEJaBHUE JICTATbHBIC
(WIOTEHETHYECKHIE MCCIICIOBAHUs, B KOTOPbIE ObUIM BKJIFOUEHBI, B TOM YHCIIC, HECKOJIBKO MEJIOBBIX
HCKOIAeMbIX pacTeHuil, Takux, kak Canrightia (mpeanonoKuTespbHO OTHOCSIIANACS K CEMCHCTBY
Chloranthaceae), Montsechia u Pseudoasterophyllites, a Taxke poroiucTHHMK, MOKa3ald, YTO HBIHE
uByIre npeacrasutean poma Ceratophyllum u cemeiicTBa XJIOpAaHTOBBIX MPHHAIEKAT K KA1
apXauvyHbIX TOKPHITOCEMEHHBIX PACTCHHI, KOTOpas B MPOILIOM ObUIa TOpa3no Oorade BHIAMH U
pa3HooOpa3Hee B MOP(HOJIOTUIECKOM OTHOIIICHUH, a €€ MPEJCTABUTENIN UMEIOT OJTHOTHE3IHYIO 3aBsI3b,
M WX THHENEH OOBIYHO MHTEPIPETUPYIOT KaK MOHOMEPHBIH, TMPEICTaBICHHBIN acIUIHAaTHBIM
mwiogomuctukom (Doyle, Endress, 2014, 2018; Kvacek et al.; Gomez et al., 2020; Kvacek et al., 2020).

CymecTtByer u anbTepHaTuBHas wuHTepnperamms ruHenes Ceratophyllum xak cuHKapmHOTO
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NICEBIOMOHOMEPHOTO C €AMHCTBEHHBIM (epThibHbIM TuionoiuctukoM (de Klercker, 1885; Illampos,
2009).

Takum 00pa3oM, HECMOTPsI HAa BHEIIHE MPOCTYK) OPraHU3aIMI0 JKEHCKUX PENpPOIYKTHBHBIX
CIMHMIl POTOJUCTHUKA, UX MOPQOJIOTHYECKAas WHTEPIpeTalys OuYeHb HeoJHO3HayHa. OcoOeHHO
HHTPUTYIOIIEH SBJIsIeTCs MOP(HOJIOrHUecKas MPUpoa JUIMHHOTO HUTCBHIHOTO JUCTAIBHOTO BBIPOCTA
THHEIEes, MHOTJa HMEHYEMOTO «pbUIblieM». JIaHHBIH BBIPOCT PACIIONIOKEH C TOW K€ CTOPOHBI
OTHOCHTEJILHO OCH IUTIOA0UCTHKA, uTo u cemsnouka (Troll, 1933; Illampos, 1983; Endress, 1994;
Igersheim and Endress, 1998; Endress, 2001; Iwamoto et al., 2003; Endress and Doyle, 2015). ITo
OTHOIICHUIO K OCH, HECYIICH TaHHYI PENpPOIYKTUBHYIO €IMHHUIY, 3TOT BBIPOCT pacloJiaractcs Ha
TUTO/IOJIUCTUKE MEAMAHHO-aJAKCUANILHO (OJHAKO CIEAYEeT OTMETHTh, UYTO SIBHO BHIPAXKCHHBIE KPOFOIIHE
JIMCThSl Y PENPOYKTUBHBIX €IMHHII POTOJIMCTHUKA OTCyTcTBYIOT: Raynal-Roques, 1981; Rutishauser
and Sattler, 1987; Rutishauser, 1999; Iwamoto et al., 2003, 2015). B GonpIIiHCTBE ciIydaeB y 0a3aibHbIX
I[BETKOBBIX PACTCHUIl JUCTATbHBIC BBIPOCTHI IJIOJOJUCTUKOB 3aHHUMAIOT J0p3albHOE MOJIOXKeHue. B
YaCTHOCTH, HE BOCIPUHUMAIONINE IMBUIBIYY JOP3adbHBIC BBIPOCTHI IIOAOIMCTHKOB MPHCYTCTBYIOT Y
Nymphaea u psina 6nuskux ponos (Endress, 2001; Zini et al., 2019). V npexacraBureneii Lauraceae u
MHOTHX JPYrUX [IBETKOBBIX Ha JOP3aJbHON CTOPOHE IUIOI0IMCTHKA UMEECTCS BBIPOCT, (DOPMHUPYIOLITHI
MIUKAaTHBIA cToNOMK W peuIblie (Endress, 2015). B cooTBercTBUM ¢ Hambojee pacmpocTpaHEHHOM
unTepnperanued, rudeneir  Ceratophyllum  mpencraBieH  eIMHCTBEHHBIM  aCHUAMATHBIM
mwiogomuctukom (Igersheim, Endress, 1998), m B 3TOM ciydae yCTaHOBHThH, Kakas W3 CTOPOH
TJIOJIOJIMCTUKA SIBJISIETCS BEHTPAIBHOM, a Kakasi — JOP3ajbHOM, 3aTpyaHUTENIbHO. C Ipyroi CTOPOHBI, Y
OOJIBIIIMHCTBA MOKPBHITOCEMEHHBIX PACTCHUH, THHEICH KOTOPbIX 00pa3oBaH CIUHCTBCHHBIM
IUTO/IOJIUCTUKOM, OpIOIIIHAsI €r0 CTOPOHA PACIIOIOKEHA aaKCHAIbHO. DTO TMO3BOJISIET MPEIIOJIOKHTH,
YTO MEIMAaHHO-aaKCHAIbHBIA TUCTANbHBI BBIPOCT Iiogosmctuka Ceratophyllum — siBisetcs
BEHTPAJIbHBIM. Y OOJIBIIMHCTBA MOKPHITOCEMEHHBIX PACTEHHN, MMEIOIINX SIMHCTBEHHYIO CEMSIIOUKY B
IUIOJI0JIMCTHKE, OHA pacrojaraeTcs B BeHTpaiabHoi ero yactu (lgersheim, Endress, 1998). JIucranbHbiit
BeipocT rtuHenes Ceratophyllum sBnseTcs npou3BOIHBIM TOM K€ YACTH IUIOJOJHCTHKA, T
PacIookKeHa CeMSIMOYKa, TOATOMY MOYHO MTPEMOJIOKHUTh, YTO OH PACIOJI0KEH B BEHTPAIbHOW YacTH.
OnHako y HEKOTOPBIX MpeacTaBuTelei mopsiaka Nymphaeales, ncTopruecku COMMKAEMOTO € POJIOM
Ceratophyllum, umeet mecto gop3anbHas mianeHTamnus. He3aBUCHMO OT HHTEPIIPETAIIMH TUCTAIBHOTO
BeipocTa ruHeress Ceratophyllum kak BeHTpaJbHOTO WM JOP3aJBHOTO, €ro PacIoJIOKEHUE
OTHOCHTEIIFHO CEMSIMOYKH (B TOH K€ YacTH THUHENes) HEOOBIYHO Ui TMOKPBHITOCEMEHHBIX C
eIMHCTBEHHOM cemsnoukoi B miiomonuctuke (Igersheim, Endress, 1998).

B03MOXHBIM 00BSICHEHHEM HEOOBIYHOTO B3aUMHOT'O PACTIOIOXKECHHS CEMSIIOUKH U JIUCTAIBHOTO
BbIpocTa riogosmctika Ceratophyllum siBrsieTcst runoresa o MCeBAOMOHOMEPHOW MPUPOJIC THHEIIES

poronucthuka (de Klercker, 1885). P.K. Endress (1994) oTBepraer naHHyr THIOTE3y HA OCHOBAaHUH
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OTCYTCTBHS CBUJICTEIBCTB 3AJII0KEHUS IBYX IUIOJOJHMCTHKOB HA PAHHUX CTAAMAX PA3BUTHUS THHELES
Ceratophyllum, B to Bpemst kak W.M. IllampoB (2009), uccienys BapbUpOBaHHE aHATOMHUYECKOTO
CTPOCHUS TUHEIIEeS POTOJIMCTHUKA, CUETI 3Ty TUIIOTE3Y MPaBOMEPHOM.

Pa3BuTHe mnpexacraBieHuil 0 cTpoeHnH noOeroBeix cuctem Ceratophyllum rtarxke BriIROUao
BBIIBIDKCHHME Pa3IMYHBIMH aBTOpaMH MPOTHBOpeYaux apyr apyry rumnore3. H. Schaeppi (1935)
MIPEOCTaBUII CBUJIETEIHCTBA B TIOJIB3Y HAKPECT CYNPOTHBHOTO JIMCTOPACIIONIOKEHHS Y POTOJIMCTHUKA,
IIPU KOTOPOM JIUCTOBHIHBIC OPraHbl KaXI0TO y3J1a MPUHAIIEKAT JBYM CYIPOTUBHO PACIIOI0KEHHBIM
mucthsaM. A. lwamoto et al. (2015) pa3Buiu u gopaboTanu 3Ty THIIOTE3Y, U, 10 UX MHEHHIO, JIMIIb J[BA
[EHTPAIBHBIX PACMOJIOKEHHBIX JPYT HAIPOTHB JIPYTa JIMCTOBBIX CETMEHTA y3J1a MPEACTaBISIOT COO0H
JIMCTBS, @ BCE OCTAIBHBIC (DMIIJIOMBI SIBIISTIOTCS PE3YIHTaTOM YMHOKECHHUS PHUIMCTHAKOB 3THX JINCTHEB.
A. Raynal-Roques (1981), Tem He MeHee, TpUIEPKUBAIACH B3MIIsAAa 00 IBYPSITHOM TUIIE (PUILIOTAKCHCA
y Ceratophyllum, ocHoBBIBasick Ha aHaJIM3e MTOOETOB, Y KOTOPBIX BCe OOKOBBIC BETOUYKH MPUHAICKATH
JIBYM OPTOCTHXaM.

Pacrionoxenne OOKOBBIX CTPYKTYp (BEreTaTUBHBIX MOOErOB M PENPOIYKTUBHBIX OCeH) B
moberossix cucremax C. demersum u C. submersum moauuHsIeTCst pSAAY YCTOHUUBBIX 3aKOHOMEPHOCTEH
(Strasburger, 1902; Schaeppi, 1935; Raynal-Roques, 1981; Rutishauser, Sattler; 1987, Rutishauser,
1999; Iwamoto et al., 2015). Bce GokoBbie CTPYKTYphI (OPMHUPYIOT OPTOCTHXH Ha TOBEPXHOCTH
riaBHoro mnoOera. BokoBbIe BETOUKH pacrofiaraloTCsi Ha paauycax JIMCTOBUIHBIX OPraHOB Yy3Iia
(Strasburger, 1902; Schaeppi, 1935; Raynal-Roques; 1981, Rutishauser, Sattler, 1987; Rutishauser,
1999; lwamoto et al., 2015) u, Takum 00pa3oM, CYMTAIOTCS MA3yIIHBIMHU, a JTUCTOBUIAHBIM OpraH, Ha
pamuyce KOTOpPOrO HaxXOJIUTCs OOKOBOH MOOET, MHTEPIPETUPYETCS KaK MEAMAaHHBIA, WM JHUCTOBAsS
IUTacTUHKa. B pamkax wuHTepnperanuu (UIIOTaKCHUCa POTOJUCTHUKA KaK HAKPECT CYNPOTHBHOTO
MaKCUMAaIIbHOE YHCII0 OOKOBBIX MOOETOB B KAXK/OM Yy3JI€ JIOJKHO OBITh PABHO JIBYM.

PenpoayKTHBHBIE EIUHHIIBI POTOJMCTHUKA BCErJa pacloiaraloTcs Ha pajuycax Mexay
nuctoBuaHbIMU opranamu (Strasburger, 1902; Schaeppi, 1935; Aboy; 1936, Raynal-Roques, 1981; Les,
1986; Rutishauser, Sattler, 1987; Rutishauser, 1999; lwamoto et al., 2015) u, B oTiarune 0T GOKOBBIX
BETOYEK, IIPOM3BO/IAT BIICUATIICHHE BHEMA3ylIHbIX. [10JI0’keHHE PENpPOYKTUBHBIX CIUHHII HICATBLHO
COBITAJIACT C OKUJAEMBbIMU IPAHUIIAMH JIBYX JIUCTHEB OJHOTO Y3JIa, €CIIH MPHICPKUBATHCS B3TIIAIA O
HAKpeCT CYyNpOTHBHOM Xapaktepe ¢uutorakcuca y Ceratophyllum. B pamkax rumotessl o
JIOP3UBEHTPAIILHOM THIIE JBYPSJHOTO (DMIUIOTAKCHCA Y POTOJIHMCTHHUKA PETNPOAYKTHBHBIC €IWHHIIBI
MOYXHO MHTEPIIPETHPOBATh KaK BO3HHKIINE M3 KOJUIATEPaJbHBIX MOYEK, PACIOJOKEHHBIX C 00enx
CTOPOH OT [IEHTPAIILHOM Ma3yIIHOM MOYKH, JAaBIlel Haualo BereraTuBHOMY OokoBomy mobery (Raynal-
Roques, 1981). A. Raynal-Roques oGHapyxmuiIa ciiydan HATHYHUS YETBIPEX MYKCKHX PEIPOTyKTHBHBIX
€IMHUI] B OJTHOM Y3JI€, IB€ U3 KOTOPBIX, PACIOJIOKEHHbIE Oinke K O0KOBOMY 1ooOery, OblTH OOJIbIIIE 11O

pasMepy, 4€M ABC OCTABHIMUECH, YTO COTJIACYCTCA C NPCANOJIOKCHUCM O BO3ZHHKHOBCHUH HUX U3 psAda
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kosutatepenbHbix mouek (Raynal-Roques, 1981). A. lwamoto et al. (2015) pa3suiu runore3y o HaKpecT
CYIPOTHBHOM (HIIOTAKCHCE y POTOJMCTHHKA, IPU ATOM HMHTETPHPOBAB B HEE IPEACTABICHUE O
BO3HUKHOBCHUUN PCIPOAYKTUBHBIX CAWHUI] U3 KOJUIATCPAJIbHBIX ITOYCK. Ilo ux MHCHHIO, Ka)i(llblf/i u3
JBYX CYIPOTUBHO pAacClOJ0XKEHHbIX JHCTbEB KaXJIOTO Yy3Ja MOXKET Cc(GOpMUPOBATH 10 JBYX
KOJUIaTepaJIbHBIX MOYeK (IOMHUMO LEHTPajJbHOM, Jarouleil Hayajgo BEreTaTUBHOMY IO0ery).
Pacnionoxxenne Bcex pempoAyKTHBHBIX E€IMHHUI] Ha OPTOCTUXAX, C(POPMHPOBAHHBIX OOKOBBIMHU
HO6eFaMI/I, MOXET OBITh PE3YIbTATOM CYNIPECCUU PA3ZBUTUSA OIIHOﬁ M3 KOJUIATCPAJIbHBIX IMOYCK KAXKAO0TO

JIUCTA.

1.3. IIpoGieMbl M3yYeHHsI PAHHElH YBOTIONHH HBETKA MOKPHITOCEMEHHBIX

N3ydyenne MOp(HOJOrHUECKHX 0COOEHHOCTEH MPEACTaBUTENEH PaHO JTUBEPTUPOBABIIMX TPYIII
[[BETKOBBIX PAaCTEHHU! WMeeT OOJbIIOE 3HAYEHHE IS PEKOHCTPYKIMH TPHU3HAKOB I[BETKA OOIIETO
IpejiKa IOKPHITOCEMEHHBIX — 3a[auH, KOTOpasi UMEET UTUTEIBHYI0 HCTOPHIO U JI0 CHX MTOP HE SIBIISETCS
MOJIHOCTBIO perreHHoi. Ha mpoTskeHnH HECKOJIBKHX BEKOB MMOCTPOEHHE CHCTEMBI IOKPBITOCEMEHHBIX
0a3upoOBAIIOCh, TIIABHEIM 00pa30M, Ha SKCIIEPTHOW OLEHKE YYEHBIX, KOTOpas, B CBOIO OYepelb, Oblia
OCHOBaHAa Ha HMHTEPIPETANHH MOP(OIOTHUECKUX YepT MHpeacTaBUTeNleii TakcoHOB. C IMOSBICHHEM
MOJIEKYIIAPHO-(DUIIOTEHETUYECKMUX ~ METOJOB  DBOJIIOLIMOHHBIE  JEPEBbS  I[BETKOBBIX  PaCTEHHI
MpETEpIed P CYIMIECTBEHHBIX HW3MEHCHHH, YTO €CTECTBEHHBIM 00pa3oM OTpa3sWaoCch M Ha
MPEACTABICHHUAX O MPUMHUTHUBHOCTH U MPOJBUHYTOCTH TE€X WIIM MHBIX MMPU3HAKOB I[BETKA, a TAK)KE HA
MPEANOI0KCHAAX O CTPOCHHH IIBETKA OJIMKAMIIEro OOIIEro Mmpeaka MOKPHITOCEMEHHBIX pacTeHUI
(Sauquet et al., 2017). Tak, cpeau paHO IMBEPTHPOBABIIMX TPYIIT I[BETKOBBIX HEOJHOPOIHBIM
OKa3bIBACTCS MIPU3HAK TUITA PACIIOIOXKCHUS YaCTeH 1[BETKA: y peacTaBuTeneii mopsaka Amborellales —
CECTPHHCKOM TPYIIIBI KO BCEM OCTAIbHBIM MOKPHITOCEMEHHBIM — IIBETKH CIMPAJIbHBIE, Y OOJIBITHHCTBA
npeacraButeeii cemeiictea Nymphaeales — nukinndeckue, a y Austrobaileyales — ciupansusie (Doyle,
Endress, 2000; Sauquet et al., 2017). B cBsi3u ¢ 3TUM 0COOCHHO 3HAYMMBIM OKa3bIBAETCS BOIIPOC O THIIC
pacrofioxenust yactei 1setka y Nuphar: B 4acTHOCTH, SIBJISICTCS JI OPraHOTAKCHC €JMHOOOPa3HbBIM JUTs
oKoJIoIBeTHHKA, aHapoues u runenes (Hiepko, 1965; Cronquist, 1981; Wolf, 1991; Endress, 2001;
Schneider et al., 2003; Padgett, 2007). H. Sauquet et al. (2017) na ocHoBe aHanu3a cocTosHui 20
MPHU3HAKOB MO 792 BHAaM IMOKPHITOCEMEHHBIX PACTEHHH MPEIIONKHIN MOJCIb LBETKA HX OOIIEro
IpeaKa, W aHalM3 JaHHOM MOJEIH, a TaKKe JalbHEHIINe WMCCIEIOBaHHSA B OTOM HAIpPaBICHUU
MO TYEPKHYJIM BaKHOCTh KOPPEKTHOTO BBISBIICHHS COCTOSIHUM MPHU3HAKOB JUIS PACTCHUH, BKIFOUAEMbIX
B HAOOpHBI JaHHBIX IS (PHUIOreHeTHYeCKUX mocTpoeHuid (Sauquet et al., 2017, 2018, Sokoloff et al.,
2018).

B cinygae Ceratophyllum HeoaHO3HAYHBIM TPU3HAKOM SIBIIICTCS COCTOSIHUE THHEIEST — BBIOOD

MCKAY MNPEACTABIICHUAMHU O €ro CHUHKApPIHOCTH WM MOHOMCPHH. TpaIII/II_II/IOHHO CUHUTACTCA, YTO
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HAJIMYUE arlOKapIHOTO TMHEIEs SBISCTCS HCXOJHBIM COCTOSIHUEM, B TO BpEeMs KaK CUHKApIIHS —
NPOJIBUHYTHIH  TNPU3HAK, HEOIHOKPATHO MpPEOOPETaBIIMKCS  Pa3JIMYHBIMU  [PEICTABUTEIISIMU
MOKPBITOCEMEHHBIX pacTeHuii B xo e 3BoJrormu (Taxramksn, 1966; Doyle, Endress, 2000; Sauquet et
al., 2017). B psine paboT ObLIO MMOKA3aHO, YTO MPHOOPETCHUE CHHKAPITHOTO THHEIISS UMEJIO aJalITHBHBIN
CMBICH, TJIAaBHBIM 00pa3oM, 3a cueT oOecIieueHHss BO3MOXKHOCTH KOHKYPEHTHOI'O POCTa MbLIBLEBBIX
TpYOOK B pa3HBIX IUIOA0JMCTHKAX oxHoro nBeTka (Endress, 1982; Armbruster et al., 2002). HecmoTpst
Ha 3HAYMTENILHBI TMporpecc B OO0JACTH 3BOJIOIMOHHON OOTaHWKH, NOCTHUTHYTBIH B MOCICIHHE
JECATHIICTHUS, IPEACTABICHHS O IYTSAX IBOJIOIUU FMHEIEs] MOKPHITOCEMEHHBIX PACTCHHUN BCE €IIe HEe
SIBJISIFOTCSI UCUEPIIBIBAIOIIMMHE. B 4acTHOCTH, OCTaeTCs psijJi BONPOCOB, KACAIOUIMXCS BOSHUKHOBEHHS H
IBOJIFOIIMU CHHKAPITHOTO THHeles. Vcrmob30BaHie METo]a MaKCUMAaJIbHOW SKOHOMHHU HE TI03BOJISIET
o0ocHOBaTh Hajnuuue Yy Ommkaimero oOmero mnpeaka Mesangiospermae amnoKapmnHOTro JHOo
cuHKaprnHoro runeues (Hampumep, Sokoloft et al., 2013a; Massoni, 2014). Pe3ynbTar 3BOJIIOLIMOHHO-
MOPQOIOTHYECKONW OIEHKH TOr0 WM HWHOTO TaKCOHA HANpsAMYH 3aBHCHUT OT BbIOpaHHOM
MOP(OIOTHYECKON WHTEPIIPETAIIMU COOTBETCTBYIOIIErO MPU3HAKA, YTO, B CBOIO OYepe/lb, BIHSIET Ha
MOJIYYCHHBIC B WTOIEC MPEICTABICHUS O €ro SBOJIOIWH, B OCOOCHHOCTH IS TaKCOHOMUYECKH
000CcOOJIEHHBIX U JpeBHUX rpymmn pactenuit. [Ipu stom, kak B ciyuae ruHenes Ceratophyllum u
opraHoTtakcuca B nBetkax Nuphar, Mmopdonornyeckass HHTEpIpeTanus NpU3HaKa, JIeKallas B OCHOBE
(bHITOTeHETHYECKHMX TIOCTPOCHUI, MOKET OBITh KpaitHe HeoaHo3HauHa (Hiepko, 1965; Cronquist, 1981;

Wolf, 1991; Endress, 2001; Schneider et al., 2003; Padgett, 2007, Szalontai et al., 2018).


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B51
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B12
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B114
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B28
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B90
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B66
https://www.frontiersin.org/articles/10.3389/fcell.2022.868352/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=868352#B98

31

I'naBa 2. MarepuaJjnbl 1 MeTObI

®parmentsl kopHeBuin Nuphar lutea (pactymiue BepXylIKd KOPHEBHII U IEJIbIe KOPHEBHIIA)
Obun coOpaHbl B peke YCMaHKa B OKPECTHOCTSX buonornyeckoro ydeOHO-HAyYHOTO IICHTpa
«BeneButnHOBO»  Boponexckoro rocynapcrBeHHoro — yHuBepcuteta (HoBoycmaHckuit  p-H
Boponexckoit o6mactu) B uroHe 2009 1. u B peke MockBa B okpecTHOCTsX cena JIynnao O quHII0OBCKOTO
p-Ha MockoBckoit oOnactu B utoHe-ceHtsiope 2012 r. dparments kopHepuin N. pumila bt coopansl
B Bamryrunckowm o3zepe IlepecnaBckoro paitona Spocnasckoit oonactu B utone 2013 rona.

Llenble pacTeHHMss W BEpPXYyHIKH MOJIOJbIX ToOeroB Tpex BuumoB poxaa Ceratophyllum (C.
demersum, C. submersum u C. tanaiticum) Obutn 3adurcupoBansl B 70% staHosne B utone 2017 .
Marepuan C. demersum 6but cobpan B HeOOJbIIOM Mpyay B OIUHIIOBCKOM paifoHe MOCKBOCKOI
00J1acTH Ha TEPPUTOPHH 3BEHUTOPOCKOH Onoctanmuu. Pactenus C. submersum u C. tanaiticum 6butn
coOpansl B Boponexckoir — obmactu  Ha  TeppuTOopud  XONEPCKOrO  3allOBETHHUKA
E.B. [leuentok u 1r006€3HO TPEIOCTaBICHBI HAM ISl ICCIICIOBAHUS.

Martepuan 6b11 3apukcupoBat B 70% 3TaHoJie, a B OTAEIBHBIX CIy4asX U3y4eHHE MPOBOIUIH
Ha )KHBOM MaTepHale.

Pacmonoxkenne ~ opraHoB ~ Ha  kopHeBumiax  Nuphar  JIOKyMeHTHpOBalIM  MyTeM
nuarpammupoBanus. [Ipu 3ToM onpeaensiy nocieaoBaTeIbHOE PACIoNokKEHHE OPraHOB Pa3HOTO THTIA
B TreHeTHueckoi cnmpanu uniotakcuca. Tak kak xkopHesuie Nuphar He oTMmupaer nojroe Bpems
MIOCJIE OTa/ICHUS IUCTHEB U [IBETKOB, YYUTHIBAJIU HE TOJIHKO MOJI0KEHHE JINCTHEB U LIBETKOB, HO U PYOIIbI
OT OTIABILIUX OPTraHOB.

19 kopuepu N. lutea 6bUTH HCTIOTB30BaHBI /IS KOJTUYECTBEHHOTO U3YUCHHUS 3aKOHOMEPHOCTEH
¢dumiorakcuca.

Jlyis u3ydeHus: MOTEHIHAIBHBIX CE30HHBIX 3aKOHOMEPHOCTEH B (OPMUPOBAHUU OPraHOB ObLIU
BBIOpaHbI YeThIpe KOpHEBHIIA KUBbIX pactenuit N. lutea, pactymmx B okpecTHOCTsX cena Jlymuno. B
Hayvane uioHs 2012 r. kaxaoe U3 HUX ObLJIO MOMEUYEHO IMOJ BOJOM MPOBOJOYHBIM KOJBIIOM, KOTOPOE
MpUKpenuiu 6a3anbHee MepBOTO Pa3BEPHYBIIETOC B IAHHOM BEre€TallMOHHOM Ce30HE JncTa. B koHie
BereTanoHHoro ce3ona 2012 r. (B okts0pe) 3T KOpHEBUILA ObUIM U3BATHI, 3adukcupoBansl B 70%
3TaHOJIE U MPOAHATIM3UPOBAHBI C TOUKU 3pEHUs QUIITIOTAKCHCA.

Jlnst u3ydenust MmopdoreHesa moderoB u MBETKOB IBYX BHIOB poaa Nuphar u Tpex BHIOB posa
Ceratophyllum ¢ mDOMOIIBIO CKAHHPYIOLIETO 3JEKTPOHHOTO MHKPOCKOMAa OOBEKThl  ObLIH
otnpenapupoBanbl B 70% 3TaHONE C UCMOJNB30BaHUEM OHHOKYISPHOIO MHKPOCKOMNA, 3aTeM
00e3BOKEHBI B X0J€ MpoBoJAKH depe3 96% stanon (nBe cMmensl o 30 MuH.), cMeck 96% sTaHoNa U
arrerona 1:1 (30 mun.), 10 100% anerona (tTpu cMensl 1o 30 MuH.). 3aTeM 00pa3iibl ObLIM BBICYILIEHBI B
kputnyeckoit Touke a1t CO2 ¢ nomokto anmnapara Hitachi HCP-2, cMOHTHpOBaHbI Ha aJIOMUHUEBbIE

CTOJIMKHU C UCIIOJIb30OBAHUCM JABYCTOPOHHUX KJICHKHUX JIMCKOB M HaIbLICHBI 30JI0TOM 1100 IJIATHHOM C
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nomoribio npudopa Eiko IB-3 ion-coater. Jlanee mMarepuan u3ydain Ha CKAHUPYIOIIMX MUKPOCKOMAxX
CamScan 4 DV u JSM-6380LA, coxpanss uzobpaxkenuss B uudpoom ¢opmare. Bee paboTsl,
CBSI3aHHBIE C JJIGKTPOHHOW MHUKPOCKOTHEH, BbIMoJHEHH B OOmedakyabTeTckoil 1adopatopuu
AIIEKTPOHHOU MUKpOCKonuu buonornueckoro gakynsrera MI'Y.

YroObl TONYYUTh MOCTOSIHHBIC TmpenapaThl cpe3oB mBeTtkoB N. pumila u ¢parmeHTos
seroHokek N. lutea ¢ denryiikamu 1ipyu OCHOBAHHH, a TAKIKE CEPUIHBIC MOMEPEUHBIC CPE3bI LIBETKOB
Ceratophyllum, o0pa3ipl, HCCACIOBaHHBIC paHee C IOMOINBI0 CKaHUPYIOMIETO AJIEKTPOHHOIO
MUKpPOCKOTIa, ObIJIM BHOBB MTpoBeAeHbI 10 70% staHona uepe3 100% anerton u cmech 100% anerona u
70% osranona (mo 60 MUHYT B KaXIOW JXKHIKOCTH). 3aTeM Mpernaparsl MpoIuId npoBoiaky 10 100%
xJ0podopMa Yepe3 CIASIYIOIIUE TAbl B COOTBETCTBHH CO CTAHJAPTHBIMU METOJIaMU MHUKPOTEXHUKH

(CripaBounmk o 6oTannveckoir Mmukporexuuke, 2004):

o 96% stanon — 30 MUHYT;

. 100% stanon (Dehyol absolute) — nBe cmens o 60 MUHYT;

. cmech 100% 3tanona u 100% xnopodopma B mpornopuuu 3:1 — 30 MunyT;
. cmech 100% stanona u 100% xmopodopma B mponiopiuu 1:1 — 30 MunyT;
. cmech 100% stanona u 100% xmopodopma B poniopiuu 1:3 — 30 MunyT;
. 100% xnopodopm — 2 cMmeHBI 1o 60 MUHYT.

[Tocne nmpoBoaku Marepuan ObLT 3akiatodeH B cMech 100% xmopodopma u cpeanl Paraplast c
Temmneparypoi 1iaBinenus 57°C u ocraBlieH B TepMocTtare ¢ Temmeparypoir 60°C Ha 3 Henmenu yis
MOJIHOTO HCMapeHus xjopodopma, Mmociae yero mpu momomu Mukporoma HM 355S Automatic
Microtome (Thermo Fisher Scientific) OblTM M3rOTOBIEHBI CEPUAHBIE Cpe3bl TOMIUHON 15 MrM. [ls
3aTOYKH HOYa Hcojb3oBaics npudop KS-250 (Thermo Fisher Scientific).

Cpesbl BblIIepKaHbl B TepMmocTaTe ¢ temneparypor 37°C 3 Henenu, Mocjie 4Yero OKpalleHb
MUKPOUHIUTOKAPMUHOM M KapOoJIOBBIM (YKCUHOM 1O AKCEHOBY JIMOO cappaHUHOM C aNIMaHOBBIM
CUHUM TpH nomoInu ctanimu nokpacku Varistain GEMINI ES Automated Slide Stainer u 3akitoueHbl
B cpeay BioMount (Bio-Optica, Milano).

Yacte cpezoB C. demersum Obuia HM3rOTOBJICHA C HCIOJB30BAHHEM IOJMMEPHON CMOJIBI
Technovit u okpalieHa TOTyuIMHOBBIM CUHUM.

I'oToBBIEC TIpemaparhl U3y4eHbl U c(hoTorpadupoBaHbl MOJ CBETOBBIM MHKPOCKOTIOM ZeiSs
Axioplan.

[Tpu u3yvenun 3akoHOMepHOCTeH (roTakcuca moberos Ceratophyllum B o6mieit ciokHOCTH
ObLIO M3y4eHO OKoJO 15 moberoB kaxmoro Buma. Bepxuume uactu mobero C. submersum Obuim
WCIOJIb30BaHbI ISl TUarpaMMHUPOBAHUSL PACIOJIOKEHHS PENPOIYyKTUBHBIX €IWHUIl U BETE€TaTHUBHBIX

OOKOBBIX ITOOETOB C UCIIOJIb30BAHUEM 6I/IHOKle${pHOF0 MUKPOCKOIIA.
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Jlns ananm3a pacrosiokeHuss vacted 1Berka Nuphar u OOKOBBIX CTPYKTyp Ha moOerax
Ceratophyllum MbI ncTIOJIB30BaIK METOJT TIOCTPOCHUS JHArPAMM-Pa3BEPTOK, IIPU KOTOPOM Ha OJHOM H3
CTOPOH IBETKa JHOO moOera MBICIEHHO HPOBOAWIACH BEPTUKAIbHAS JIMHUSA «pa3pe3a», CIyxKaias
JIEBOM M MPABOU I'PAHULIEH «PA3BEPTKH» PACIIOJIOKEHUS CTPYKTYp Ha IJIOCKOCTH. B pesynbrare gactu
I[BETKA OJHOTO Kpyra WM OOKOBBIE CTPYKTYPBI OJHOTO y3/1a mo0era Ha JUarpaMMe PacHoIararoTcs
TOPU30HTAIBHBIMU PSAAMHU, YJIE€HBI KOTOPBIX, B COOTBETCTBHM C 3aKOHOMEPHOCTSIMHU PACIOJIOKEHUS

CTPYKTYp, B TOW WJIH HHOU CTENICHU YEPEIYFOTCSI MEXKTy COOOH.
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I'naBa 3. Pe3yabraTsl

3.1. 3aKkoHOMepPHOCTH PacHoJIOKeHHs OPraHOB Ha ocu modera Nuphar

Omnucanure Mop¢oOJIOrMM KOPHEBUIN B Haieil padote ocHoBaHo Ha wmarepuane N. lutea.
BrIsiBiIeHHBIE 3aKOHOMEPHOCTH OKA3aJIMCh TAK)KE CBOWCTBEHHBI M M3YYCHHBIM Hamu KopHeBuiiam N.
pumila, 3a WCKIIOYCHHWEM HaIWYUsl KOJUIATEPAJIbHBIX TPyl OOKOBBIX MM00OeroB. Mouiojpie
Hepa3BETBIICHHBIC KOPHEBHUINA H3Y4aJIMCh HaMHu JinIb Ha Marepuane N. lutea.

Kopuesuiiia xkyosimiku N. lutea tosncteie, monsyune (puc. la). Kopuesumma N. pumila 6omee

TOHKHE (puc. 2). XapakTepHOM MX 4YEepTOH SBJISETCS OTCYTCTBHE KaTa(WIUIOB, PACIIOIOXKEHHBIX

HETIOCPEACTBEHHO Ha KOpHeBHIIe (puc. 1a).



Puc. 1. Kopuesuma Nuphar lutea a. Bung Ha nop3anbHYI0 CTOpPOHY KOpHEBHINA ¢ OOKOBBIM

noGerom. Buanbel pyOupl msaTH 1BeTOHOXKEK. YeTblpe M3 HUX 0Opa3yloT [BE Mapbl, a MATHIN

accoIMMpoBaH ¢ OOKOBbIM MoOerom. ©0. Buja Ha pop3ajipHYyI0 CTOpPOHY KOpHeBHIIa B. Bun Ha
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JaTepalbHYIO0 CTOPOHY KOPHEBUILA. I'. BUJ Ha BEHTpaJIbHYI0 CTOPOHY KOPHEBUILA (KOPHU OTPE3aHbl).
Ha BcraBke mokasaH pyOer] OT I[BETOHOYKKH, KOTOPBIM IJIOXO BUACH HA o0IIeM pakypce. A. Bunm Ha
BEHTPAJIbHYIO CTOPOHY KOPHEBUILA C COXPAaHUBILIEICS caMOW CTapoli, BEPTUKAJIBHOM €ro 4acTblo. e.
Bbonee kpymnHbli m1aH caMoi cTapoil, BEpTUKAJILHONW YacTH KOPHEBUILA, IOKA3aHHOTO Ha /., BUJ COOKY.
1B — IIBETOK; JIT — JINCTOBAs TUTACTUHKA; Tl — TJIABHBIN 1mo0Oer; 011 — O0KOBOI 1MOOeT; CT — camast crapasl,
BEpPTHUKaJIbHAsI YaCTh KOPHEBUILA; JI — PyOell OT YepelIKa JINCTA; 1l — pyOel] OT LIBETOHOXKHU; K — KOPEHb;

KJI — pyOeI] OT KPOFOIIEro JucTa OOKOBOTO To0era.

Puc. 2. Kopuesuie Nuphar pumila: o6rmumii Bu.

JIucThst ¥ BETKM 00pa3yloTCs Ha aneKce modera Kak 4ieHbl €JUHOM TeHEeTHUECKON CIHpaIH C
YTJIOM JUBEPTEHINH, OJU3KUM K IIpeaeibHOMY 3HaueHuto psina Gubonayun (1/2, 1/3, 2/5, 3/8, 5/13 ...),
T.e. kK 137,5° (puc. la, 3). CrneacTBueM TaKOro pacHoOJIOKEHUS OPraHOB SIBJISETCS TO, YTO PYOI[bI
OTIABIIUX JINCTHEB U IIBETOHOXKEK COBMECTHO 00Pa3ylOT Ha KOPHEBHIIE SIBHO BBIPKEHHBIE MTAPACTUXH,
YHCIIO KOTOPBIX U KaXKJIOTO U3 IBYX HANpPaBICHNUH 3aKpy4HBaHUs (110 WM MIPOTHB YaCOBOM CTPEIIKN)

paBHsieTcsl KakoMy-116o u3 uncen @ubonaquu (2, 3, 5, 8, ...), HanmpuMep, 3 MapacTUXH, 3aKPYUEHHBIX


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#F1
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M0 YacOBOM CTpeNIke M 5 mapacTux, 3aKpy4eHHBIX HPOTUB 4dacoBoii crpenku (puc. 3). KopHeBuiia
COXpaHSIOTCA B CyOCTpaTe KMBBIMH Ha IMPOTSHKECHUN HECKOJBKUX JIET MOCIE OTMUPAHUS U OTTHUBAHUS
JUCTHEB U NBETKOB. [03UIMKM OTMEPIINX OPTaHOB JIETKO YCTAaHOBHUTH IO (POpME OCTABIIUXCS OT HHUX
pYyOILIOB, KOTOPBIE COXPAHSFOTCS Y€TKO Pa3IMUMMBIMHU Ha MPOTSHKEHUU BCEH )KM3HM KOpHeBHIIa (puc. 1,
3). PyO1pl 1ucTheB MIMEIOT (POPMY POMOOB CO CKPYTJICHHBIMH TYIIBIMH YTJIAMHU U OTTSIHYTBIMHU OCTPBIMH,
OHM BBITSHYTHI TONEpedHo ocu mobera (puc. la — 1, 3). PyOubl HBETOHOXKEK OKpYIJIbIC WU

AJUIMTICOBU/IHBIC M HECKOJIKO MEHbIIE 10 pasmepy (puc. la, r, e, 3).

Puc. 3. Mopdosorust kopaesuiia Nuphar lutea a. Bua Ha mop3aibHy0 CTOPOHY KOPHEBHIIA C

packparieHHbIMHU B pa3HbIC 1IBeTa pyOIriaMu OT OOKOBBIX OpraHoB. JKenTbie — pyOIlbl OT IIBETOHOXKEK;
3€JICHbIC, CHHHE M KpacHBbIC — PYOIbl OT YEPEUIKOB JINCTHEB, MPUHAICKAIIUX PA3HBIM MapacTUXaM
(IIBETOHOKKH, KaK M JIHCThS, SIBISAIOTCS WICHAMH TapacTux). DBOKOBBIE OpraHbl KOPHEBUIIA
MIPOHYMEPOBAHbI B aKPOTICTAIHPHOM IMOPSAKE HAYMHAS OT KPAalHEro JIMCTOBOTO pyOlia, MOMaBIIero Ha
naHHyo ¢otorpaduto. JIuct Ne32 sBiseTcs KporIIMM JUCTOM O0KOBOTO moOera. B mosunmm Ne34
HaxoJUTCs pyOell OT IMBETOHOXKH (PacroJio’KeH Ha BEHTPaJbHOW cTOpoHe KopHeBuia). Ha mpumepe
nucta Nel6 crpenkaMu moka3aHbl YETHIPE THUIA CIUPAJICH, KOTOPbIE MOTYT OBITh MPOBEIEHBI uepe3
KaXJIbIii OOKOBOM OpraH KOPHEBHIIA: I'C — IEHETUYECKash Cnupalib PrnioTakcuca; n2 — mapactuxa u3
«Habopa» W3 BYX IITYK (BKJIIOYAEeT BCE OpraHbl C YETHHIMH HOMEpaMH, BTOpas e BKIIOYAET BCE
OpraHbl C HEYETHBIMH HOMEpaMH); 113 — [apacTuxa u3 «Habopa» U3 Tpex MTYK (BKIFOYAET BCE JINCTOBBIC
pyOIIbl, MOKpAIIeHHbIE B 3€JIEHBIA LIBET, a Takxke pyOubl 1BeToHOxkek NoNe 4, 22, 34, 82) ; n5 —
rapacTuxa u3 «Habopa» u3 IaTH mTyK (BKirodaet opransl NeNe 1, 6, 11, 16, 21, 26, 31, 36, 41, 46, 51,
56, 61, 66, 71, 76 u T.1.). HanpaBnenue mapacTuxu n3 COBIAJAET C HANPABICHUEM TI'€HETHYECKOM

CIIMPAJIA, HAITPABJICHUEC ITapaACTUX n2 und ITPOTHUBOIIOJIOKHO HAITPABJICHUIO T€HEeTUYECKOM CIIupalin.


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#F2
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#F1
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B xaxnom U3 HanpaBiIeHUH MOKHO IIPOBECTU PAa3HOE YUCIIO NTAPACTUX PA3JIMYHON KPYTU3HBI, U
4yeM OOJIbIIIe MapacTux, TeM oHH Kpyue. [IpoHymMepoBaB ciepl OpraHoB Ha KaXKA0H mapacTuxe (KaxkIapIi
MOCJICYIONUI OopraH JaHHOHW mapactuxu Oynmer umers Homep (k+m), riae k — HOMep mpeapayIIero
YJIeHa [IapaCTUXM, & M — YUCIIO MapacTUX Ul JaHHOTO HAIPABJIEHUS ), MOXKHO BOCCTAHOBUTD MOPSIOK
3aJI0’KEHHUS OPT'aHOB B alleKCe KOPHEBHIIA U BBISBUTh TEHETHUYECKYIO CIUPalb HIUIOTaKCHCca modera
(puc. 3).

I'enernueckas cnupaib MOXET MMETh J[BA Pa3JIMUHbIX HANpaBiieHUs (MO0 M MPOTUB YaCOBOM
CTpEJIKH), IPUYEM 3TO HAIPABJIEHUE, [10 HAIIMM JaHHBIM, COXPAHSIETCS MIPU BETBJIECHUHM KOPHEBUILA U
OJINHAKOBO JJIsi BCEX MOOEroB, BRIPOCHINX M3 OJHOTrO ceMeHH. I[lapacTuxu, 4YMClI0O KOTOPBIX KOTOPBIX
paBHO 3, 8 U T.JI., UMEIOT OJIMHAKOBOE HAIIPABJICHUE C T€HETUYECKOW CIUPAJIbIO, a MapacTUXH, YUCIIO
KOTOPBIX PaBHO 2, 5 U T.A., IMEIOT HAIpaBJICHHE, MPOTUBOIOJIOKHOE HANPABICHUIO M'€HETHYECKO I
crimpainu (puc. 3).

Kopuesua Nuphar HeckoslbKO YIUIONICHBI B JOP30BEHTPAJbHOM HAMpPABICHHH, 3a
UCKIIIOYEHHEM paJHaJIbHO-CUMMETPUUHBIX KOPHEBMI TPOPOCTKOB. B CBA3M ¢ HAKIOHHBIM
MOJIOKEHUEM arekca KOpHeBWINa (CMEIIeH Ha JO0p3alibHYyI0 CTOpOHY moOera), BO-TIEPBBIX, Ha
BEHTPAJIbHON CTOPOHE OCHOBAHUS JIUCTHEB U IBETOHOXKEK CABUHYTHI 110 HANPABJIEHUIO K alleKkcy, a BO-
BTOpBIX, Ha JIaTEpalbHBIX CTOPOHAX KOPHEBHIA JIMCTOBBIE CJEIbl W AIUIMIICOBHIHBIE CIEIbI
[IBETOHOXXEK PACIIOJIararoTcst Koco (puc. 1B), B To BpeMs Kak Ha JOP3aJIbHOW M BEHTPAIBHON CTOPOHAX
— TpaHcBep3anbHO (puc. 16, 1r). Ilpuaatounsie KOPHH OTXOISAT OT CTEOJIS IPYyMIamMH 1Mo 2-4 MITyKH
0a3zanbHee MeCT IPUKPEIICHUS] YEPELIKOB JIUCTHEB M [IBETOHOXKEK, PACIIOJIOKEHHBIX HAa BEHTPAIbHON 1
JaTepajbHBIX CTOpOHax KopHeBumia (puc. 1B, r). Ha nop3anpHON cTOpOHE KOpHEBHUINA MPUIATOYHbIC
KOpHH He pa3BuBarorcsi (puc. 10). LIBETOHOXKM BCTpe4alOTCs Ha OP3ajJbHOM, BEHTPAIBHOW H
JaTepabHBIX IOBEPXHOCTAX KOPHEBUIA Oe3 BUIMMOro npeanoyreHus (puc. la, r, 3).

B pacnonoxeHun Ha KOpPHEBHIE LBETKOB U OOKOBBIX IOOErOB MOKHO BBIICIUTH P
3akoHOMepHocTeil (puc. 4). 1lBeTkH, Kak NMpaBHIO, PACIIONArarOTCs MapamMH, Pas3[eieHHBIC OIHUM
YJICHOM FeHETHYECKOW crupaiu, To ecth B nosunusx N u N+2, nubo, pexe, onunouno (puc. la, 3).
Wnorpa nanee cinexyer nsetok B no3uuuu N+4. Takum oOpa3zom, eciaM HyMepoBaTh OpraHbl B
COOTBETCTBUHU C IOCIENOBATEIbHOCTBIO M3 3aJIOKEHMs Ha arekce nolera, LBETKH, Kak IPaBUIIO,
3aHuMarotT mo3umu N u N + 2, B To BpeMs kak B no3uiusax N + 1 (kak u B mo3unusax N-1 u N + 3)
HaxoJsATcs JUcThs. Ha KopHeBHIIle, N300pakeHHOM Ha pUC. 3, MPUCYTCTBYIOT TPU Maphl IBETKOB (B
nosunusax 4 u 6, 22 u 24 n 48 n 50). /IBa nBeTka OAHOM Mapbl PacHOJIArarOTCsl HAa KOPHEBUILE
NPOCTPAHCTBEHHO ONM3KO Ipyr K Apyry (puc. la, 3), 3aHMMas cocelHHE MO3UIIMU Ha MApPaCTHXE
(KOHKpETHO, Ha TOW MapacTHxe, KOTOpas BXOJAUT B «HAOOp» U3 IBYX). [IpuMepoM OJANHOYHOTO 1BETKa
ABJISICTCS IIBETOK B MO3MLMHU 69 Ha puc. 3 (B ojoxkeHusx 67 u 71 pacnonararorcst IMCThs, JUCT Ne67

HaxoauTCsa Ha BCHTpaHBHOﬁ CTOPOHC KOPHCBHILIA U Ha PUCYHKC HC BI/IILCH). Hamu ObutM OTMEUYEHBI
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OYEHb PEKUE CIIy4al PacHoJIOXKEHHUs ABYX IBETKOB B coceAHUX (N, N + 1) mo3unusx reHeTH4ecKou

ciimpanu unortakcuca (puc. 4a, a takke uBetkrn Ne 81 u Ne82 na puc. 3). Kopuesume N. pumila

YCTPOCHO CXOJIHO.
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Puc. 4. KonmndecTBeHHBIE JaHHBIC II0 PACIOJIOKCHUIO HIBCTKOB U OOKOBBIX TOOEroB Ha

kopuesumax Nuphar lutea. I'paduku noctpoenst st 19 kopHeBuil, cOOpaHHbIX B BopoHEKCKO#t 0011

a. BCTpeLIaeMOCTL Pa3JIMIHBIX paCCTO}IHI/Iﬁ (I/I3MepeHHI>IX B UHCJIE YICHOB I'€HETHYECKOM cnnpamd)
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MEX]ly MO3UIMSIMUA COCEHUX IIBETKOB (MJIM COCETHUX LBETKOB M OOKOBBIX NoOeroB). ITo ocu opaunat
OTJIO’KEHBI YMCJIa BCTPEUECHHBIX CIy4aeB JJIs KaKJIO0TO U3 paccTOsHUM Mo BceM 19 kopHeBuiiam. B
0oJiee YeM MOJIOBUHE CIIy4aeB PACCTOSTHIE MEXKTy COCSTHIUMHU [[BETKAMH / IIBETKOM U OOKOBBIM TIOOETOB
pPaBHAIOCH 2 YJ€HaM T'€HETHYeCKOH crupanu (UBETKM W/WiKM OOKOBBbIE MOOETH pacIojiarajinch B
no3uuusax N u N + 2). 6. BecrpeuaeMocTh pa3ianyuHbIX pacCTOSHUI MEX Ty FpynnamMu (MeXIy NepBbIMU
YJIeHAMH COCETHUX TPYII), B KaXI0H 13 KOTOphIX Obw10 ontuH, 1Ba (N, N + 2) mmm tpu (N, N + 2, N +
4) GOKOBBIX OCEBBIX Oprana. B. CpaBHEHUE MEX/y HAITUMH [OJICYCTAMU ¥ KOJIMYCCTBCHHBIMU JIAHHBIMU
K.J. Dormer u E.G. Cutter (1959). Kaxxaplit u3 1Byx rpa)ukoB MOKa3bIBa€T BEPOSITHOCTH TOSBICHUS
OOKOBOTO OCEBOT0 OpraHa B Ka)kJIOM M3 MO3UIMI Ha KOPHEBUIIE, IPU YCIOBUH, 4YTO OOKOBOW OCEBOI
oprad npucyrctByeT B no3uuuu 0. lyig nmpoBeAeHUs AaHHOTO aHAIN3a, MO3UIKS MEPBOr0 OOKOBOIO
OCEBOI0 OpraHa Ha KOpHEBHUIE NpHHUMaiach paBHOM 0 M (UKCHpOBaNIMCh paccTOSHUS J0 BCEX
60okoBbIX oceBbix opraHoB (bOO) u Bcex nuctbeB (JI). 3aTtem mo3uius BTOPOro GOKOBOTO OCEBOTO
opraHa npuHUMasack paBHOM (0, W MOJCUETHl MOBTOPSJINCH, U T.A. B COOTBETCTBUHM C aNropuTMOM

K.J. Dormer u E.G. Cutter (1959), BepostHOCTh paccuutsiBaiack kak bOO/(BOO + JI).

[TepBoe B OHTOreHEe3e BETBJICHHE KOPHEBUIIA MTPOUCXOIUT OJHOBPEMEHHO ¢ (DOPMHPOBAHHEM
nepBoro 1nBetka (puc. 11, €). Camas ctapast 4acTh KOpHEBHIIA (710 TIEPBOTO Pa3BETBIICHHUS ) PACIIOJIOKEHA
B cyOcCTpaTe BEpTUKAIBHO M UMEET paualbHyI0 CHMMETPHIO, B OTJIHYHE OT JOP30BEHTPAIHHO
VIUIOIIEHHBIX OoJiee MoyoAblX uacTedl. Ha paguanbHO-CUMMETPUYHOM y4YacTKE KOpHEBHIIA
MPHUIATOYHbIE KOPHU MPUCYTCTBYIOT Oa3ajibHee OCHOBaHMU Bcex JHCTheB (puc. 1 e). JlucranabpHee
MIEpPBOro Pa3BETBIICHHS KOPHEBUINA KaK IIaBHBIN, Tak U OOKOBbIE MOOETH JOP30BEHTPATIBHO YIUIONIEHBI
(puc. le).

BokoBbie mobern pacroioKeHbl B Ma3yxaxX KPOIOLIUX JHCThEB, KOTOPHIE HE OTIMYAIOTCS OT
MIPOYUX JIUCTHEB CPEIUHHON (opMaIiy, U, KaK MPaBUIIO, COITPOBOXKAAIOTCS BETKOM B mo3uiuu N+2
OTHOCHTEIIHO Kporolero jmcra modera (puc. la, 3, 4a): u3 24 3apuKCHPOBAHHBIX HAMHU CIIydacB
OOKOBOTO BETBJIEHUS B 22 Cilydasx MoOer 3aHUMall MO3UIUIO, I/I€ MOXKHO ObLIO Obl 0XKMJIATh HAJMYHE
MepBOro IBETKAa M3 MHapbl. B NByX ocTaBIIMXCS chOydasX [BETOK pacroyiaraics B MO3UIuu N-2
OTHOCHUTEIILHO KPOIOIIETOo JIMCTa OOKOBOTO Mmodera, To eCTh B MO3UIIMIO, B KOTOPO MOT Obl HAXOAUTHCS
BTOPOH LIBETOK U3 maphl. Kak mpaBuiio, BeTBICHHE MPOUCXOAUT JIHIIb HA JIATEPATbHBIX MOBEPXHOCTAX
KOpHEBHUINA (B OTIMYKE OT (POPMUPOBAHUS IIBETKOB, KOTOPOE, KaK CKa3aHO BBIIIE, TIPOUCXOAUT TAKKE
Ha JOP3aJbHOM W BEHTpalbHON cTopoHax). Cpemu Bcex u3ydeHHbIX Hamu kopHeBum] N. lutea mam
BCTPETHIJIOCH OJTHO, HA KOTOPOM OOKOBOI MOOET pacroiarajics Ha Aop3ajbHON cTopoHe KopHeBuIa. K
CO’KaJICHHIO, 3Ta YacTh KOPHEBHUIA ObLTa OTMHUpAOIIEH, W CIEAbl MHOTMX OPraHoB Ha HeW ObLIU
HEpa3IMYUMBI, BCICJICTBUE YEr0 YCTAHOBUTH TOYHBIN XapaKTep PAcMOJIOKEHUS OpPraHOB Ha JaHHOM

Y4acCTKe rmoOera He YAaJ10Ch. KOpHeBI/IH_[a KY6LII_HKI/I BCTBATCA CUIIJICIITUYCCKU, TO €CTh (pOpMI/IpOBaHI/IC
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OOKOBBIX MOOErOB MPOUCXOAUT MPHU MPOJOJDKAIOIIEMCSl pOCTe INIaBHOM ocu. B maszyxax nmcTheB, B
KOTOPBIX HET OOKOBBIX MOOETOB, CISIIIME MOYKU IOJHOCTBIO OTCYTCTBYIOT, YTO IOATBEPKIAETCS,
MOMHUMO MOP(OJIOTHYECKUX U aHATOMHYECKUX HMCCIIEOBAHMNA Pa3HBIX CTaJWN Pa3BUTHS KOPHEBHII,
M3Y4YEHHUEM alleKCOB OOEroB ¢ MOMOIIbIO CKAHUPYIOIIETO 3JIEKTPOHHOTO MUKPOCKOTIA.

Uucno oOpraHoB Ha TEHETHYECKOW CIHMpAd MEXAY ONMKAWIIUMH IBETKAMH JIHOO
napamu/TpoKaMH IBETKOB, a TAKXKE MapamMH IIBETOK/TIOOET MOXKET CHUIJIBHO BapbHpoBaTh (puc. 40), u
BBISIBUTH CBS3b C KaKUM-JIMOO KOHKPETHBIM (akTOpoM HaM He ynanoch. s 19 m3ydeHHBIX HaMu
KOPDHEBUILAX MPUMEPHO IOJOBHHA PACcCTOSHUI MEXJy TrpynnamMud LBETKOB (MO0 eIMHUYHBIMU
LBETKAMM WJIM TpyNIamMu IBETOK+MOOEr), M3MEPEHHbIX B UHCJE YJIEHOB I'€HETUYECKOW CIUpAJIH,
nonajaaet B uHTepBan ot 11 1o 19 ¢ meauanoii 15 (puc. 46). 13 138 BcTpeueHHBIX HAMHU HAa KOPHEBUILIAX
1BETKOB 69 umenu BONM3M MecTa NPUKPEIUIEHHS MpHIAaTOYHble KOpPHHM, a y 69 ocraBmuxcs
MPUIaTOYHbIE KOPHU OTCYTCTBOBAJIH.

OwmnoTakcuc Ha 60KOBOM NOOEre HAYMHAETCS C JIMCTHEB CPETMHHON (hopManny 0JMHAKOBO Ha
BCEX HM3YYEHHBIX KopHeBumlax. [lepBblii MUCT ma3ymHoro modera 3akiaJbIBaeTCs Ha €ro aHOIHOMU
(TpaHCBep3aTBHOM ONFIKE K 3aBEPIICHUIO TEHETUUECKON CITUPAJIH) TIO OTHOIICHUIO K KPOIOIIEMY JIUCTY
cTtopoHe. Bropoif — Ha KaToHOM cTOpoHE (TpacBep3aabHOM OIKe K Hadally TeHETUUECKOW CIIUpalin),
TPeTHIl — aJakCHaJIbHO MO OTHOILIEHHUIO K Ma3yxe KPOIOIIEro JUCTa C HEOOJBIINM CMEIEHUEM Ha
aHOJIHYIO CTOPOHY. Jlanee 1McTopacnonokeHne MpoI0JKAETCsl B COOTBETCTBUU ¢ MOAebi0 DuboHayun
(puc 5 a, 6). HampaBieHue reHeTHYECKOM Cripaid 00KOBOTO mobera BCeria COBMAAaeT ¢ TAKOBBIM Y

MaTCPHUHCKOr'0 KOpHEBUIIA U OJUHAKOBO IJIA BCEX HO6€FOB, BBIPOCHINX U3 OJJHOT'O CEMCHHU.
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Puc. 5. /luarpammsl, HIUTIOCTPUPYIOIINE 3aKOHOMEPHOCTH BeTBJIeHHs kopHesuil Nuphar lutea.
a. [IpaBo3zakpyuyeHHass reHeTHdeckas cnupaib (uiuioTakcuca. 6. JleBozakpydeHHass IeHETHYEcKas

CIIMpaJib q)HHJIOTaKCI/ICEL qepHLIfI oBall 00O3HAYaeT OCh KOpHCBHUIIIA, HCCKOJIbKO YIIIOIICHHOIO B
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JOP30BEHTPAIILHOM HAMpPaBICHUH; MOJYMECSIbI C TOJCTOM I'paHMLIEH — JHMCThS Ha TJIABHOM molere;
MOJIyMECSIIBI C TOHKOW TpaHMIIel — JIUCThsl O0KoBOTO Mobera (1-9); mycTol Kpy»KOK — IIBETOK; CTPEIIKU
MmoKasbIBaloT HampasieHue renerndeckoit crmpanu; N-1, N, N + 1, N + 2, N + 3 — no3umuu Ha
TeHETUYECKON CHHUpany TIaBHOTO modera, B MojoxeHHH N HaXOAWUTCS KpPOIOIIUK JTUCT OOKOBOTO

rmo6era, a B moyoxxeHun N + 2 — nBeToK.

Ham ynanock 3adukcupoBaTh aBa ciiydas HATMYHS JIBYX OOKOBBIX ITOOETOB B TMa3zyxe OOMIETo
kporomiero jucra (puc. 6). OnHO W3 3TUX pacTeHUil ObLIO B3ATO M3 pekn MOCKBa Ha TEPPUTOPHUU
3BeHuropoickoi buonornueckoii cranimu, Apyroe — u3 Bamryruackoro ozepa. Kopaesuiia 060ux 3Tux
pacTeHMil Takke MMENU M Jpyrue OOKOBbIE MOOErH Ha JiaTepajbHBIX CTOpoHaX. bosee KpymHBbIi
OOKOBOH IMOOET B KaXI0H Mape pacroaraics B KaTOHOHN IMO3UIINYA OTHOCHTEIHLHOTO KPOFOIIIETO JIHCTA,
a MEHBIINK — B aHOTHOM. Kak U B ciaydasix ¢ € IMHCTBEHHBIM IMa3yIIHBIM MMOOETOM, TPYIIa Ma3yIIHbIX
0OeroB B 000UX CITyyasix COMPOBOKAANACH [IBETKOM B MO3ULIMUK N+2 OTHOCUTENIHLHO KPOIOUIETO JINCTa
rpynnbl (y KOpPHEBHUINA, TMOKAa3aHHOTO Ha pHUC. 10, IBETOK B MO3HWIMH N-+2 OBUT pacroyioxkeH Ha
BEHTPAJIbHOM CTOpOHE KOpHEBUINa). B 00oux ciaydasx pacrnosiokeHue NepBbIX JIUCTHEB HA KaXI0M U3
Ma3YIIHBIX TOOETOB OTHOCUTENIBHO KPOIOIIETO JINCTa 0KA3aJI0Ch CXOIHBIM M HE OTJIMYAI0Ch OT TAKOBOT'O
Yy OJMHOYHBIX Ma3yLIHBIX MOOEroB, W HampaBieHUs crupayield (QUUIOTaKCHca TIaBHOTO M OOKOBBIX

o0€eroB COBITAIAIIH.

Puc. 6. Cnyuan Hannuust AByX OOKOBBIX IOOETa B Ma3yxe OJJHOIO JIUCTA. 4. YYaCTOK KOpPHEBUILA

C IBYM:A OOKOBBIMH HO6CI‘3.MI/I, BO3HUKIIMMHU B Ia3yxX€ OAHOI'0 KpOOHICro JIMCTA. 0. Yuactok
KOpHCBHUIIIA C OOKOBEIM ITOOCTOM H KOHHaTepaHBHOﬁ HO‘IKOﬁ, BO3HMKIIICH B ma3yxe KpOoromero JucTa

noOera. O — 60k0BOM MOOET, KJI— KPOIOIIUH JIUCT, KIT — KoJIJIaTepajbHast OYKa.
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3a OJMH Ce30H Ha KOPHEBHUILE pa3BOpauuBaeTcs U oTMupaer 25 — 35 opranoB. B BepxHeil yactu
KOPHEBHUILA [10CJIE OKOHYaHUSI CE30Ha OCTAIOTCSl HEPA3BEPHYBILIUECS OPraHbl: KaK JUCTbS, TAK U LIBETKH.
Takum oOpa3zom, 1O KpaifHeil Mepe 4YacTh OpraHoB, (PYHKIMOHHPYIOIIMX B TEYEHHUE CE30HA,
3aKJIaJbIBaeTCA B MpeAbIAYIIEM roay. B Teuenue neproaa Bereranuu, U3 4€ThIpeX U3YYEHHBIX ¢ TOUKH
3peHUsl CE30HHOTO MPUPOCTa KOPHEBUILl HA OJJHOM Pa3BEPHYJICS JIMLIb OJUH LIBETOK, HE CBA3aHHBIN C
OO0KOBBIM TIOOETOM, Ha Apyrom — jaBa IBeTka B mo3unusx N u N+2, Ha TpeTbeM — TpH LBETKa (IBa B
no3uuusax N u N+2 u oauH, accouMupoBaHHBIN ¢ OOKOBBIM IOOEroM), Ha YETBEPTOM — JBE Maphbl
uBetkoB B noJsiokeHusix N m N+2 kaxnas. IlpennoureHuit B pOpMHUpPOBAHUU JMCTHEB, LIBETKOB U
OOKOBBIX MOOETOB B HaYaJle M KOHIIE CE30Ha HaM BBISBUTH HE yAajaoch. Hibke npuBeaeHbl quarpamMMbl
9TUX YEThIPEX KOPHEBHUII OT Haydaja MOCIEJHEro BereTaliMoHHOro cesoHa. Lludpamu o6o3HAUEHBI
HOMEpa OpraHOB B TEHETHYECKOW CIUpalid; HOMepa 0e3 CKOOOK COOTBETCTBYIOT JIUCTHSIM, HOMEpPA B
CKOOKax — IIBETKaM; HW)KHEEe IOJYepKMBaHHE OO0O3Ha4yaeT Haluuue MNPUIATOYHBIX KOpHEH Ha
OCHOBAaHUU JJAHHOTO OPTaHa; €CIU B ITa3yXe JIMCTa UMeeTcs OOer, 3TO yKa3bIBaeTCs B KPYTJIbIX CKOOKax

IMOCJIC HOMEPA JIMCTA.

Kopuesume 1. 1234567 8 (9) 10 11 12 13 14 15 16 17 18 19 20 21 22 23 24
(Hanee mpu JBMKEHMHM K amekcy mnoOera paciyioK€Hbl OpraHbl, KOTOPbIE pa3BEpHYTCS JUUIb B

CJIETYIOIIEM CE30H€E. )

KopueBnme 2. 12 3456789 10 11 12 13 (14) 15 (16) 17 18 19 20 21 22 23
24 25 26 (/lanee — Hepa3BepHYBIIIMECS OPTaHBI. )

KopueBume 3. 1 2 3 (4) 5 (6) 7 8 91011 12 13(6ok.mober) 14 (15) 16 17 18 19 20
21 22 23 24 25 26 27 (/lanee — Hepa3BEpHYBIIIUECS OPraHBbI.)

KopueBume 4. 12 3 4 (5 6 (7) 8 9 10 11 12 13 14 15 16 17 18 19 20 21 22 23

24 25 26 27 28 29 (30) 31 (32) 33 (Hdasee — Hepa3BepHYBIIIHECS OPTaHBI.)
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3.2. Ocob6ennocru crpoenus userka Nuphar

3penbie nBetku N. lutea pacrosararorcs Ha OY€Hb JUTMHHBIX MHJIUHIPUYCCKUX IIBETOHOXKAX,
KakJlasi U3 KOTOPBIX, B CBOIO OYepe/lb, CUIUT HA KOPOTKOM (OKOJO 1 MM JIIMHOM) HUIUHIPUYECKOM
ocHoBaHuu. [Ipr OCHOBaHMH IIBETOHOKKHA MMEETCS OJIUH HMJIH, PEXKeE, 1Ba YCIIyeBUIHBIX (HiioMa (pHc.
7), pacnoJIOKEHHBIX B MECTE MPUKPETICHUS [IBETOHOKKH K HUJIUHIPUIECKOMY OoCHOBaHUI0. [louTn BO
BceX M3y4eHHBIX Hamu 1BeTKax N. lutea umMerics Juiib 0MH YenyeBUAHBIN (QUILTIOM, PACOJIaraBIIHics
B a0aKCHAIIbHOM TIOJIOKEHHWH OTHOCHUTEIHHO KOPHEBHINA, HECyIero 1eerok (puc. 8 a — r). ®opma
OpaxTen BapbHpOBajia OT TPEYTOJIBHOM C OTTSHYTON BEpXYIIKOHU (puc. 7 6, B) 10 KOPOTKOH M MIMPOKOI
¢ Tymoi Bepxymkoi (puc. 7r). Ham ymanoce oOHapyxuth jumb aBa nsetka N. lutea ¢ aByms
YenryeBUIHBIMUA (UIIOMaMU B OCHOBaHUU IIBETOHOXKKH (puc. 7 1 — ). B 3TuUX 11BeTkax oaHa OpakTest
pacnojarajgach abakcuajabHO, a BTOpasi — [NOYTH a/lakCUaIbHO, HO HECKOJIBKO MO-Pa3HOMY B Ka)KJIOM U3
cirydaeB (puc. 81, e). B oboux 3TxX nBeTkax BTOpas Opaktes mMmerna 0ojiee y3KOe OCHOBAaHHE, YeM
nepBas (puc. 71, €, 3, u). B oqHOM M3 ABYX ClIy4aeB MPOBOSIINK IMy4OK MPUCYTCTBOBAJI JIMIIb BO
BTOpO#t OpakTee (puc. 7 m). [lockonbKy yenryeBUAHbIC (PHITIOMBI OY€HB MaJIBI (10 1 MM B ITMHY), YaIlie

BCCTO OHHU MOJHOCTBIO CKPBIThI TPUXOMAaMH, IMTOKPBIBAIOIIIUMU BCEC MOJIOJABIC OPIraHbl Y Nuphar.
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Puc. 7. YemyeBuaabie GUUTOMBI pH OCHOBaHWH 1BeToHOXek Nuphar lutea (a. — u., COM; k.,

1. — cBeTOBOM Mukpockon). [TokpeiBaronue yenryeBuHble (PUIIOMbI TPUXOMBI YACTUYHO yJaJIeHbl Ha
B. — JI. 2. M0J10/10# 1IBETOK C OJJHUM YeIlyeBUIHBIM (priioMoM. [{BeTOHOKKa Ha JaHHOM cTaauu erie
KOpoTKas. 0. — JI. 3pernble UBETKU. 0. — I'. LIBeTKM ¢ 0qHUM YenryeBHIHbIM (riIioMoM, popma (umioma
BapbupyeT. Ha 0. 1BeTOHOXKKaA yzaneHa, 1 (GHIIOM MOKa3aH ¢ €ro aJlakCuaJIbHOM CTOPOHBIL. B. , I. Bun
Ha 4YeulyeBUAHBIH (QuiuioM ¢ abakCHaJbHOW CTOPOHBI. O. , €. L[BeTOK C IByMs YellyeBHJIHBIMU
¢dumomamu (cM. quarpammy Ha puc. 8, e.) 1. @wwiom 1. e. Duwtom 2. k. — 1. [Ipyroii UBETOK ¢ ABYMs
¢dumomamu (cM. quarpammy Ha puc. 8, a.) . Bug cOoky Ha 06a ¢pumioma. 3. , k. Owwiom 1. U, a.
Owom 2.

IIH — LIBETOHOKKA; J1 — JienecTok; 4P (udl, 4d2) — yenryeBuanble GUIIOMBI; I — IPOBOAIINN My4OK
¢wnoMa; Kk — KopHeBulle; ul, 43, 44 — yalenucTUKU B TOPsIKe 3a0keHusl. MacmTaOHbINH 0Tpe30K

pasen 300 MKM.
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Puc. 8. a. — e. /lnarpaMMbl BapHaHTOB B3aUMHOTO PACIOJIOXKEHUS YEITYyeBUIHOTO (DHUtoMa H
gamenucTukoB y N. lutea. Camblii pacrpocTpaHEeHHBIH BapHaHT B JBYX 3€pPKAJbHBIX THIAX: C
paBo3aKkpy4YeHHO# (a.) W JeBo3akpydeHHOU (0.) «CIHMpaibio» 3aJ0XKCHHS YalIeTHCTHKOB. B. — €.
Penxne BapuaHTBl. K. — HW. BapuaHTBl pPACIOJIOKCHHS IOCICIOBATCIBHO 3aKJIaIbIBAIONTUXCS
YaIIeIIMCTUKOB B ISITHWICHHOH vamieuke. 1,2,3,4,5 — HOMepa vamenucTukoB. K. Bece damenuctuku B
OJIHOM Kpyre (TeopeTHyeckas MOJENb). 3. PacrmonokeHrne YalieaucTHKOB 1Mo crupann PudoHayun
(TeopeTrueckas Moaens). . Pacrmosokenue JariearMcTUKOB, Habmomaemoe B 1Betkax Nuphar lutea
(yka3aHbl CpeJHHE 3HAYCHHS HaOJIOJAaeMbIX YIIIOB). K. CpelHHe 3HAYCHHS W JIOBEPHUTEIbHBIC
WHTCPBAIBI ISl YIJIOB MEXIYy CMEXKHBIMHM YalleIMCTHKAMH (HAa OCHOBE HAIlUX HW3MEPCHUH

pacroJioxenus yameaucTukoB B 23 nserkax N. lutea Ha paHHUX CTAAUAX PA3BUTHS).
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3pensie nBetkun Nuphar mmeror yamieBuaHyro (opmy. [IpoKCHMManbHO pPAacIOJIOKEHBI MSATh
OKPYTJIBIX YaIlIEIMCTUKOB, BHYTPb OT KOTOPBIX HaXosaTcsi MHOro4ncieHHbie (13—16 y N. lutea u 12-13
y N. pumila) nenecrku, Gosbimoe uucio (97-150 y N. lutea u 55-59 y N. pumila) TerunHoK 1
CHHKApITHBIN THHEICH ¢ BepXHEH 3aBsa3bt0, cocrosiuuit u3 14—17 mnogonucrukoB y N. lutea u of 8-11
wiogoiuctukoB y N. pumila. Bornytbie yamenucTiKy, 3Ha4MTEIIbHO MPEBBIIIAIONINE B [UTUHY JICTIECTKH
U THIYMHKU, B OyTOHE IIJIOTHO COMKHYTHI M 3alIUINAIOT OCTaJbHbIE OpraHbl LiBeTKa. Jlemectku u
THIYMHKYU CHJIAT Ha BBITYKJIOM LIBETOJIOKE BOKPYT OYJIaBOBUIHOM 3aBsI3H.

[1Th YalIeTUCTUKOB PACIIONAraloTCsl KBUHKYHIIMAIBHO, TO €CTh TAKUM 00pa3oM, YTO JBa U3
HUX SBIISIOTCS] BHEIIHUMH, JIBa — BHYTPEHHUMH, a OJIMH — OJJTHOBPEMEHHO M BHEUTHUM, U BHYTPEHHUM
M0 OTHOIIEHHIO K pa3HbIM cocelsiM (puc. 8a — e, 9a, B, e, 3). [Ipym TOM YaMIETUCTUKH MOTYT
pacroJiaratbcs Kak 1o 4acoBoi crpeiike (puc. 8a, r, ¢, 9B, 1, 10a, 0), Tak u nmpotus Hee (puc. 80, B, 1,
e, 3), u 00a THIA PACIIOJIOKEHUS YAIISITMCTUKOB MOTYT BCTPEYAThCS B IIBETKAX OJHOTO M TOTO K€
pactenusi. UHbIMU clloBaMU, HaIlpaBJIEHUE PACIIOJIOKEHUS YAIIETUCTUKOB HE 3aBUCHUT OT HaIllpaBJICHUS
cnupaiu QuiuioTakcuca rmodera, HECYIIEro JaHHBIM 1BeTOK. Takxke HaMu ObUIO 3aMEueHO, 4TO JBa
[BETKa ONHOW mapbl (cM. pasmen 3.1. pe3ynbTaToB) MOTYT WMETh IPOTHUBOTIONIOKHBIC THITBI

pacnoioxKeHus yameaucTukos (puc. 9a).



Puc. 9. Bapuantsl pacnonoxenus vamienuctukoB y Nuphar lutea (COM). a. — e. LBetku ¢

HauboJiee pacpoCTPaHEHHBIM TUIIOM PAaCIIOJIOKEHUS YalleITUCTUKOB (cM. puc. 8 a., 6.) a. /IBa 1BeTka
onHoi mapsl (B mo3uuusax N, N + 2). V crapuiero nserka «crnupaiby, 0 KOTOPOH 3aKiIaJbIBatOTCS
YalIeNMCTUKY, HAallPpaBJeHa MPOTUB YacOBOM CTpeNkH (Kak Ha puc. 8 0), y Miaiiero — no 4yacoBon
crpenke (kak Ha puc. 8 a.) 6. Y4acToKk a., OTMEUCHHBIH PaMKOM, KPYIHBIM IUIAHOM: IMOSIBJICHHE
YelyeBUAHOro (uijioMa y MJaJuiero IBeTKa mapbl. B. Muaamwuii nBeTtok mapel U3 a. r. L{Berok
IIPUMEPHO HAa TOM K€ CTaJuM Pa3BUTHsA, YTO U CTAPILIMN LBETOK IAphl HA PUC.A., HO C HAIPaBICHUEM

«CIIUPpAJIN» 3aJI0KCHUA YalICIIMCTUKOB I10 4acoBOi CTPCIIKE. M. HBCTOK C YAAJICHHBIMU 1 u?2
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qaleaucTukamMu. e. LIBeTOoK W3 A. KpYHOHBIM IUIAHOM, «CHUPAIby», 10 KOTOPOM 3aKiIaJblBAIOTCS
YalIeIMCTHKH, HAllPaBJIeHa IPOTHUB YaCOBOM CTpeJikU (Kak Ha puc. 80.) :k. /IBa 1iBeTKa ¢ HarpaBjIeHUEM
«CIIMpajin» 3aJ0KEHUs YallleJUCTUKOB IIPOTHB 4YacoOBOM cTpenku. B Oonee Mosionom LBETke
YaIeaucTHK 1 pacnosaraercs abakcuaibHO (Kak Ha puc. 8B.) 3., H. bojiee M0J10/10¥ IIBETOK U3 %K. B ABYX
paKypcax. IIH - IIBETOHOXKa; 4() — UYemryeBHIHBIA (WuioM; a — amekc KopHeBuma; 4l — 45 —
YaIIEeNMCTHKH B IOPSIKE WX 3aiokeHus. MacmtaOusiii otpe3ok paseH 100 mxm Ha a., I. - #&., 30 MKM

Ha 0., 100 MxMm Ha B., 3., H.



Puc. 10. Passutue nperka Nuphar pumila (COM). a. IIBetok Ha ctaguu 10 (HOpMHPOBAHHS

JICTICCTKOB. ]_II/I(I)paMI/I IIOKa3aH BO3PacT MNPUMOPIAUCE, I/I3MepeHHLII71 B IINIACTOXpPOHAX. 0. HBCTOK Ha
crTagun 10 (bOpMHpOBaHI/IH TBIYMHOK. B. HBCTOK Ha CTaguu 10 (I)OpMI/IpOBaHI/IH IO J0JITMCTHUKOB.
BuaumMeblie TEHIYUMHKT HAapY’XHOTI'O Kpyra anapoucsd 0003HaYEHBI KaK «T9». T. s e HBCTOK C 3aJI0OKMBIINMCA
THHCLICEM B IBYX paKypcCax. IInomomucTuxu PAacCIoOJIOKCHBI B OTHOM KPYTC. PasBepTKa JaHHOT'O IIBE€TKA

MpeaACTaBJICHA HA PUC. 14, a. Buaumele TBIMMHKHA HAapyXHOT'O Kpyra aHnapoues 0003HaYEHBI KaK «TY4» Ha



o1

a. e. lIBeTok Ha Oomee MO3MHEH cTaaguu pa3BUTHS, YeM Ha T., 1. Ero pa3BepTka nokasana Ha puc. 14, 6.
[110T0TMCTHUKN PACIIONIOKEHBI B JIBYX Kpyrax, BTOPOW KpPYyr THHELEs SBISETCS HEMOIHBIM H COCTOUT
JIUIIH U3 TPEX IUIOIOJIMCTUKOB (TMTOKa3aHbl cTpesikamu). OTMeueHHas! ThIYMHKA SIBJISICTCS €IMHCTBEHHOMN
THIYMHKOW BHYTPEHHETO Kpyra aHIpoIlles, U Ha €€ Paluyce PacIloioXKeH IUIOIOJUCTHK. B pesynbraTe
3TOTO JAHHBIA TUIOJOJUCTHK OKA3bIBACTCS CMEIICH IO HAMPABICHHUIO K ICHTPY I[IBETKA, 3aHUMAs
MIPOMEXYTOYHOE TIOJIOKCHHUE MEXIAYy HapyKHBIM H BHYTPCHHHM KpyraMH THHeIes. Bo3MoxHO,
MOSIBJICHHE BHYTPCHHETO KpPyra IUIOJOJMCTHKOB B JAHHOM IIBETKE BBI3BAHO aCHMMETpPUEH THHEIes,
BO3HHUKIIICH B PE3yJbTaTE 3TOTO CIABUTA. JT — JICTIECTOK; a — alleKC KOPHEBUIIA; 4l — 45 — gamemcTuku
B TIOPSIJIKE MX 3aJI0KEHUS; T4 — TBIYMHKU. MactrabHbIii oTpe3ok paBeH 100 mkm Ha a. — a., 500 mxMm Ha

c.
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B uBerkax ¢ ogHO# OpakTeeil Ba HapyKHBIX YallleIMCTUKA, KAaK MMPABUJIO, PACHOJIAraloTCs B
TpaHCBEP3aJIbHO-a0aKCHAIBHBIX TOJI0KEHUAX, BA CIECAYIOUINX IO pa3Mepy YalleTUCTHKAa — B TOYTH
MEJMAaHHbIX MOJOXKEHUSIX (IIPU 3TOM YETBEPTHIN YAIIENIMCTUK pacIojaraercs Ha OJHOM pajuyce C
YelyeBUIHBIM (PHIIJIOMOM), @ CaMblil MaJI€HbKUI YallIETUCTUK — B JIaTEpaIbHO-a1aKCUAJIbHON O3UIUH
(puc. 8a, 0,116, 1, 12a—r, 9a, 1, 11, 10a). [Ipu 3TOM «CTaHAAPTHOMY THIIE PACIIOIOKCHHS YAIICTHCTUKOB
yamenaucTuk Ne3 (0J1uH Kpail KOTOPOTO HajleraeT Ha COCEIHUN C HUM YalleIUCTUK, a IPYrod — 3aX0IUT
noo IPyro COCEHUN C HUM YAIISIUCTHK) 3aHUMACT IOJIOKCHHE, OJTM3KOe K aJakcHaibHOMY (puc. 8a,
0, 12r, 9 n). [logoOHBIM 00pa30M pacroarajuch YaleIUCTUKU U B OJTHOM 13 JBYX 1BeTKOB N. lutea c
nBymsi Opakresimu (puc. 8e). OmHako HaMu ObUTM OOHAPYXEHBI HEKOTOpPbIE MCKIIOYCHUS U3 TaHHON
3aKOHOMEPHOCTH (PUIUIOTAaKCHCca Yalleyku. Bo-mepBbIX, B TpeX M3 HM3YyYEHHBIX LIBETKOB IEPBBI
YaleauCTUK 3aHMMall abaKCHaJIbHOE MOJIOKEHHE, a TPETUH YallleIMCTUK 0Ka3aJiCsl B TPAHCBEP3aJIbHO —
aJIaKCHAITbHOM TTO3UINH (B ABYX M3 9THX I[BETKOB MMEJICS OJWH YeNTyeBUIHBINA (uitom — puc. 8B, 9 x
— U, a B TPEThEM — JIBa YEUTYeBUIAHBIX GuiiomMa — puc. 81). Bo-BTOpBIX, B 0JHOM U3 IIBETKOB C OJHO
OpakTeell HapyXHBIN YalIeJIUCTUK PACIIoIarajics TpaHCBEP3aIbHO-aJaKCHAIbHO, @ TPETUN YalIeIUCTHK
— TpaHCBep3aIbHO-a0aKCHANBLHO (pHC. 8T), B pe3yabTaTe Yero pacloyioKeHUe YalleIUCTUKOB B JAHHOM

[[BETKE OBLIO 00OPATHBIM IO CPABHEHHIO CO «CTaHAapTHBIMY (puc. 8 a, 0).


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#F4

Puc. 11. Pannue craguu passutus 1BetkoB Nuphar lutea (COM). a. Amekc KOpHEBHIIA,
OKPY)KEHHBI NPUMOPAMSMH Pa3HOrO BO3pacTa, NMPUMOPAWHM IPOHYMEPOBAHBI B COOTBETCTBHH C
HOPSIIKOM HX 3aJI0KEHHs HaYMHas OT caMoro MoJooro. Homep nmpuMopaust MOXKHO paccMaTpuBarh
KakK ero BO3pacT, H3MEPCHHBIN B YKCIIC IIACTOXPOHOB OT amekca mobera. [Ipumopaunii 7 (JucT) ObLT
yIajieH B XOJe MpernapupoBaHus MaTepuana, MPUMOPAUU 6 U 8 — MOJIOJbpIe BETKH. 0. — I. Pa3Hble
paKkypchl IPUMOP/IHS IIBETKA MOl HOMEPOM 8 Ha a. 1. — K. Pa3Hble paKypchl IPUMOPIHS I[BETKA MO/
HOMEpOM 6 Ha a. I — IPUMOPIUH I[BETKA; U — YeTyeBUIHBIN (QUITIOM; a — alleKC KOpHeBHIIa; 41, u2,

43 — YalIeNMCTUKU B IOPSAKE UX 3alokeHus. Macutabubiit oTpe3ok paBeH 100 Mkm.



Puc. 12. Pannue cramun pa3sutus nusetkos Nuphar lutea (COM). a. Aniekc KOpHEBHIIIa,

OKPYXEHHbII MPUMOPIUSIMHI Pa3HOTO BO3pACTa, IPUMOPUH ITPOHYMEPOBAHbI B COOTBETCTBHHM C
MOPSAZIKOM UX 3aJI0KEHUs1 HauuHast OT camoro Mojojoro. [lpumopauu 7 u 9 — Mmonozple 1BETKU. 0. —I.
PazHble pakypchl MPUMOPIUS LIBETKA O] HOMEPOM 9 Ha a. 1. — x Pa3Hble pakypchl npumopans
L[BETKA M0 HOMEPOM 7 Ha a. I — IPUMOPANN IIBETKa; 4 — ueryeBUIHbINH HUIIOM; a — areKc
KOPHEBHUINA; 4l — 95 — yalenucTuky B MOPsIZIKE UX 3aJ10KeHUs. MacitabHblii oTpe3ok paseH 100

MKM.
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Jnst 23 1BETKOB MBI M3MEPHJIM YTJIbI MEXAY 4amienucTukamu. llomydyeHHbIH cpeaHuil yroi
MEX]ly JameJucTukamMu 1 1 2 okasasucs 00Jiblie, 4eM yroj Mexay damenuctukamu 2 u 3 (okoso 146°
u 132° cooTBeTcTBEHHO). UeTBEPTHII HaIETUCTUK 00pa3yeTcss MEX 1y YalleIuCcTUKaMu | 1 2 IpuMepHO
Ha PaBHOM PACCTOSIHUU MEXy HUMU (CpeIHHEe 3HAUCHHS YTJIOB COCTaBIAIOT 72.5° u 73.6°, u paznuuue
MEXIy HUIMU HE 3HAUYUMO, puC. 8K). [IAThIil YamenucTuK 3aHUMaeT MPOCTPAHCTBO MPSIMO MOCEPEINHE
MexXIy yamenuctukamu 2 u 3 (puc. 8 u, ).

Pa3Buthic memectkn y N. lutea HaMHOrO KOpOYe YaIIEIMCTHKOB, MIMEIOT Y3KHE OCHOBAHUS M
3aX0JAT KpassMM APYT 3a Jipyra. BeHuuk B ouepTaHuu MATUYTOJIbHBIHN, 3Ty (popMy eMy NPpUAAIOT IATh
HauboJee KPYHbIX JIEIECTKOB. /laHHbIE 110 U3MEHUYHMBOCTH YMCJIA JIETIECTKOB HAa CEKTOPAX Ka)JI0T0 U3
qaneaucTHkoB npuBeaeHsl B Tabmume 1. YV N. pumila mBerkn Ha DOCTaTOYHO TO3IHUX CTAIUSIX

pa3BUTHUS HAM HANTH HE yAAIOCh.

Ta6u. 1. BappupoBanue 4uciia JIeecTKOB Ha CEKTOpaxX YalleIUCTUKOB 1 — 5 B U3ydyeHHOM

MaTepuaie aByx BuaoB Nuphar.

CekTop CekTop CekTop CekTop CekTop

ywn 1 ywn 2 qwn 3 ywn 4 ywn S
N. lutea 3 34 34 2-3 2-3
N. pumila 2-3 3 3 2 1-2

ThHIYMHKM B HOPME pacIoaraloTcs YepeIyoluMUcs KpyraMu. B HEeKOTOphIX ciiydasx, 0JHaKoO,
KpPYrd aH/Apollesi OKa3bIBAlOTCA TPYAHOPA3IMYUMBI B CBSI3U C MajbiM pPa3MepOM 3a4aTKOB THIYMHOK
OTHOCHUTEJIbHO BCEr0 NMPUMOPAWS IIBETKAa U B PE3YJbTaTe€ HEPEIKO MMEIOIIEr0 MECTO XaOTHUYECKOTO
pacnofiokeHust ThiYMHOK. Kak npaBuiio, TBIMMHKY 00pa3yroT BEIPaKEHHBIE OPTOCTUXH KaK Ha pajnycax
JIENIECTKOB, TaK M Ha paauycax MEX]y JeNecTKaMu, a MHOT/a U B JOMOJIHUTENIBHBIX IMO3UIUSX.
OprocTuxu, TpoXoAsiine MEXIy JelnecTKaMH, UHOTJa OKa3bIBAIOTCS Ha OJWH OpraH JUIMHHEE TeX,
KOTOpbIE MPOXOJAT MO paguycaM JIETIeCTKOB, U 3TO OKUJAEMO TMPU LUKINYECKOM (UILIOTAKCHCE.
Hepenko BcTpeuaroTcsi HEMOJIHBIE OPTOCTUXH, JIMOO OepyIre Hayalo HE B CaMbIX HApPYKHBIX Kpyrax
anjapotiesi, 1100 He JOXOJSIINE N0 BHYTPEHHUX €ro Kpyros. B pesynbraTe [Uisi HEKOTOPHIX THIYMHOK

3aTPYAHUTENIFHO OMPEICTUTh KPYTOBYIO IPHUHAIICKHOCTD (puc. 13e).


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#F4
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Puc. 13. Paseprku uBetkoB Nuphar lutea. 3nmeck 1 Ha puc.14 pa3BepTKH COCTaBJICHBI 110
OJIHOMY ¥ TOMY e IpuHIuiy. IlockoabKy opransl 1IB€TKa O4eHb MHOTOUYHCIICHHBI, a IIBETOJIOKE OUEHb
BBIIYKJIOE€, Mbl COWIN CXEMaTHUYECKHE pa3BepTKH OoJiee HarsHbIMHU, YeM BUJbI Ha LIBETKU CBEPXY.
IIpu cocTtaBneHMH pa3BEepPTOK MOBEPXHOCTh Ka)KIOI'O LBETKA ObLIAa «pa3zpe3aHa» MO paauycy BOIU3U
YaleNucTUKa 3, MOCJe Yero «pa3BepHyTa» Ha IUIOCKOCTb. a. — e. Pa3BepTku IIBETKOB Ha
MOCJIEIOBATEIbHBIX CTAANUAX PA3BUTHUS aHIpOIes. K. Pa3BepTka 1BETKa C MOJHOCTBIO 3AJI0KUBIINMCS
azpoueeM, HO 10 (opMHUpOBaHUS THHeles. 3., H. Pa3BepTKH IIBETKOB C 3aJI0KUBIIMMUCS
IUIOIOJTUCTUKAMH. 3€JIeHBIM MOKAa3aHbl YAIICTUCTUKH (TIPOHYMEPOBAHBI B COOTBETCTBHHU C MOPSIKOM
3aJI0)KCHUSI); CHHUM TTOKa3aHbl JICTIECTKU (3BE37I0YKaMH MOMEUCHBI JICTICCTKH, BO3HHUKIIINE HA CEKTOpax

TPEX HAPYXKHBIX 4YalICIIMCTHKOB ql — ‘{3.; JKCIITBIM TIIOKAa3aHbl TbIYMHKH, BCPTUKAJILHBIC JIMHUU
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COOTBETCTBYIOT OPTOCTHUXAM; KPACHBIM IMOKa3aHbI INIOJOIUCTUKHU. Hymepaliust OpToCTHUX HaYUHACTCS C
MIPOU3BOJILHO BBHIOPAHHON YacTH LIBETKAa. 3HAKOM BOIpoca O0O3HAYEH OpraH, MpHUpOJa KOTOPOTO

(;emecToK MM ThIYMHKA) HA TAHHOM CTAJMU PA3BHUTHS I[BETKA HE SICHA.

Yncao THIYMHOK B OPTOCTHXAX MOJKET Pa3lIndaThCs B pa3HbIX dacTsax mBerka (puc. 13, 14). B
HEKOTOPBIX CIIy4asiX TOJIBKO OJIHA HJIM HECKOJIBKO OPTOCTHX B IIBETKE OTJIMYAETCS [10 YUCILy OPTaHOB OT
ocTanbHBIX. «JloOaBieHne» WM «MCYE3HOBEHNE» THIYMHKH Yallle HaOIIoaeTcs B HIDKHEH M BEpXHEH

JacCTAaAX OPTOCTHUX.

12 141 18 19 4

§ §8§§§8 §§

9

r.

N "s! T

N R
2 S S T .

Puc. 14. Passeptku nBerkoB Nuphar pumila. IlpuHiun cocTaBiieHHs pa3BEPTOK OIMCAH B
HOJIUCH K puc. 13. BTopoii Kpyr IJI010JIMCTHKOB IIOKa3aH TOJIBKO JUIS [IBETKA, Y KOTOPOTO BTOPOM KPyT

THHCICA ObLI MMpEaACTaBJICH Oolree uem OJHHUM INNIOJOJIMCTHKOM (6.)

Ha puc. 15a nokasan ciy4ail Hamu4us «I0NOJHUTENBHOW THIUMHKY BHYTPEHHET 0 Kpyra (6enast
3BE3/104Ka) U «MCUYE3HOBEHUS» OJHOM 0KMJIaeMOM THIYMHKHU (3€JIeHas cTpenka). Takke B 3TOM LBETKE
IIPUCYTCTBYET CEKTOp, IZie MPOBECTH OPTOCTUXU 3aTPYAHUTENBHO (COOTBETCTBYIOIIME THIYMHKU

MOKa3aHbl YEPHBIMU TOYKaMH Ha puc. 15a).



Puc. 15. Tlo3muue cragum pasButus nserka Nuphar lutea (COM). a. lIsetok, auarpamma
KOTOpOTO TpejcTaBieHa Ha puc. 13, . Bupumbie Ha JaHHOM PHCYHKE THIYMHKH PasHBIX KPYroB
MOMEYEHBl TOYKAMH Ppa3HbIX [BETOB. YEpHBIMH TOYKAMH [IOKAa3aHbl THIYMHKH, KPYrOBYIO
MPUHAUIC)KHOCTh KOTOPBIX YCTAHOBHUTH 3aTPYAHHUTENbHO. JIMHUSAMU MMOKa3aHbl BUAUMbBIC HA PHCYHKE
OpPTOCTUXH. 3ejeHasl CTpejKa yKa3blBaeT Ha IO3WIMIO, TJIe OTCYTCTBYET OXKHIaeMas ThIYMHKA
BHYTPEHHEro Kpyra aHjapories. VMeromascs B JaHHOM [BETKE «IOMOJHHUTEIbHAS» ThIYMHKA
BHYTPEHHET0 Kpyra aHjapoliest moMedeHa 38e37049koil. Ha ee paauyce 3ametHa aedopmaliist THHETEs.
0. L[BeToK, pa3BepTKa KOTOPOTO MpEACTaBlIcHa Ha puc. 13, 3. B., I. L[BeTKH, B KOTOPBIX MPUCYTCTBYIOT
pa3IBOCHHBIE IJIOJOJUCTUKH (MOKa3aHbl OCIBIMU CTpesikaMu). B 1BeTke Ha I. UMEETCS HECKOJBKO
ACHMMETPHYHBIX THIYMHOK, ITOKAa3aHHBIX OeNbIMH 3Be3/0YKaMu. Pa3BepTka TaHHOTO I[BETKA
npejcTaBicHa Ha puc. 13, M. T — JIENEeCTKH; T4 — THIYUHKH; 4l —45 — YalIeTuCTUKU B TOPSIKE MX

3anoxeHus. MacmrabHbii oTpe3ok paBeH paBeH 300 MKM.
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[TockobKY TRIYMHKHA HAPYKHOTO KPyra aHJpoles, Kak MPaBHIIO, YEPEIYIOTCS C JISTIECTKaMU, B
UJCaTbHOM CITydae IBETOK JTOJDKeH UMeTh N JienecTkoB, 2N OpTOCTHX aHAPOIIes U ABa PaBHBIX Habopa
JIEBO3aKPYUYCHHBIX U MIPABO3AKPYUCHHBIX MApacTHX — 10 N B KaxJI0M. B peaabHOCTH IIBETKU KyOBIIIKH
B TOU WJIM HHOHM CTETNIEHU OTKJIOHSIOTCS OT 3TOH «HIeaIbHOW» cxeMblI (puc. 13, 14). Benencteue Manoro
pasMepa MPUMOPIUCB THIYMHOK OTHOCHUTEIIBHO BCErO 3adyaTKa IIBETKA IPABHILHOEC KPYroBOEC
pacIoIOKEHUE DJIEMEHTOB aHJPOIEs HapyIIaeTcs, B pe3ylbTaTe 4Yero B OOJIBIIMHECTBE IBETKOB
(GUILTOTaKCUC aHAPOIICS] OKA3bIBACTCS B TOW WMJIM MHOW CTENEHU XaoTudeckuM. Hepenko HaOmomaeTcs
«BBITIAZICHUE)» WIIH «I00aBICHHE» OPTOCTHXH (TI0 CPAaBHEHUIO C 0’KHJIAEMBIM YHCIIOM OPTOCTHX, PABHBIM
YIBOCHHOMY YHCITY JISIECTKOB) B ONPEACICHHBIX CEKTOPAX I[BETKA, YTO MPUBOIUT K BOZHUKHOBEHUIO
I[BETKOB C «HEIIEJIOW MEPHOCTHIO», TO €CTh C HEPABHBIM YHCJIOM JICBO-U TIPABO3aKPYUECHHBIX MApaCTHUX.
B stom ciyuae, ecnu ynciio oproctux paBHO 2N-1, To uncio mapactux Oyaer paBHO N uisi OJTHOTO
HanpaByieHus U N-1 171 TPOTUBOTIONOXKHOTO.

M3MeHUNBOCTh YHCIIa MTAPACcCTHX BHUJIHA B Psjie M3yYCHHBIX HaMU IBETKOB (puc. 16). B mBeTke,
MOKa3aHHOM Ha puc. 16a (quarpaMma JaHHOTO IBETKA MpUBeAeHa Ha pHc. 130), OpTOCTHXH ¢ HOMEpaMu
1, 3,5, 7, 9 mpoxomsaT mo paadycaM MEXIy JIeMecTKaMu, a optocThuxa HoMep 11 pacmonokeHa Ha
CeKTope JenecTka. [[pHIrHOM 3TOTO SBIIAETCS MEHBIIHMA pa3Mep OJJHOTO JISTIECTKa U3 TPEX Ha CEKTOpe
TPEThEro YalleIuCcTHKa, U Ha ero paauyce HeT OpTocTuxu. Takum 06pa3om, B JaHHOM LIBETKE IIPU YHUCIIE
JICTIECTKOB, paBHOM 15, MOXHO mpoBecTH Jjuiib 29 oproctux (puc. 1306). B nBeTke, n300pakeHHOM Ha
puc. 16 r — x yucnio jaenecTkoB paBHO 15 (wnmm 16, cM. puc. 131), a 9ncio opTocTUX aHApPOLes, KaK U B
IIBETKE, OMMMCAHHOM BbIlIe, 29 (puc 161). Takum o6pazom, B aHIIpoIiee TaHHOTO I[BETKA BBISBIISIETCS 15
MapacTux OJIHOTO HampapiieHUs U 14 mapacTHX MPOTHUBOMIOJIOXKHOTO HampaBieHus. «lcuesHoBeHHE)
OPTOCTUXH MPOUCXOIUT HA CEKTOPE CaMOro MAJIEHBKOIO 0 pa3Mepy JIENecTKa: B JIEBOM U cpeaHen
4acTU PUCYHKA OPTOCTHXH, IIPOBEJCHHBIE KPACHBIM LIBETOM, IMPOXOJAT MO pajiycaM JIETIECTKOB, a B
NpaBOi YacTH PHCYHKa OHHU MPOXOJAT MO pamuycaM MekAy JenecTkamu (puc. 16r). B mBetke,
MoKa3aHHOM Ha puc. 16 6, B (quarpamMma Ha puc. 13r), 4rciio JIerecTKOB paBHO 14, a 4UCI0 OPTOCTUX —
uiIb 26. JlenecTku, pacnoioKEHHbIe Ha CEKTOPE YETBEPTOro YallleIHCTUKA, UMEIOT MEHBILIUN pa3Mep,

4YCM ApYrue, U B pe3yjbTaTeC 3TOTO 3ACCh OTCYTCTBYIOT ABC «OXKHUAACMBIC) OPTOCTHUXU AHAPOLICIA (pI/IC

166).



Puc. 16. Pannue craguu passutus anapoues y Nuphar lutea (COM). a. Bua cOoky Ha 1iBeTOK

¢ 15 nenectkamu u 14,5-MepHBIM aHpOIIEEM, pa3BepPTKa KOTOPOro MokaszaHa Ha puc. 13, 0.
Oproctuxu aHapoles packpauieHsl. [lepas ThIYMHKA OPTOCTUXH 3 CMEIeHa B TIPOKCUMAIbHOM
HaNpaBJIeHUU MOYTHU /10 YPOBHS JIENECTKOB. 0., B. Buibl cBepXy U cOOKy Ha 1IBETOK ¢ 14 jienecTkaMu u
13-MepHbIM aHfpoOLIEeM, pa3BepTKa KOTOPOTo Moka3zaHa Ha puc. 13, r. OpTocTuxu aHapoues
packpaitiensl. Bua cooky (r.) U cBepxy (. — K.) Ha I[BETOK C MO KpaiiHei mepe 15 nemectkamu u 14,5-
MEpPHBIM aH/IpoLIeEM, pa3BepTKa KOTOPOTO MoKa3zaHa Ha puc. 13, A. OpTocTuxu aHIpoIes] pacCKpaIleHbl

Ha r., 1. Ha €., K. paCKpalll€HbI ABa «Ha6opa» napacTux aHaApoues. ’KenTeIM moka3aHbI JICTICCTKHU,
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KpacHbIM U CUHUM IIOKa3aHbl OPTOCTUXM aHJpPOLEs Ha a. — /I. U IapacTUXU aHJpOLEs Ha e., K.; ul —ud
— YalIeJIMCTUKU B NIOPsAJKE UX 3aiokeHusd. Ha a., 0., 1. opTocTUXU aHAPOIIEs] IPOHYMEPOBAHbI B TOM

e MopsiaKe, 4yTo u Ha puc. 13 6., I., 1. Macmrabublii oTpe3ok paBeH 100 Mkwm.

Yucno teramHok y N. pumila cymecrBenHno menbiie, yem B 1Betkax N. lutea, u Gosbiie ux
pa3Mep OTHOCHTEIBHO BCEro 3avaTka 1BeTka. Takum obOpaszom, y N. pumila MeHbie 4ucio Kpyros u
oproctux B auzaporee (puc. 13, 14). [[BeTox mmeer OIM3KYI0 K cheprudeckoit popmy, U Malloe YUCIIO
JOBOJIBHO KpYIMHBIX ThiuuHOK y N. pumila, BeposiTHO, SBJISETCS OJHMM U3 MPOCTPAHCTBEHHBIX
(baxTOpOB, BIMSIONINX HA OPraHOTAKCHUC aHIPOIES, W MOXET caMmo 10 ce0e BECTH K MCKPHUBIICHHIO
OpPTOCTHX, KOTOPOE HEpeIKO HAOIIOIaeTCs B IBETKAX 3TOTO BHUJA.

[ToMHOCTBIO acIIMAaTHBIC, KOHTCHUTABHO CPOCIIMECS 10 Beei uinHe miiogoauctuku Nuphar
bopmupyor oauH Kpyr. Kak mpaBuiio, OHU YepeayloTcsi ¢ BHYTPSHHUMH ThIYHHKAMH, HACKOJBKO
MO3BOJISIET PACIIONIOKEHHUE TOCIESTHUX. JITMHBI MIENeBUIHBIX OTBEPCTHH TUIOIOIMUCTUKOB COCTABIISIOT
MEHbIIIE TIOJIOBUHBI Paaryca THHEIEes, ¥ OTH OTBEPCTHS PACIONIOKEHBI Ha repudepun TuHenes (puc.
156). B ciy4asx HapymIeHHOTO TOPSIIKA PACIIOIOKEHHS THIUNHOK, IJI0A0JIMCTHKH MOTYT OKa3bIBaThCs
Ha OJIHUX OPTOCTHXAX C HUMH, YBEIIMYMBATHCS B pazMepax, 100 pa3aBanBaThes. «Pa3aBOCHHBICY, HITH
HE TIOJIHOCTBIO 000CO0IEHHbIE, II0I0JIMCTUKY HaMu ObUtH oOHapyxeHsl y Buaa N. lutea (puc 158, T,
Oenpie crpenaku). CXOAHbIC HEMOIHOCTHIO pa3jiejeHHbIE IUIOMOJUCTHKH HaOmomanuch panee Trecul
(1845). B cpenneii yacth ruHenes HEKOTOpbIX BeTKOB N. lutea mmeercs CHIIBHO BBIpaKEHHOE
yriyonenue (ropasao Oosiee riy0oKoe, YeM XapaKTepHO Il OOJIBIIMHCTBA IIBETKOB ITOTO BHIIA), B
IIEHTPE KOTOPOTO, KaK M B IICHTPE MEHEE rITy00KOH BEIEMKH y OOJIBITMHCTBA IIBETKOB, BUIHA OOPO3IKa,
BO3HUKIIIAS B PE3YJIbTATe CMBIKaHUSI OOPAIIEHHBIX K IIEHTPY LBETKA MOBEPXHOCTEH IJIOJJOJIMCTUKOB U
«BaKpBIBaHUS» IIBEHTPAJIBHOTO yriuyOineHuss w00 ero camMod TiyOOKodW dacth. Mexay
IUTOZIOJTMCTUKAMH MHOTIa 3aMETHBI HeOouIbIie 00po3aKku. B pe3yinbraTe TCHICHIIMNA K Xa0THUYECKOMY
PACIIOJIOKEHUIO THIYMHOK B HEKOTOPBIX IIBETKAX, YKMCIO IIOJOJHMCTUKOB HE BCErlla COOTBETCTBYET
YHCITY TRIYMHOK BHYTpeHHero kpyra (puc. 13, 14).

VY N. pumila guco miomonuctukoB MeHblie, yeM y N. lutea, u oHu ropasio cuiibHee BBIAAIOTCS
CBOMMH HAIPaBJICHHBIMHU OT [IEHTPA IIBETKA KPasiMH B 30HY aHApoIies, yeM 310 xapaktepHo s N .lutea.
Wubimu ciioBamu, rusenieir y N. pumila ropasmo OGonee «romacTHbli». IlleneBuanbie OTBEpCTHS
wiogoiauctukoB N. pumila 3axomsat Ha nomactu runenes (puc. 10e, 18 a — B). YruybneHue B IICHTpe

usetkoB N. pumila orcyrcrByer (puc. 10m).


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B103
https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B103
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Puc. 17. Lisetok Nuphar pumila, pa3septka kotoporo npexcrasietsa Ha puc. 10, r. (a. — B, COM;
T, 1., CBETOBOIl MHUKpOCKOTI). a. Bus cBepxy. 6., B. Buzpl cOoky. r. [Tonepeunslii cpe3 Ha ypOBHE 3aBs3H.
A. Ilonepeunslii cpe3 AUCTaIbHEE YPOBHS CEMSAIOUYEK. I — IJIOJOJIMCTHK; JI — JIEIECTOK; TY — THIYMHKA,
T4* - TBIYMHKA, PACIHOJIOXKEHHAa HMXKE YPOBHS OCTaJbHBIX THIUMHOK HApYKHOTO Kpyra aHjapoLes.

MacmtaGubiit oTpe3ok = 500 MKM.
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[ToMuMO LIBETKOB C OJJHUM Kpyrowm ruioaoiuctukos (puc. 10r, x), y N. pumila namu BriepBbie
ObLTH OOHApPYKCHBI LIBETKH C JABYMs Kpyramu rutenes. Hanbosee nokazaTeabHbIM B 3TOM OTHOLICHUH
SIBJISICTCSl LIBETOK, M300pakeHHbId Ha puc. 10e. M3-3a TOro, 4ro oJHAa W3 BHYTPCHHUX THIYMHOK
(momeyeHa «Tu» Ha puc. 10€) JIeKUT npsMO Ha pajuyce IJIOJO0IMCTHKA, HAPY)KHBIA KPyr TMHELes B
JAHHOM IIBETKE HMMEET MCKpUBJICHHbIC ouepTaHus. COOTBETCTBYIOIIUI IUIOJOIMCTHK OKa3bIBACTCSI
CMEIICHHBIM [0 HAIPaBJICHUIO K IICHTPY I[BETKA: BHYTPEHHHI KOHEI[ €ro IIEJICBUIHOIO OTBEPCTHSI
OKa3bIBaeTCsl OJIMKE K ICHTPY, YeM Yy OCTaJbHBIX IUIOJIOJMCTUKOB. BHYTpEeHHHII Kpyr TUHELes
MPEACTABICH TPEMsI TUIOJOJIMCTUKAMHU C OYCHb KOPOTKUMH IIESICBUIHBIMH OTBEPCTUAMH (OCOOCHHO
KOPOTKHM Y OJIHOTO W3 TpeX). BHYTpeHHHE KOHIIBI MISICBUIHBIX OTBEPCTHH JBYX IUIOJOIHCTHKOB
BHYTPEHHETO Kpyra HaXOJsATCS Ha TOM XK€ PAaCCTOSHUM OT I[CHTpPa [BETKA, YTO M Y OMMCAHHOTO BBIIIE
«CMEIIEHHOTO» IIIOJIOJMCTHKA HAPYXKHOTO Kpyra. B Iieiom ruHeneil B JaHHOM IBETKE JOBOJIBHO
acummerpudeH (puc. 10e). B HEKOTOpBIX clydasx BHYTPEHHHH Kpyr THHeENes ObLI MpeacTaBiIcH
CIMHCTBEHHBIM IIJIOJI0JIUCTUKOM, DACIIOJIOKEHHBIM B IeHTpe nBetka (puc. 17). Ilnomomuctuxu
BHYTPEHHETO KpYra SIBJISIFOTCSI CTEPUJIBHBIMHU, M Ha TOMEPEYHBIX Cpe3ax WX HAJIMYMEe BUJIHO JIHIIb B

JMCTaTbHOM YacTu TuHenes (puc. 171); rHe31a 3aBs31 Y 3THX [UI0I0JIMCTUKOB OTCYTCTBYIOT (pHc. 17T).

3.3.  3ajoxkeHue opraHoB Ha amekce modoera u Mop(oreHe3s IBeTKAa y ABYX BHJIOB poaa
Nuphar

Amnekc mobera y Nuphar mpeacrasisier co0o0ii ¢1a00BBIIYKIIOE TOJIE, JIMIIEHHOE OTHOPSIHBIX
TPUXOM, B OOJBIIOM YHCJIE MOKPHIBAIOIIMX MPOCTPAHCTBO MEXKAY MNPUMOPIUSMU U MOJIOABIMU
OpraHaMM, a Tak)Ke YepelIKy pa3BUBAIOIINXCS JIMCTHEB U I[BETOHOXKKU MOJIOABIX I[BeTKOB. Ha amekce
no6era B CIIUPaIbHOM MOCIEA0BATEILHOCTH C YTJIOM JUBEPrEHIINH, MTPUOIMKAIOIIUMCS K IPEACTbHOMY
3HaueHHIo psga dubonauun (137.5°), akponeTanbHO 3aKJIaJIBIBAIOTCS MPUMOPANH, KOTOPHIE, CIEILys
Cutter (1957), mb1 Oyaem 0603HauaTh Kak 1, 2 ¥ T.11. B IOPSAIKE yIAJICHUS OT MEPUCTEMBI M YBEITUYCHHS
Bo3pacTta 3auyarka. ¥ N. lutea 3auaTku JIMCTHEB MOXKHO OTJIMYUTH OT 3a9aTKOB [[BETKOB MPUOIU3UTEIHHO
Ha craauu 4 (puc. 18a). Y N. pumila pasnuume GopaabHbIX U JUCTOBBIX MPHUMOPIUEB MPOSBIACTCS
HECKOJIBKO paHbIlle — NpHOIU3UTeNbHO Ha cramuu 2 — 3 (puc. 10a). JIucToBbIe TPUMOPINU HMEIOT
nupamMuaaibHylo QopMy, WX Kpas JIOJOYKOBHIHO 3arHyThl Ha aJakcHalbHYI0 CTOpoHy. Kpaeas
MepHUCcTeMa 3avaTKa JIMCTa CTAHOBHTCS XOpoIo 3aMeTHa Ha ctamuu 6 —7 y N. lutea (puc. 18 a —B), Ha

craguu 4 —y N. pumila (puc.10a).



Puc. 18. Pannue craauu pa3Buths JucTheB U 11BeTkoB (COM) y Nuphar lutea. a. Bux cBepxy Ha

amiekc moOera, OKpYKEHHbII 3aduaTKaMM JIMCThEB Ha Pa3HBIX CTAIUSAX pa3BUTHUS (IIPOHYMEPOBAaHbI
Ha4yMHAsE OT CaMOro MOJIOJOro Jucra). 0., B. Bun Ha BeHTpalbHYIO CTOPOHY 3ayaTKa JHCTa Ha
MOCJIEI0BATEIbHBIX CTAUIX Pa3BUTUSA (JUCT HA B. — 310 JUCT NS Ha a.) r. [IpuMopauu 1BETKOB
BO3pacToM 4 (HIKHUI) U 6 (BEpXHUI) IJIACTOXPOHOB OT anekca KOpHEBHUIA. 1., €. B Ha oAWH U TOT
K€ MPUMOPJIUM I[BETKA BO3PAaCTOM B 4 IIACTOXPOHA OT aleKca KOPHEBUIIA C pa3HbIX CTOPOH. . Bun ¢
abakcuaabHOW CTOPOHBI TOJT HAKJIOHOM. €. Buj ¢ anakcHallbHOM CTOPOHBI. TIIT — IPUMOPIUH IIBETKA; U

— venryeBUAHbIH priuioM. MactraOublii otpe3ok paBeH 300 mxm Ha a., 50 MkM Ha 6. — e.

Kpast cpopMupOBaHHBIX MOJIOBIX JHCTHEB KYOBIIIKH 3aKpYYeHbl Ha aJlaKCHAIbHYIO CTOPOHY,
COIPHUKACAsACh y LeHTpaabHOM sxuiku. st N. pumila xapakrepHo Haaudue TPUXOM Ha abaKCHATbHON
CTOpPOHE 3a4aTKOB JINCThEB HauuHas ¢ JIs-Jle, B TO Bpems kak y N. lutea 3auatku JTHCThEB HA 3TOM CTa UK
roseie (puc. 18, 10a).

I{Betku N. pumila Ha camMpIX paHHHMX CTaJUSX PA3BUTHS HAMH OOHAPYXKEHBI HE OBLIH, TIOATOMY
pa3BHUTHE [[BETKA HAM yIaJ0Ch H3Y4HUTh JInIb 1t Buaa N. lutea, i y n3ydeHHBIX 1BETKOB MMEJICS JIHIIIb
OIMH uYeryeBUIHbIH (umiom. dnopanbabie mpuMopauu y N. lutea wu3HavanbHO OKpyTIibIe B
ouepTanusix (puc. 18r); 3atem (MpUOIM3HMTENFHO HA PACCTOSHUM 6 IUTACTOXPOHOB OT arekca
KOPHEBHIIA) OIHOBPEMEHHO Ha abaKCHaTbHON W aJaKCHalIbHOW CTOPOHAX EIMHOTO MPUMOPIHS

COOTBETCTBCHHO (bOpMI/IpyIOTCSI 3a4aTOK 4YCIIYyCBUJIHOTO (bI/IJ'IJ'IOMa )41 HpI/IMOpI[I/Iﬁ COOCTBEHHO OBCTKA
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(puc. 1la, n1 — x). Ha qaHHOM 3Tane HMJIMHIPUYECKOE OCHOBAaHHME I[BETKA YK€ MPEBBIIIACT B JUTHHY
3a4aTOK YelyeBUIHOTO (uiuioma. Takoe COOTHOLIEHHE pa3MEpoB 3a4aTKOB (HiUIOMa M IBETKA
COXpAaHSIETCS M Ha CTa UM B 7 TUTACTOXPOHOB OT amekca moodera (puc. 12a, 1 — ), HO 3a4aTOK I[BETKa
emre Oosiee SIBHO YJIMHEH B TPaHCBEP3aJbHOM HarpaBieHuH (puc. 12¢), a ero rpaHmibl emie 6osee
otuemmBbl (puc. 12m1). Ha 3Toi#l cragum mmpuHaA YenryeBUAHOW OpaKkTEeH COMOCTABMMA C IIUPHHOU
COOCTBEHHO (IIOPATBHOTO TPUMOP/NS, U OpaKTest JIUIh HE3HAYUTEIBHO Kopoue rnocieanero (puc. 11
o — %, 12 1 — x). B xome mocienyromero pasBUTHsI [BETKA MPOUCXOMUT HHTEPKAISIPHBIA POCT
[IBETOHOXKKH, B pe3ylbTaTeé KOTOPOTO YENIYeBHIHBIH (WIIOM TMOCTENEHHO OTHATSAETCS OT
YaIIeNMCTHKOB, B TO BpeMsl Kak 00IIee OCHOBaHNWE COOCTBEHHO I[BETKA U OpaKTEeH MPETEpIieBaeT OUYeHb
OTPaHUYEHHBIA POCT, BCJEICTBHE YErO OKAa3bIBACTCS IOYTH TIOJHOCTBIO CKPBITO OKPYKAIOUIMMH
opranamu. Y’ke Ha 3Tare, KOr/ia U3 BCEX OpraHoB COOCTBEHHO IBETKa c(hopMUpoBaHa TOJIBKO YalIedKa,
YenryeBUIHBIN (QHIIOM Jalleko He TaK XOPOIIO 3aMeTeH, Kak Ha CTaJAuu 6-7 TUIaCTOXPOHOB OT arekca
kopHeBwuiia (puc. 9a, 0). B pe3ynpTare orpaHMYeHHOr0 POCTa CaMOW YCHIYyHKH OHA COXPaHSETCS MpU
OCHOBaHHH [BETOHOXKH B3pocioro 1eetka N. lutea B Bujie TUIIIEHHOTO TPUXOM TIOCKOTO BHIPOCTA HUITH
cknaaku (puc. 7 a - ). Y N. pumila Takas demryiika To)xe UMeeTcs, 10 KpaiHeil Mepe, B HEKOTOPBIX
I[BETKaX, HO HACTOJILKO MaJja, YTO MOJIHOCTHIO CKPHITa TPUXOMaMH.

IlepBbic TPUXOMBI, OKPBIBAIOIIKE O0IIee OCHOBaHWE COOCTBEHHO M0JI010T0 1BeTka Nuphar u
YelyeBUAHON OpakTer, a TaKKEH IIBETOHOXKKH MOJIOJIBIX LBETKOB, (hOpMUpYIOTCS Ha abakcHanbHOU
CTOpOHE OOIIEro OCHOBaHMsS COOCTBEHHO IBeTKa W Opakrem (puc. 1ln, 12x), 3areM — Ha ero
aZaKkcuanbHOM moBepxHOCTH (puc. 11B). B Xoe pa3BuTHs BETOHOKKH TPUXOMBI PaHBIIIE 00pa3yroTCst
B €€ JUCTAIbHOU YacTH (puc. 9B, 1), BEPOATHO, B CBS3H C TEM, YTO HHTEPKAISIPHBIA POCT COCPETOTOUCH
B IMPOKCUMAJIBHOM YaCTH LIBETOHOKKH.

Ha o0ocobuBiieMcs mpuMopanu COOCTBEHHO IIBETKA 00pa3yIOTCs 3a4aTKU YalleJucTUKOB. Mx
3aJI0’K€HUE MPOUCXOIUT OYEHb CTPEMUTEIBHO, B CBA3HM C YEM HaM yJaJIOCh YETKO MOKa3aTh JIUIIb TO,
YTO YalleJUCTUKU ¢ 1 o 3 GpopMHupyIOTCs paHbllie, YeM YalIeTUCTHKH 4 U 5, pacnoiO’KeHHbIE TIOUYTH
TPaHCBEP3AJIbHO JAPYr HANpPOTHB JApyra, ¢ HEOOJbIIUM CMEIIeHHEeM Ha abaKCHalbHYI) CTOPOHY
dopansHoro npumopaus. Y Buaa N. lutea mpumopauu mepBbIX YaIICTUCTUKOB BBISBISIOTCS JIHIID
HA4YMHAs CO CTaJMU, COOTBETCTBYIOIIEH 7 IJIACTOXPOHAM OT amekca mnobera, XoTs HaOIroAaroIeecs
paHee yUIMHEHHUE IPUMOPAUS [IBETKA B TPAHCBEP3JIbHOM HaIIPaBJIEHUU MOKHO HHTEPIIPETUPOBATH KaK
Hayaio (OpPMHUPOBAHUS 3a4aTKOB JBYX INEpBbIX YamlenucTukoB (puc. 12x, e). Ha cragum B 8
MJIACTOXPOHOB 3a4aTKH YAIIeTHUCTUKOB 1 M 2 y)Ke XOpOIIO BUIHBI, a TAK)KE MOKHO 3aMETUTh 3a4aTOK
TPEThEro yYaleIuCcTHKa, MMEIOIIero MeHbInii pazmep (puc. 11 a —r). Ha craguu B 9 miactoXpoHoB Bce
Tk varrenuctukoB N. lutea yxxe 3anoxmuch (puc. 12 a —r), a'y N. pumila cxoaHblii 3Tan pa3BuTHs

I[BETKA COOTBETCTBYET CTAJIMU B 5 TNIACTOXPOHOB OT arekca modera (puc. 10a).
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Monople 3a4aTKi TpeX MEPBBIX YAIICIUCTHKOB UMEIOT (OopMy IMoyMecsa, a MPUMOpPIUH
YalleIUCTUKOB 4 M 5 B OYEpPTaHUM NPAKTHUUECKU OKPYIJIbIE M JIMIIb CJETKAa BBITSHYTHI BJOJIb
KacaTeJIbHOW K OKPY)KHOCTH arekca 1Betka. Ha Oosiee MO3MHUX CTaausX JBa MEPBBIX YalIEINCTHKA
MOJIHOCTBIO 3aKPBIBAIOT OCTabHBIC TPH (pHUC. 9a, T), U OYTOH OKa3bIBACTCS 3AIIUILICH YaIICUYKOM.

MowmeHT Hauyana GopMHUPOBaHUS JIENeCTKOB OT/CIEH OT 3aJI0KEHNUS NTOCTIETHEr0 YaIleINCTHKA
JOBOJIBHO JUIUTEIbHBIM IUIACTOXPOHOM, BO BpPEMsI KOTOPOIO MPUMOPIUI LIBETKA CTaHOBUTCS OoJiee
BBIITYKJIBIM. JTa BBITYKJIOCTh IPUMOPIHS YCHIIUBACTCA 110 Mepe (POPMUPOBAHUS HOBBIX OPT'aHOB JI0 T€X
0p, OKa He OyAyT cOPMHUPOBAHBI BCE THIYMHKH.

Jlenectku 3axnaapiBatorcs B 1Betkax N. lutea u N. pumila nouru omHoBpemenno. Ha panHux
CTa/IUSAX Pa3BUTHSI OHU PACIIOJIOKEHBI PAKTUYECKU HAa OJJHOM YPOBHE, IMOYTH HE 3aXO0Js IpYT 3a JApyra
kpasmu (puc. 19, 16). Ilpu nocnenyroieM pa3BUTHU [BETKA IIMPHHA JICTIECTKOB YBEIHMYUBACTCS U
HEKOTOPbIE M3 HUX HAYMHAIOT MEPEKPBIBATHCS KPasMHU JPYr ¢ IpyroM kpasmu (puc. 15r, 176, B).
3auaTKy JIEMIECTKOB MPETEPIIEBAIOT OYEHb OIPAHUYECHHBIN POCT U HE UIPalOT 3HAUMMOM POJIU B 3alUTE

AHOpOLECAd U THHEUECS B XOAC Pa3BUTHA LIBCTKA.



Puc. 19. Pannue craauu pa3sutus Benurka y Nuphar lutea (COM). a. Bux cBepxy Ha I[BETOK C

YAAJIEHHBIMU YETHIPbMs YaIIEIUCTUKAMU. 3aMETHO OTCYTCTBHE JIETIECTKOB Ha CEKTOPAX YaIIEJIUCTUKOB
41 5. 6.-r. Ipyroii IBETOK ¢ yaJeHHBIMU YETHIPbMsI YallIEIMCTUKAMHU B TpeX pakypcax. Jlemectku Ha
JAHHOW CTaJMM pa3BUTUS OTCYTCTBYIOT Ha CEKTOpax 4YalleJIMCTHKOB 4 W 5, a Ha CEeKTopax
YalenucTUKoB 1 U 3 yxke BUAHBI MEpBbI€ 3a4aTKU THIYMHOK. . — K. L[BETOK C ynaJeHHbIMU JIBYMs

JalICJIMCTUKaMHU B TPEX paKypcCax. 1 —45 — yameauCcTHKU B NOpAAKE UX 3aJI0OKCHUS, OcibIe CTPCIIKU
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YKa3bIBAOT HA 3a4YaTKH JICIICCTKOB, YCPHLIC CTPCIIKKW YKa3bIBAIOT HA 3a4YaTKU THIYHMHOK. MacnitaOHbINM

otpe3ok paBeH 100 MkM.

[lepBble MATH JIEMECTKOB MOSBISIOTCA HAa paguycax MEXIy YalleTHMCTUKaMH. 3aTeM HalpOTHB
YaIIeIUCTUKOB | 1 2 MOSBIISETCS TI0 OJTHOMY JICTIECTKY, JIUIIb B OJTHOM U3 M3y4eHHbIX 11BeTkoB N. lutea
Ha CEKTOpE BTOPOTO YAIIEIMCTHKA PACIOIaraioch J1Ba jernecTka. HanpoTuB Mpoyux 4amenucTHKOB y
N. lutea 3aknagpiBaercs — o 1-3 senectka, y N. pumila — mo 1-2 nenecrka (Ta6nura 1).

Kak Ha paHHUX, TaKk M Ha MO3THUX CTAJUAX PA3BUTHA IBETKA (OpMa JICIECTKOB BapbupyeT. Y
N. lutea nemectku, pacroyiOKEHHbIE HAa CEKTOpAax IMEPBOr0, BTOPOTO M TPETHETO YaIICTHCTHKOB
3aKJIaJIbIBAIOTCS PaHbIIIE, YeM JICTIECTKH Ha CEKTOPaX YETBEPTOTO U MATOrO YalleIUCTUKOB (puc. 19 a —
r). JlemecTku, pacnoyioKEHHbIC HA paJnycax MEXIy YallelUCTKaMH, KaK MPaBWIIO, MPEBBIMIAIOT 110
pasmepy ocTaibHbIe (KPYITHBIN 3a4aTOK JIENeCTKa HaXOAUTCS HA Paayce MKy YalleuCTHKaMu 1 u
3 Ha puc. 16a, 6). OgHaKO B HEKOTOPHIX IBETKAX BCE JICTIECTKH, PACIIOJNIONKEHHBIE Ha CEKTOpax
YamenucTKoB 1 1 2 6oJIbIIe 1Mo pa3Mepy, YeM Bce ocTanbHbie (puc. 160).

3aj0KeHHe TEPBBIX THIYMMHOK TPOUCXOJUT BCKOPE TOCTE 3aJI0KEHHUS JIENECTKOB Ha
COOTBETCTBYIOIIIEM CEKTOpE I[BETKA. 3auaTKW THIYMHOK y 000MX paccMOoTpeHHbIX BuaoB Nuphar nHa
PaHHUX CTaIHSIX Pa3BUTHs OKPYIJIBIE M PACIOJararoTcs BIUIOTHYIO JPYr K JAPYrY W K HapyKHBIM
neriectkaM. [1epBbie THIUMHKH, KaK MTPABHJIIO, 3aKJIABIBAIOTCS HA paJlycax MEXIy JernecTkaMu. B cBs3u
C TEM, 4TO Ha CEKTOpax 4 W 5 YaIlIeTMCTHKOB JICTIECTKH 3aKJIa/IbIBAIOTCS TTO3KE, HEXKEIN Ha CEKTOPax
MEPBBIX TpPEX YalICTUCTHKOB, CaMmble paHHWE NPUMOPAMM THIYMHOK HA CEKTOpax IEpPBBIX TPeX
YaIIeIMCTHKOB MOTYT (JOPMHPOBATHCS HA TOW CTAJMU PA3BUTHS I[BETKA, KOT/Ia 3aUaTKH JICTIECTKOB Ha
CeKTOpax 4 M 5 YalIeIIMCTUKOB €IIe IJI0X0 Pa3IMYMMbI (YepHbIe CTpesku Ha puc. 1906, B). TerunHku B
HOPME pacIoJIaraloTCsi YEPeAYIOIIUMHUCS KpPYraMu, TMOSIBISIIONIUMHCS IICHTPOCTPEMHUTEIBHO U
JOBOJIBHO OBICTPO. B HEKOTOPBIX Ccydasix, OJJHAKO, KPYTH aHAPOLEs] OKA3bIBAKOTCS TPYAHOPA3THINMBI
B CBSI3U C MQJIBIM pa3MepPOM 3a4aTKOB THIYMHOK OTHOCHUTEIIFHO BCETO MPUMOPIUS [IBETKA U B PE3yJIbTAaTE
HEPEIKO UMEIOIIEr0 MECTO Xa0THYECKOTO PACIIONIOKEHUS ThIUNHOK.

Ha paHHHX cTaausx pa3BUTHS IIBETKA 3a9aTKH JICTIECTKOB U 3a4aTKUA THIYMHOK HMEIOT CXOIHYIO
dopmy (y NPUMOPIUECB THIUMHOK, OJHAKO, YyTh OO0Jiee OKPYIJbIe OYEPTaHHS) M OTHOCHUTEIHHO
MaJICHBKUH pa3Mmep. B HEKOTOPBIX CllydasiX Mbl HAOJFOJAIN OTICIbHBIC IPUMOPINH, PACIIOIO0KCHHBIC
YyTh BBIIIC YPOBHS THITMYHBIX JICTIECTKOB ¥ HIKE YPOBHS TUIIMYHBIX THIYUHOK. ONPEAeTUTh IPUPOTY
3TUX NMpuUMopAreB (OyAyT U OHU B JajbHEHIIIeM pa3BUBATHCS KaK JIETECTKU MIIH KaK THIYMHKH) OBbLIO
3aTpyJHUTENLHO Ha JTUX CTaJusIX pa3BUTHs IBeTKa (Hampumep, Ha puc. 10B Takoil mpumopawmii
OTMEYEH 3HaKOM BOIIpoca, a Ha puc. 130, 16a TakoBbIM sBiIseTCs NepBhIi wieH oprocTuxu Ne3). B 6o:1ee
3peJIbIX IIBETKaX y TBIYMHOK yxke MU EpeHIINPYIOTCS TEKU, U Pa3Inune MEeXAy 3a4aTKaMH JIETIECTKOB

M 3a4aTKaMM TBHIYMHOK CTAHOBUTCS SBHBIM. [lo Hammm Ha6J'IIO,Z[eHI/ISIM, OopratHbl, BO3HUKAIOIIHEC B
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MIPOMEKYTOYHBIX MO3UIMAX, Yallle Pa3BUBAIOTCS KaK THIYMHKU (HApUMEp, OpraH, OTMEUEHHBIA «TU*»
Ha puc. 17r).

@®opMHpoBaHUE THHeENes] OTACICHO OT 3aJIOKEHUs aHApoles UIMHHBIM IUIAaCTOXpoHOM. Ha
PaHHUX CTAAUSAX Pa3BUTH THHEUEH BBITIIIUT Kak HEOOJBIIOE BO3BBIIICHHWE B IIEHTPE IBETKA C
YEepeIyIOIUMHUCS CO BHYTPEHHUM KPYTOM THIYMHOK A0JsiMU (puc. 15a). [1nomonuctuku 3akiaapiBaroTCs
OJTHOBPEMEHHO M BBITJIIAT KaK paauaibHbie 60po3aku (puc. 10r, a1, 156), pacnosioxeHHbIE Ha JTONACTIX
runenies. B 1uBerkax N. lutea wneHtpanmbHas YacTh  KyNOJIOOOpa3HOrO —amekca OCTaeTcst
HenuphepeHIMpoBaHHONW. BepXylky IUIOA0NMCTHKOB HE BBIPACTAIOT BBINIE C(HOPMHUPOBAHHOW Ha
PaHHUX CTA/IMSAX MMOBEPXHOCTH THHENEs. HampoTuB, MOCPEICTBOM MHTEPKAISIPHOTO pOCTa THHENEH B
XOJ€ Pa3BUTHUS I[BETKA YBEIMYMBACTCS, B PE3yAbTaTe€ YEro IIENH IUIOJOJTHCTUKOB YIITyOISFOTCA.
[IpokcuManbHBIE YacTH TUIOIOJIMCTHKOB, T/I€ HAXOATCS IOJOCTH, TPETEPIIEBAIOT 00JIee BEIPAKEHHBIN
POCT IO CpaBHEHHIO C IEHTPAIBLHOW YacThIO THHEIes. BciiecTBre 3Toro, HEHTP BETKA OKa3bIBACTCS
BorHyThiM (puc. 150). Ilepudepudeckre dYacTu THHEIES HA TPAHUIAX MEKAY IUIOJOJUCTHKAMU
MPETEPIIeBAlOT POCT B paJUMAIbHBIX HANpaBICHUSIX, B pe3yJabTaTe dYero JOJW THHeles,
COOTBETCTBYIOIIIME OTACTHHBIM IUIOJOJUCTAKAM, CTAHOBSTCS TOpa3fo MeHee BBIPaKEHHBIMHU.
VYriny0nenune B I1eHTpe THUHeNess OObIYHO 3aKphIBaeTcs Ojarogapss HEpPaBHOMEPHOMY PpOCTY
OKPY)KaIOIIMX TKaHEH, U B LIEHTPE 3pPEJIOro I[BETKa MOKHO HAOII0AAaTh HECKOJBKO CKJIaI04€K, YHCIIO U
(bopmMa KOTOPBIX BAPbUPYIOT M HE CBSI3aHbI C YUCIIOM ILJI0JIOIMCTUKOB, 00pa3yroimux rutereit (puc. 158,
r).

B nBerkax N. pumila jonactu ruHeniess M3Ha4aaIbHO CTOJIb %K ¢1a00 BhIPAKEHBI, KaK U B I[BETKAX
N. lutea (puc. 10r, 1), HO CTAHOBSTCS XOPOIIO 3aMETHBIMHM B XOJIC MOCJEIYIOMIETO POCTa THHEIES.
Pacrymue nomacTu ruHenes OKa3bIBalOT 3aMETHOE JaBJieHHE Ha OniKailline K HUM ThluMHKHA. Ha
MO3JHUX CTAAUAX Pa3BUTHS IBETKAa BUIHO, YTO IBUIBHUKH COOTBETCTBYIOIIHUX TBHIYMHOK HEPEIKO
MOBEPHYTHl WM HM30THYTHI (puc. 17B). Ha paHHUX CTagusxX pa3BUTHs IUIOJOJUCTUKUA SBIISIFOTCSI
CPOCHIMMHUCS APYT C APYroM IO BCEH JJIMHE; HAa TO3JHUX K€ CTAIUIX UX JUCTAIbHBIE YAaCTH OOBIYHO
OKa3bIBAIOTCS CBOOOJHBIMH, XOTS U PACHOJIOKEHBI BIUIOTHYIOAPYr K Apyry. Mexay cocenHUMHU
IUTOIOJUCTUKAMU BHHBI y3kue O0opo3aku (puc. 17 a — B, a). HekoTopble U3 OMMCAHHBIX OOPO3I0K
SIBJISFOTCSI HETIOJIHBIMHM U MCYE3al0T B nepudepuyeckoil yacTu ruHeres (Hampumep, 60po3aKu MEKIY

ImapaMy NOMCUYCHHBIX IINIOJOJIMCTUKOB Ha PUC. 17a— B, )I).
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3.4.  OO0mue 3aKOHOMEPHOCTH cTpoeHus: noderosbix cucrem Ceratophyllum

BereratuBHbIC JIMCTOBUJHBIC OPraHbl MPOU3BOAAT BICUATICHUC PACIIOJIOKCHHBIX MYTOBKaMU
(puc. 20), ogHako TpU ACTAIBHOM PACCMOTPEHHHM PaHHUX CTaJWd Pa3BUTHUS MOOEra CTaHOBHUTCS
IIOHATHO, YTO B KaXAOM Y3JIC HMMCIOTCA «HACTOAIIHEC) JIMCTOBBLIC INIACTHMHKH JIBYX CYIIPOTHUBHBIX
JJUCTBEB, a IIO 0okaM OT Ka)KHOﬁ N3 HUX — HCCKOJIbKO AONOJHHUTCIBHBIX JUCTOBUAHBIX OPraHoOB,
KOTOPBIC MOYKHO HHTEPIIPETUPOBATH KaK BEPOSTHBIN PE3yJIbTaT MPeoOpa30BaHus MIPUIMCTHUKOB. bosee

MOIPOOHO BOMIPOCH TOMOJIOTHU YacTe JrcTa OyayT paCCMOTPEHBI B OJTHOM U3 CIICAYIOIIUX pa3/ieiax.

Puc. 20. ®parment mnoberoBoit cuctembl C. demersum. 50 — JUCTOBUAHBIN Opran
MPENOJI0KUTENBHO MPUINCTHUKOBOM NPHUPOJBI; JI0* - JUCTOBUIHBIA OpraH, MPeAroJIOKUTENBEHO
MPECTABIAIOMNNA co00M JTUCTOBYIO MJIACTUHKY; I'Tl — IJIaBHBINA MoOer; On — BereTaTuBHBbIA OOKOBOM

no0er; Mpe — My>KCKasi pepOoAyKTHUBHAs €AMHULIA.
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CraHOBNIEHHE OIMMCAHHON 3aKOHOMEPHOCTH HaM YIAJIOCh YETKO HaOJII0[aTh Ha IpUMeEpe
pasButusi mobera y 3apoapima C. submersum (puc. 21). Kak w y 3apojplimeil Jpyrux BHIOB
POTOJIMCTHUKA, 3aPOABIIIEBBI KOPEUIOK y HEr0 OTCYTCTBYET M KOPHEBOM MOJIIOC OKaHYHUBACTCS CIIETIO
(puc. 21a). IlepBblit y3en 3apoabiiia 00pa30BaH JBYMs MACCHBHBIMHU CeMsIOJIIMH. [104TH Ha ypoBHE
OTXOXKJICHHUS CEeMs/I0NIeH, HO B IUIOCKOCTH, TEPIEHAMKYISIPHOW TOH, KOTOpas MPOXOAUT dYepe3
CeMsIJIONIM, PACIONIaraloTCsl Ba (PUIUIOMAa MEHBIIETO pa3Mepa, KOTOpble Mbl MHTEPIIPETHPYEM Kak
JUCThS BTOPOTO y3J7Ia. DTH JIMCTBS, KaK M CEMSIOJH, JIMIICHBI MPUIMCTHUKOB, KOTOPbIE MUMEIOTCS Y
JMCTHEB BCEX OCTAJIBHBIX Y3JI0B pacTeHus. [Ipennonaoxenne o ToM, 4To TaHHbIE (PUILTOMBI SIBJISIOTCS HA
CaMoM JIeJie CPOCIIMMHUCS TOTIApHO MPWIIMCTHUKAMH CEMSIONIEH, MBI OTBepraeM Ha OCHOBaHHH TOTO,
YTO JIMCTHSI CICIYIOUIeH Maphl (TPEThEH — COTJIACHO HAaIlleil MHTePIIPETAIIH) PAacoIaraloTCs Ha OTHUX
panmycax ¢ CeMsIIONISIMU, a He YePeyIOTCS C HUMU, TO €CTh HE MOTYT SIBJISITBCS IUCTBSIMU BTOPOTO y3J1a.
B kaxom y3ne, HauMHas ¢ TPETHEro, MPUCYTCTBYET LIECTh OpraHoB (puc. 210, B), KOTOpbIE MOKHO
WHTEPIPETUPOBATh KaK JBa JIUCTA, KKIBIA W3 KOTOPHIX MMEET IUIACTHHKY M JIBa MPHIMCTHUKA,
CXOIHBIX C TUIACTHHKOH 1o (opme U pasmepy. DPHIUTOTAKCHC TPH STOM OKAa3bIBAETCS HAKPECT
CYIpOTHBHBIM. B caMoM BepxHEM y3jie 3apoJbllia BHIHO, YTO JIUCTOBAsS TUIACTHHKA W TPUIMCTHUKH
3aKJIa/IBIBAOTCS €AMHBIM mpuMopaueM (puc. 216). Ha uyts Gosiee mo3aHel cTaguu 3TOT IPUMOPIUi
CTAaHOBUTCS TPEXJIOMACTHRIM. UHCIIO MPUITUCTHUKOB Y Ka)KJIOTO U3 JIMCTHEB B X0JI€ OHTOT€HE3a MOKET
YBEJIMYUBATLCA M MPEBBIIIATh ABa. B Tex ciydasx, Korna HET HEOOXOAWMOCTH pa3inyaTh CXOJHBIE
MEXAy cOOOH JIMCTOBYIO IUIACTUHKY U NPUIMCTHHUKH, LEIecO00pa3HO YHOTpeOIsaTh TEpPMUH
«JTUCTOBHJIHBIN Oopran». Pa3BuThie TMCTOBUIHBIE OPraHbl 10 YETHIPEX pa3 JUXOTOMUYECKH PaccedeHbl
Ha JIMHEHHBIE CETMEHThI, KaXJbli W3 KOTOPBIX OKAHYMBACTCS AMUKAJIBHOM CIU3EBBIICIAIOMEH
xene3koi (puc. 22a, 6). Hamuune Ha KOHIAX Beex (DMIIOMOB TaKHX KEJIC30K SIBIIICTCS XapaKTePHOH
ocobeHHOCTRIO TIpencTaButeneit poga Ceratophyllum. Oxu nprcyTCTBYIOT Ha KOHIIAX JHCTOBHIHBIX
MPUIATKOB OOEPTKU, OKPYKAIOIIEH PErnpoayKTUBHBIC €AUMHUIBI (CM. HUXKE, PUC. 2211, €), a TaKkKe
3aMETHbl Ha PaHHUX CTaaUSAX Pa3BUTUS JIBYPOTHX THIYMHOK B UX BepxHeW yacTtu (puc. 22B). [lpu
M3y4YCHUH Pa3BUTHSI IBeTKa y mpencraButeneii Ceratophyllum mer, kak u paree A. lwamoto et al. (2003,

2015), HabGnromany HaJIMYKe >KeJIe3UCTBIX BBIPOCTOB THHEIEs, O 4eM OyzeT moapoOHee CKa3aHO HIKE.
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Puc. 21. 3apomeimn C. submersum (COM). a. Buag cOoky, CHH3Y pacrojaraercst Cierno

OKaH‘II/IBaIOH_[I/II‘/’ICSI KOpHCBOﬁ IIOJIFOC 3apOoblliia. 0. Bun Ha NOYCUYKY, CTaHOBJICHHUC (bPIJIJ'IOTaKCI/Ica
rmoOera. B. Bung CBEpXY. CA-CEMANO0JIH; KII — KOpHeBOﬁ TOJIIOC; JT — JIMCTh NEPBOTO HAACCMAAOJIBHOTO
y3J1a; JIO — JIMCTOBUAHBIC OpraHbl ITPEATIOJIOKUTCIIBHO HpHHHCTHHKOBOfI IpUPOABI; no* - JIMCTOBUAHBIC
Oopranbl, IPCAIOJIOKKUTEIBHO TPCACTABIAIONINC c000M JIMCTOBBIC IJIACTUHKUA. MaciTaOHBIN OTPE30K

pasen 100 MxMm.
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Puc. 22. Jlucrosuansie opransl C. tanaiticum (COM). a. J[Ba MOJIOABIX JTUCTOBHAHBIX OpraHa,

Ha 9TOM CTaJIuU UX PA3BUTHSI alIMKAIBbHBIE KEJIE3KH €I11€ HE BBIICNAIOT ClI3b. 0. CerMeHt JUCTOBUIHOTO
opraHa ¢ anuKajdbHOW >KeJIe3KOH, BBIICISIONICH CIu3b. B. 3a4aTOK BEreTaTHBHOTO OOKOBOro mobera
(0OTMEUEH «3BE3JI0YKOW»), PACIOJOXKEHHBIA 0], MYXCKOW PENpPOJAYKTUBHOW CIUHHICH |
OCTaHOBMBUICHCS B pa3BUTHUM Ha paHHEW CTaguM. 3aMETHbl JIBa JIATEPAJIbHO PACIHOJIOKEHHBIX
npoduna. r. 3adatok OokoBoro mobera ¢ AByMs mnpoduiiaMH, KaKIbld M3 KOTOPBIX HECET
anMKaIbHYIO JKeJIe3KY. /., €. Y3€ell I1aBHOTo 1nmodera, HECYIIHi CeMb Pa3BUTHIX JTHUCTOBUIHBIX OPTaHOB
U KEHCKYI0 PENpOAYKTUBHYIO €AMHMIY. Y JMCTOBUIHBIX OPraHOB BUJHBI TOJBKO IMPOKCHMAaJIbHbIE
Y4acCTKU (70 TMEPBOTO Pa3BETBJICHUS). YYACTOK INIABHOTO IMobOera anmvKalibHEe JaHHOTO y3Jia yaajieH.
Bce nucroBuaHble OpraHbl 0a3allbHBIMH YYaCTKaMU COEIUHEHBI MEXIY COOOH. J0 — MUCTAIIbHBIN
BBIPOCT THHEIes; JIMO — JHCTOBUIHBIA MPUAATOK OOEPTKU; JIO — JHUCTOBUAHBIA OpraH; CxX —

CIIM3CBBIACAIONIAA XKEIJIC3Ka, 3 — 3aBA3b, T4 — ThIYMHKA. MacmrraGHbIi OTPEC30K paBCH 100 MKwMm.
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[To6eru Ceratophyllum dbopmupytoT 60KOBbIE OCH JIBYX THIIOB: BereTaTHBHbIC OOKOBBIC MOOSTH
U PENpOAYKTUBHBIC EIMHHIIBI, KOTOPHIE MOTYT OBITh MYXCKUMHU JTHUOO IKEHCKUMHU. MyXKCKHe
penpoaykruBHbie equauibl Ceratophyllum npencrasnstor coboii coOpaHus U3 HECKOJIBKUX WA OUCHb
MHOTHX CHJITYHX JIBYPOTHX Ha BEPXYIIKE THIYMHOK, OKPYKEHHBIX 00€PTKOM — MYTOBKOM JIMCTOBUIHBIX
npugatkoB (puc. 23r). KeHckue pernpoayKTHBHBIE €IUHHIIBI COCTOSIT U3 €AWHCTBEHHOTO TIECTHKA U
OKpyKaroiei ero ooeptku (puc. 22 1, ). BeretaruBHbie 00KOBBIC TOOETH (JIAJIBIIIE MBI Oy/IeM Ha3bIBATh
UX TaKXKe MpOCTO «OOKOBbIE mOOeru») (GopMHpYIOTCS, Kak MpaBUIO, B IMa3yXax OTIEIbHbBIX
JIUCTOBUIHBIX OPraHOB, MHTEPIPETUPYEMBIX KaK JUCTOBBIC IJIACTUHKH, 3aHUMAas B HUX MEIUaHHOE
MOJIOYKEHHE (3TO BUHO HA MOJIOJIBIX Y4aCcTKaX MMoOeroB, Harp., puc. 24a). B kax oM y3ie, Kak MpaBHJIo,
pa3BHUBaeTCsl TOJIbKO OJWH OOKOBOW MOOEr, 0JHaKO HaM yJanoch HAONIOAATh Cllydyaud HaJUu4us ABYX
OOKOBBIX BETOUCK B HEKOTOPBIX y3lax moderos C. submersum. PenpoyKTHBHbIC €MHUIIBI, B OTIINYNC
OT BEreTaTUBHBIX OOKOBBIX BETOUEK, PACIOjaraloTcsi Ha paJnycax MeXIy JUCTOBUIHBIMU OpraHaMHy,

MPOM3BO/Is BIICUaTJICHNE BHENA3YIIHBIX (puc. 24).



Puc. 23. C. submersum: pacmoJio’keHrne OpraHoB BOJIH3H arekca nodera U CTPOCHUE MYKCKUX

penponyktuBHbIX enunul (COM). a., 6. Bepxymika modera. B. Myxckasi pernpoyKTUBHAsI SIHHUILIA,
JUCTOBU/IHbIE TPUAATKA OOEPTKHM M HECKOJbKO THIYMHOK yJaleHbl. I., A. Jpyras Myxckas
PenpoyKTUBHAs €AMHUIIA, TUCTOBHUIHBIE IPUAATKA 0OEPTKU C OJHON CTOPOHBI U HECKOJIbKO THIUMHOK
ynanensl. r. O6mwmit Bua. a. LleHTpanbHas 4acTh penpoAyKTHBHON €AMHUIIBI, BUAHBI THIYMHKU Ha

PAa3HbIX CTAAUAX PA3BUTHUA. 10 — JHUCTaIbHBIN BBIPOCT T'MHELICA, JIIIO — JIMCTOBUIHBIN IpHUaaToOK O6epTKI/I
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KEHCKOH PpENnpOAYKTHMBHOW EAMHUIIBI; JIO* — JIMCTOBUJHBIM TNPUAATOK OOEPTKH MYKCKOMH
PEeNpPONYKTUBHOM €IUHHIBI, MpE — MYKCKas peNnpoayKTHBHAs EAMHUIA; JKpPe — IKEHCKas
PeNpoyKTUBHAS €AMHUIIA; PE — PEIPOIYKTUBHASL €AMHUIIA, TI0JI KOTOPOH HEU3BECTEH; OT — OTBEPCTHE
TUHETIes]; 3 — 3aBsi3b; T4 — THIYMHKA; O — BereTaTUBHBIA 00k0BO mober. [{udper Ha opranax mobera
03HAYAIOT HOMEpa Y3JIOB, K KOTOPBIM NpHHAIekAT opraHbl. [ludpamu 6e3 OykB 0003HAUCHBI

JMCTOBUIHBIE Opranbl. MacmTaOHbIi oTpe3ok paBeH 100 mMkm.

Puc. 24. 3auatku opraHoB BOmm3m Bepxymrek moderos C. tanaiticum (CDM). a. 3auatox

MAa3yIIHOTO BEreTaTUBHOTO robera B y3je 3 1 3a4aTOK BHEMA3YIIHON PenpoAyKTUBHOM €IMHUIIBI B y3J1€
4 Ha TOM e opTrocTuxe. 0. Y4acTok modera ¢ pernpoayKTUBHBIMH €IMHUIIAMH B KaXXJIOM y3Jie. B y3max
1 — 3 penpoAyKTUBHBIE €AUHUIBI HAXOATCS HAa OYeHb PAHHHUX CTaJUAX Pa3BUTHS, UX MOJ HEM3BECTEH.
PenponykTuBHble €AMHULIBI B y371ax 4 U 5 SBISIOTCS JKEHCKMMHM W COCTOAT M3 3a4aTKa IECTHKa,
OKPY>KEHHOT'O JIUCTOBUIHBIMU MpUIaTKaMu 00epTKU. Pa3BuTue pernpoyKTUBHBIX €UHUI] HE SBIISETCS
aKpoIieTajlbHbIM: PENPOAYKTUBHAS €AMHUIIA B y3Jie 3 UMEET MEHBUIMM pa3Mep, UeM penpoayKTUBHbIE
enuHULBI B y3max 1 u 2. B y3nme 4 ogHa W3 pENpoOIyKTUBHBIX €IUHUI] MO pa3Mepy Oosblie
PENpPOAYKTUBHON €TUHUIIBI Y3714 5, a Ipyras — MEHbIIIe Hee. JINO — JUCTOBUIHBIA MPUAATOK 00EPTKH;
Kpe — JKEHCKasi penpoIyKTUBHAS €AMHUIIA; P€ — PEPOAYKTUBHAS €IMHULIA, 10 KOTOPOIl HEU3BECTEH;
Om — BeretaTUBHBINA O0KOBOM mober. L{udpsl Ha opranax modera 03Ha4arOT HOMEpA y3JI0B, K KOTOPBHIM
npuHaiexkar opranusl. [{udpamu 6e3 OykB 0003HAYEHBI TMCTOBUAHBIE OpraHbl. 3B€30UYKONH OTMEUYEH

JMCTOBU/IHBIM OpraH, MPOTUBOJEKAIINNA 00KOBOM BeTouke. MaciTaOHbIN 0Tpe3ok paBeH 30 MKM.
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BokoBble mobOern M OOJBIIMHCTBO PENPOIYKTUBHBIX EAMHUI] MPUYPOUCHBI K HECKOJIBKAM
oproctuxaMm (ux ObIiBaeT He Oojee 4), MpUYeM OCH JIBYX THIIOB YEPEIYIOTCS MEXIy COOOH KakK BIOJb
OPTOCTHUXH, TaK U MEXKIY COCEAHMMM OPTOCTHMXaMU Ha YPOBHE y3i1a (€CIM Ha OJHON OpPTOCTHXE B
JAHHOM Y3JI€ pacrojoKeH OOKOBOI MOOer, TO Ha COCEAHEH, €CIM B 3TOM y3Jie Ha He MPHUCYTCTBYET
OOKOBOM OpraH, 3TO OyIeT penpoayKTHBHAs eauHuila, (puc. 23a, 246, 25). Ha nonepeyHoM cedeHUU
cTe0JIsl panyChl COCEHUX OPTOCTUX PACTIONIOKEHBI IO YIiIoM, Osm3kuM K 90°, mpyr k apyry (puc. 23a,
246). Jluct u dopmupyroliascs B €ro ma3yxe BeretaTHMBHas I0YKa 3aKJIaJbIBAIOTCS CIUHBIM
npumopaueM (puc. 29a). Bee wi GOJBIIMHCTBO KEHCKHX PEIPOAYKTUBHBIX €IUHHIL OTIPE/ICIICHHOTO
ydacTka mnoOera, Kak MHpaBWJIO, CIPYNIHMPOBAaHbl HA OJHOM OPTOCTHUXE, KOTOPYI0 MOXHO Ha3BaTh
«Benylen» Ui JaHHOW YacTH rnodera poroauctHuka. Ha npoTspkeHnn nodera penb BeAyIied MOKET
MEPEXOJUTh OT OJHOW opTocTHXU K Apyroi. Y C. tanaiticum Mbl OOHapyKuiIH Mmobder ¢ AByMs
BEIYLIUMHU OPTOCTUXAaMU (CM. HIXKE), a TAKXKE YJaCTOK 110Oera, Ha KOTOPOM >KEHCKHE PENpPOTYKTUBHBIE
€IMHULIBI pacTojaraiich Ha TPEX OPTOCTUXAX, IPUUEM JIBE U3 STHX KEHCKHUX PENPOAYKTUBHBIX €IUHHULL
MPHUHAIICKATH OJHOMY M ToMmy e y3my (puc. 246). B mpenmenax Beayiieil OPTOCTHXH KEHCKHE
PENpPOIYKTUBHBIE EIUHUIIBI YepenyloTcs ¢ OOKOBBIMU BETOUYKAaMH, a TAaKXK€ 3Ta OPTOCTUXA MOXKET

BKJIFOUATh B Ce0s1 MY)KCKHE PEIPOTyKTUBHBIC eIHHUIIBI (pHC. 28B).
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Puc. 25. O600uieHHbIe AUarpaMMbI-pPa3BEPTKH PACIIONOKEHHS OOKOBBIX CTPYKTYp Ha mobderax
Ceratophyllum B COOTBETCTBHM C HAaKpeCT-CyNMPOTHBHOW WHTEPIpETAllMeH (PHIUIOTAKCHCa.  a.
JlmarpamMmma, Ha KOTOPOW OOKOBBIE CTPYKTYPHI MPHCYTCTBYIOT BO BCEX MOTEHIMATBHO BO3MOXKHBIX
MO3HUIMSX (HarpaMma «oo1ero miana» crpoerus moderos Ceratophyllum). bokoBbie ocu IByX THIIOB
BereTaTUBHBIC OOKOBBIE TOOETH U PEIIPOTYKTUBHBIC €IMHHIIBI) 00Pa3yIOT YETHIPE OPTOCTUXH Ha IoOeTe.
0. /lnarpamma pacrosioxxenust 60koBsix cTpykTyp Ceratophyllum B cooTBeTcTBHE C «OOIUM TTITAHOMY,
HO OOKOBBIE CTPYKTYPBI 00pa3ylOT TOJIBKO JIBE OPTOCTUXU M3 YETHIPEX MOTCHIMAIFHO BO3MOYKHBIX.
OnMHAKOBBIMU OTTEHKAMH 3€JICHOTO TOKa3aHbI JIMCTOBUIHBIE OPTaHbI, COOTBETCTBYIOIINE JIUCTHSIM,
MPUHAIIISKAIINM OJTHOH M TOH e opTocTuxe. bempiMu 3Be3/109KaMu O TMEUEHBI JINCTOBUHBIE OPTaHBbI,
MHTEPIPETHUPYEMbIC KaK JIMCTOBBIE TUNIACTHHKH. OpaH)XeBbIe TPEYTOJIbHUKH — )KCHCKUE JTHO0 MYXCKHE

penpoayKTUBHBIC enuHUIIBI. CHHUE 3BE3/Ibl — BET€TaTUBHBIC OOKOBBIC TIOOETH.



Puc. 26. Pacmonoxenue opranax Ha OokoBbIX moOerax C. submersum (COM). a. 3agarox
060koBOrO molera ¢ 3aJOXKUBHIMMHCS MPUMOPAMSIMH IEPBBIX JABYX Y3JI0B. 3a4aTKU JHCTOBUIHBIX
OpraHOB MOYXHO HHTEpPIPETHPOBATh KaK COOTBETCTBYIOLIME HAKPECT-CYNPOTUBHO PACHOJIOKEHHBIM
JUCTBSAM, KaXKIbIH U3 KOTOPBIX MUMEET Mapy MPHJINCTHUKOB, MOP(POJOTHUYECKH CXOAHBIX C JHCTOBOM
mIacTUHKOU. 0. BokoBOi mo0Oer ¢ 3aj0KUBIIMMHUCS OPTraHaMH TpeX NepBbIX y3ioB. [lo Hamei
UHTEpPIpEeTAlK, KaXKIbli JINCT JAaHHOTO MoOera COCTOMT U3 JIMCTOBOM IUIACTUHKM M YeThIpeX
JUCTOBUJIHBIX TPUIATKOB, BEPOSTHO, NPUIUCTHUKOBOW NPUPOIBI. JIO — JIMCTOBUAHBIN OpraH
MPENIOJIOKUTEIFHO MPUIMCTHUKOBON MHPUPOJIBI, JIO* - JIMCTOBUAHBIM OpraH, MpearnoyoKUTEIbHO
MPEACTABIISIIONIMNA COOOW JIMCTOBYIO IUTACTHMHKY; ON — BereTaTWBHBIM OOKOBO#M mober; Om* —
BEreTaTUBHBIA OOKOBOW MOOETr CIENYIOIIETO MOPSAIKA; Mpe — MY)KCKas pPEelpoIyKTHBHAs €IUHHIIA.

Macmtabnblil 0Tpe30k paBeH 100 MkMm.

B y3nmax msydyennsix Hamu moberos Ceratophyllum pacrnosaraigocs ot 8 10 12 MHCTOBUAHBIX
OpraHoB, NPUYEM HUX YHUCIO B COCEIHMX y3JaX HEPEIKO pPa3Indayioch. ECiM 4YUCIO JIMCTOBUAHBIX
OpPraHOB B COCEJHHUX Y3JaX OJMHAKOBO, TO OHM PACIOJIAraloTCs Ha Yepeayroluxcs Mexay coOoi
panuycax. Takxke JOBOJBHO YacTO BCTPEUAIOTCS Y3JIbl C TAKUM PaCIIOIOKEHHEM JIMCTOBUIHBIX OPI'aHOB,
YTO Yroj MeXAy OJHOW M3 map CMEXHBIX (MIJIOMOB CYIECTBEHHO IPEBBIIIACT YIJIbI MEXIY BCEMHU
OCTallbHBIMU MapaMu. VIHBIMU ClOBaMH, MEXAY 3THUMM JABYMs JIMCTOBHJIHBIMH OpraHaMH HMeEeTCs
JIOBOJIBHO IIMPOKUHM 3a30p, Kak OyATO B 3TOM CEKTOPE «IPOIYILIEHbI» OJUH HIU JBa JUCTOBUIHBIX
opraHa (o01ee YMcIIO JUCTOBUAHBIX OPraHOB B TaKOM y3je Ha 1-2 MeHble, YeM HMX YUCIO HX B
npeasIayieM ysie). Takue «3a30pbD» pacroiaraloTcsl Ha OJHOM PaJyce C HECYILIUM B CBOEH IMazyxe
OOKOBO#M MmoOer JucToM mperpiayiiero ysia (puc. 27a). Kak npaBuiio, KaKablii YeTBEpPTHIA y3el
OpPTOCTHXH MMEET TaKOil HeoObIYHO OOJBIION 3a30p MEXy HMapoil JUCTOBHIHBIX OpraHoB (puc. 28a:

y3iel 3, 7; puc. 286: y3mbI 1, 5; puc. 28r: y3isr 1, 5).
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Puc. 27. a., 6. Bepxymika no6era C. submersum ¢ 60kOBbIMH OpraHaMH, CTPYIITHPOBAHHBIMH B

TPHU OPTOCTHXH, B IBYX pakypcax (COM). B y3nax 2 u 3,6 u 7, 10 u 11 GokoBbIe OpraHbl (BereTaTUBHbIC
nobere WM PernpoayKTUBHBIC CAMHUIIBI) OTCYTCTBYIOT. 3BE30YKON HA a. OTMEYCH «3a30p» MEKIY
IBYMSI JIMCTOBUIHBIMH OpraHaMH, KOTOPBIM pAacCIOJOXEH Ha paauyce BereTaTUBHOTO TobOera
HIDKEJIeXKAIIero y3ia (3ToT 00KOBO# moler yhalieH). JIo — JUCTOBUIHBIA MPUAATOK OOEPTKH; Kpe —
KEHCKasl PETIPOIYKTUBHAS CIUHHIIA; MPE — MY)KCKasl pEeIPOIYKTUBHAS €IMHUIIA; PE — PENPOTYKTHBHAS
€IMHUIIA HEM3BECTHOTO TI0Ja; T4 — THIYMHKA, OI — BEreTaTUBHBIA OOKOBOW moOer. MacmTaOHbIH

oTpe3ok paBeH 100 MkwM.

MakcumanbpHOe 00111ee Yucio OOKOBBIX OCel B OJHOM Y3JIe, KOTOPOE HaM yajioCch HaOI0aaTh
— Tpu. [lo HaIMIMM JaHHBIM, B OJJHOM Y3JI€ MOKET HaXOIUThCS HE 0oJiee ABYX PEeNPOAYKTHBHBIX €IMHHUII
1 He OoJiee IBYX BereTaTUBHBIX M00eroB. TakuM 00pa3om, B ClIydasX HAIMYUS TPeX OOKOBBIX CTPYKTYP
B oxHoM y3ie mobera Ceratophyllum, sto Moryt ObITh [BE PENPOIYKTHBHBIC €AMHUIIBI M OJMH
Ma3ylmHbli moder mubo 1Ba OOKOBBIX MOOEra M OJHA PEMpOAYKTHBHAs €AMHMIIA. B y3max ¢ JByMs
OOKOBBIMHU CTPYKTYpaMU OOBIYHO MPHUCYTCTBYET OJUH BEreTaTUBHBIN MOOET M OJHA PENPOAYKTHUBHAS
eAVMHUIA, MY)KCKasl UM KeHCKas. Eciu xe B y371e umeercs Julllb 0JJHa JIaTepaibHas 0Cb, TO, IO HAIIUM

JAHHBIM, 3TO JTUOO0 OOKOBOM TOOET, 100 JKEHCKask PEPOAYKTUBHAS €TUHUIIA.
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Puc. 28. JlnarpammbI-pa3BepTKH, MOKA3bIBAIOLIME PACHOJIOKEHHE OOKOBBIX CTPYKTYp Ha

noberax C. submersum. VY3mel mobera mpoHyMepoBaHbl B Oa3HIIETANIbHON IOCIEIOBATEIBHOCTH.
CtpenkaMy OTMEYEHbl YYAaCTKH HMCKPUBJIEHHS OPTOCTHX OOKOBBIX OpraHoB. [lyHKTupHas nuHUA
[IOKa3bIBA€T BOOOpaXKaeMyl0 TpaHMUILy MEXIYy JBYMs YacTSIMM OJHOrO Io0era, KOTOpblE «HE
COOTHOCSTCS» MEXIYy cO00HM MO pacroyoKeHHI0O OOKOBBIX CTPYKTYp. a., 0. YdacTku moOeroB c
HEOOJIBIIMMHM CMEUICHUAMHU OTICJIBHBIX OpPraHOB OPTOCTHXH. a. Y4acToK Mobera, Ha KOTOPOM
MIPOUCXOJIUT CMEHA «BeAyIleH» opTocTuxu (Mexnay y3namu 8 u 9). 0. Yuactok mobera ¢ 0JHOM
HEU3MEHHOHN BeIyIIeW OpPTOCTUXOM, MPENCTABICHHON XEHCKUMHU PENPONYKTUBHBIMHM E€IMHHULIAMHU U
OOKOBBIMU BETOUKAaMH. B. YUaCTOK Mobera ¢ paaukaabHbIM U3MEHEHHUEM IUIaHa CTPOEHUS. I. Y4YacTOK

no6era, OOKOBEIC CTPYKTYpPbI Ha KOTOPOM PACIIOJIOKEHBI TUITMYHO U B COOTBETCTBHHU C «O6IIII/IM IJIaHOM
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crpoenus» moberos Ceratophyllum, HO mpHCYTCTBYIOT HE BO BCEX MOTCHIHAIBLHO BO3MOXKHBIX

MO3ULUSAX. P. €. — PENPOAYKTUBHAS €AUHULIA.

3.5.  Ocob6ennocrn crpoennsi nmoderoBbix cucrem Ceratophyllum submersum. Ananus
AUarpamMm nooeros

Pacnionoxenne OOKOBBIX CTPYKTYp Ha ImoOerax JaHHOTO BH/A B IIEJIOM COOTBETCTBYET «OOIIEMY
IJIaHY CTPOCHUS», 3aKOHOMEPHOCTH KOTOPOTO OMKCAHBI BhINIE (PUC. 25), 0THAKO HE BO BCEX MO3UIIHIX,
1€ MOXKHO 0KHIaTh HAJIMuue OOKOBBIX OCEH, OHM IPUCYTCTBYIOT. Tak, Ha yyacTKe rmooera, AuarpaMmma
KOTOpPOTO TMOKa3aHa Ha pHc. 28r, OOKOBbIE OopraHbl (JOPMUPYIOT JIMIIL JBE BBIPAXKEHHbBIE, a TPEThs
«OPTOCTHXa» TPEJICTABJICHA JIMIIb OJHUM OPraHOM — MYXCKOW pPENpOAyKTUBHOW €IMHHULEH.
OprocTuxa, pacnojio’KeHHasl Ha JaHHOW JUTPaMMe CIIeBa, COCTAaBIIEHA PENPOTYKTUBHBIMH €TUHUIIAMHU
B HEUETHBIX y3/1aX U OOKOBBIMH IMOOETaMH B YETHBIX y3J1aX. HampoTuB, OpTOCTHXY, PACIIOIOKEHHYIO
CIipaBa, COCTABJIAIOT PCHPOAYKTUBHBIC CAUHHIILI B YCTHBIX Y3JIaX U OOKOBBLIE TOOETH — B HEUYETHBIX.
JlaHHast 3aKOHOMEPHOCTh COOTBETCTBYET «00IIeMy TuiaHy ctpoeHus» nodera Ceratophyllum, kotopsrii
OTpakaeT OTMEUYCHHOE paHee YepeoBaHNEe MEXy cO00i OOKOBBIX CTPYKTYP B Ipe/esiaX OJTHOTO y37a.
XapaKTepHo, 4TO NPUYPOUCHHOCTH BETCTATUBHBIX HJIM I'CHCPATUBHBIX OOKOBBIX OCEH K YETHBIM WIIA
HEYETHBIM TIO3UIUSM Ha OPTOCTHXE (AEJICHHE Ha KOTOPHIE, Pa3yMeeTcsi, OTHOCUTEIILHO U 3aBHCHT OT
TOr0, KaKOW y3€Jl YCIIOBHO MPUHUMAETCS 32 HA4aJ0 OTCUETa) COXPAHSETCs Jake MOCIIe «IIPOIyCKa» B
y3JIe OpraHa Ha OJTHOM opTocTuxe (y3ibl 7 U 8) uiam o0eux oproctuxax (y3isl 4, 5).

OTKIIOHCHHS OT MICATLHOTO «00IIero miana» (puc. 25) aus peanbHbix moderos C. submersum
MOTYT OBITH 0OJIeEe HJIM MEHEe CylecTBeHHbIMU. Ha prucynkax 28a, 6 moka3aHbl [uarpaMmbl MOOETOB C
HEOOJIBIIMMH OTKJIOHCHHUSIMH OT «UjeajbHOM quarpammbly nobdero Ceratophyllum, mist xoTopsix
HaOroaeTcsi HeOONbIIOE HMCKPUBJIEHHE OPTOCTUX BCIIEACTBME HEPABHOIO YMCIA JIMCTOBUIHBIX
OpraHoB B COCEHMX y3iax. Jluarpamma oOHapyXeHHOr0O HaMU HEOOBIYHOTO Nolera ¢ pajuKaibHbIM
M3MEHEHHEM IIJIaHa CTPOSHHUS B X0J1e OTHOIeHe3a II0Ka3aHa Ha puc. 28B. JlaHHbIH moGer MO>KHO YCIIOBHO
paccMaTpuBaTh Kak COCTOSIUI U3 IByX (parMEeHTOB, pa3eieHHbIX KOCOH JIMHUEH, yUaCTKU CBEPXY U
CHM3Y OT KOTOPOH COOTBETCTBYIOT «OOLIEMY IJIaHy CTPOCHHUSA», HO «HE COYETAIOTCS» MEXIY COOOM.
Tak, Ha opTocTHXE, NPOXOJAlIed Ha PUCYHKE clieBa, BEreTaTHUBHbIC MOOErH 3aHMMAIOT HEYETHbIE
no3uLMH (B y31ax 1 u 7) cBepxy OT YCIIOBHOM KOCOM JIMHUU U YETHYIO NMO3ULMIO (B y3i1e 10) cHU3Y OT
KOCOM JINHUU.

Kak oTMedeHo Bbllle, BCe pENPOAYKTHBHBIE €IMHUIBI Ha HW3YyYEHHbIX HaMHu Mmoberax
C. submersum pacrmonaraiich Ha pauycax MEXIy JIHCTOBUIHBIMH OpraHaMu, a OOJBLUIMHCTBO
OOKOBBIX MOOEroB — Ha pajauycax JIMCTOBUIHBIX OpraHoB (B MaszyxaxX JUCTbeB). OJHAKO MBI
OOHApyX WM HECKOJbKO OOKOBBIX BETOYEK, KOTOPbIE HAXOIWIUCh, MOJOOHO pPENpOAyKTHBHBIM

eIMHUIIAM, Ha paJinycax MeX/ly JUCTOBUIHBIMU opraHaMmu (puc. 280, y3en 5; puc. 28T, y37bl 2 U 6).
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3.6. OcoGennoctn crpoeHusi moderoBoix cucrem Ceratophyllum  submersum.
®opMupOBaHe OPraHOB Ha ameKce nodera

Bepxyiika nmobera aCHMMETPUYHO HM30THYTa B OJHY CTOpOoHY (puc. 23a, 27, 29), a UMEHHO K
MOBEPXHOCTH BOABI. Ha CHMMKax Bepxylek NoOeroB BHIHO CTAHOBJICHHE BEAYIIEH OPTOCTHXH,
IIpE/ICTaBICHHON YepeNyIOIUMHUCS 3a4aTKaMu OOKOBBIX 1100€roB (OI1) U )KEHCKMMHU PENPOyKTUBHBIMU
emuHUIAMH (3Kpe). DTU OpraHbl B aKpOIETAbHOM HAIpPaBICHUU 00pa3yroT MOCIEI0BATEIBHOCTD: ...
xpe, 01, X, X, Kpe, 01, X, X, Kpe, 01, X, X ...., e X 0003HAYAET y3JIbI, B KOTOPBIX OOKOBBIE CTPYKTYPHI

OTCYTCTBYIOT, OIT — 3a4aTKaMH OOKOBBIX ITOOETOB, JKPE — KEHCKHE PETPOYKTUBHBIC €AMHUIIBI.

0.
|

e o

Puc. 29. PacnososkeHnne 3a4aTKOB OpraHoB BOIW3M Bepxymku modera C. submersum (COM).
JlBa pakypca mobera, y KOTOPOTO IOYTH Bce OOKOBBIC OpraHbl MPUHAIJICKAT OJHOW OPTOCTHXE, 32
UCKJTFOUEHHEM MY>KCKOH PerpoayKTHBHOW €MHHMIIBI, PACTIOJIOKEHHOHN B y3Jie 9 Ha IPOTHBOIIOJIOKHON
CTOpOHE Mobera u He Mmoka3aHHOW Ha ATux ¢dotorpadusx. B ysmax 3 u 4, 7 u 8, a Taxxke B y3ne 12
OOKOBBIE CTPYKTYpPhI OTCYTCTBYIOT. 3auaTok OokoBoro mobera B y3ie 11 cunbHO 3anmepkuBarecs B
pPa3BUTHH M CIIETKa CMEIICH OTHOCHTEIBHO OPTOCTUXH — BEPOSITHO, BCIEACTBUE MEXaHUYECKOTO
JIaBIICHUSI )KEHCKOW PEIPOAYKTHBHOW eMMHUIIBI Y372 10. )Kpe — )KeHCKasi penpoyKTUBHAs eIMHUIIA; OT
— OTBEpCTHE THUHELEes; 3 — 3aBsA3b; Pe — PEMPOAYKTUBHAS €IMHUIIA, MOJI KOTOPOW HEU3BECTEH; Om —
BereTaTUBHBIA O0KOBOM mooOer. [{udpsl 0003HaYaIOT HOMEpa Y3J10B, B KOTOPHIX PACHOJIOKEHBI T€ WIIN
WHBIE OpraHbl. 3adyaTKH, OTMEYEHHbIe Iudpamu 06e3 OyKB — JHMCTOBUAHBIE OpraHbl. MacuiTaOHBIHM

otpe3ok paseH 100 MxM.
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BokoBoii moOer, mpUHAIIEKANIMI BeIylled OPTOCTHXE, W JUCTOBUAHBIA OpraH, KOTOPBIH
MOXHO MHTEPHPETUPOBATh KaK IUIACTUHKY €ro KPOIOMIEro JIMCTa, 3aKJIaJbIBAIOTCS CIUHBIM
MPUMOPAMEM PaHbIIIE, YeM CTAHOBSTCS Pa3IMYMMBI 3a4aTKU OCTaJIbHBIX JINCTOBHUIHBIX OPTaHOB y3ia
(16m Ha puc. 23a, 0). Ha cTaguu, Koraa mpuMOpIuy JTUCTOBHIHBIX OPraHOB y3Jia Y)KE BOSHUKIIH, OOIINi
MPUMOPAMIA JINCTA C €ro Ta3ylIHbIM MOOEroM 3HAYMTEIHHO IPEBBIMACT MPUMOPINH OCTATHHBIX
JUCTOBHJIHBIX OPTAHOB 10 pa3Mmepy (cMm. y3en 4 Ha puc. 27, y3en 1 Ha puc. 29). [Ipu 3TOM JIMCTOBUIHBIC
OpraHbl, CMEXHBIE C OOKOBBIM IOOETOM, OKAa3bIBAIOTCA Oa3WIIETaJbHO CMEHIEHBI OTHOCHUTEIBHO
OCTaJILHBIX JIMCTOBUIHBIX OpraHoB y3ia. Cpeau BCeX JIMCTOBUIHBIX OPraHOB y3J1a CaMBIM TIOCIICTHUM
000Cc00JIIeTCS TOT, HA pauyce KOTOPOTO PACIIONIOkKEH OOKOBOM MOOET. DTO MOKHO HHTEPIPETUPOBATH
KaK paszzeneHue oOlero 3adyarka OOKOBOTro mobOera M IUIACTUHKU KpPOIOUIEro JHMCTa Ha 3a4aToOK
COOCTBEHHO TUTACTUHKH JIUCTA M 3a49aTOK noOera. [To-BUAMMOMY, B HEKOTOPBIX CITydasX 3TOT 3a4aTOK
TUTACTUHKH KPOFOIIETO JIKCTa He (POPMHUPYETCsI BOBCE, U €T0 IPOCTPAHCTBO 3aHUMAIOT HAXOISAIIHECS 110
0OKaM OT Ta3ylnIHOTO IMo0era CMEXHBIE JTUCTOBHIHBIC OPTraHbl, YTO MPUBOJHMT K PACIOJIOKECHHUIO
JaHHOTO OOKOBOTO Mobera Ha paauyce MEKIY JABYMS JIMCTOBHIHBIMH opraHamu (puc. 28r).
PenpotykTHBHBIC €TUHUIIGI, MPHHAUICKANIUES BEAYIICH OPTOCTHXE, 3aKJIABIBAIOTCS MPAKTHUECKU
OJIHOBPEMEHHO C JINCTOBHIHBIMU OpraHaMH COOTBETCTBYIOIIUX Y3JIOB W PACIOJIaraloTcs Ha pajnycax
Mexy HuMH (puc. 23a, 6). [Toqo6HO O0KOBBIM MMOOETaM, PENPOYKTUBHBIC CAMHUIIBI IEMOHCTPUPYIOT
orepexaroliee pa3BUTHE, U YK€ Ha pPACCTOSHUM JBYX IIJJAaCTOXPOHOB OT amekca nodera OHU
CYIIECTBEHHO MPEBBIMIAIOT JIMCTOBUIHBIE OpraHbl COTBETCTBYIOIIMX Y3J0B MO pasmepy. [Ipu stom
3a4aToOK OOKOBOTO MMOOeTa, MpUHAJISKAIINHA Y3IIY, CIISAYIOIIEMY 32 y3JIOM C )KeHCKOUW PenpoyKTHBHOM
eAVHUIIEH 10 HAMPABJICHUIO K BEpXYIIKke mobera (Iociaen0BaTeIbHOCTh «Kpe, O, X, X»,), 0 pa3Mepy
OKa3bIBAaCTCsI OOJIBbINE 3TOM PENMPOAYKTHBHON eauHHIbI (prc. 29a). JlanbHeliiee yBearnueHHE pa3sMepoB
YKCHCKHX PENPOTyKTUBHBIX €IUHHII 0OTOHSIET pOCT OOKOBBIX IIOOETOB U JTMCTOBHIHBIX OpraHoB (23a, 0,
27, 29), u y:xe Ha pacCTOAHUH 14-16 MIaCTOXPOHOB OT BEPXYIIKHU IMOOEra MECTHUKH TOTOBBI K OIBLICHUIO
(14xpe na puc. 2906).

Ha puc. 296 mokaszaH ciaydaii HEOOBIYHOTO PACIOJIOKEHHUS 3adaTka 00KOBO# BeToukH (1161m)
IpSIMO TIOJ YKEHCKON PEeNpOAYKTUBHOM enuHHMIeH (a HE Hal HEil) — TO €CTh B MO3MIUH, TJ¢ OOKOBbIC
nobern y C. submersum oObIYHO OTCYTCTBYIOT. DTOT 3a4aTOK OOKOBOrO MoOera MMeeT MEHBINUil
pa3Mep, yeM 3a4atok nmodera 90I, pacnoioKEHHBIN BbIIIe HA TOH YK€ OPTOCTUXE: CIEI0BATEIBHO, OH
mub0 oTcTaeT oT 90m B pa3BUTHH, TUOO BO3HUK MO3ke Hero. Takxke OokoBoil mober 116m crerka
CMEIIIEH JIaTepaibHO OTHOCUTENIBHO JPYTrUX YICHOB BEAYIIEW OpPTOCTUXHM, WU Ha HEM OPTOCTHUXA
CUCKPUBIISETCSI.

[TomumoO OOKOBBIX OCel, TPUYPOUYECHHBIX K BEAYyIIEeW OPTOCTUXE, OTICNIbHbIE BEreTaTHBHBIE
OOKOBBIE TOOErH, a TaKkKe MYXKCKHE PEMpPOAYKTUBHBIE EIWHUIIBI, BCTPEUAIOTCS M TOOJWHOYKE,

q)OpMI/Ipyﬂ HCIOJIHBIC OPTOCTHUXU, NHOT 1a TPCACTABJICHHLIC JIMIIIb HECCKOJIBKUMHU YJICHAMMU. B Tex y3jax,
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IJIe Ha BEAYIICH OPTOCTHUXE pacloyiaraeTcsi KpyImHbINA 3a4aToOK OOKOBOTO modera, ¢ 0JHOM UiH ¢ 00eux
CTOPOH OT HETO YacTO NMPUCYTCTBYIOT MY)KCKHE PENPOAYKTUBHBIE €IUHUIIBI, IPUHAJIEKALTUE, TAKUM
00pa3oM, HEMOJHBIM OPTOCTUXAM, CMEXKHBIM C BeAymie (cM. y3iel 5, 9 Ha puc. 23a, 0, y31sl 4, 8 Ha
puc. 27). 3ayaTtku penpoayKTHBHBIX eauHuIl] y C. SUDMErsum mnpesblaloT Mo pa3Mepy 3adaTKu
JIUCTOBUJIHBIX OPraHOB COOTBETCTBYIOUIUX Y3JIOB. 3a4aTKU PENPOIYKTUBHBIX €IMHUL, B OTIMYUE OT
3a4aTKOB OOKOBBIX MOOETOB, PACIOJIATAlOTCSl MPAKTHUYECKH HA OJHOM YPOBHE C JIMCTOBUIHBIMU
OpraHaMu y3jia, a He BbIIIC MX YpoBHs (4pe Ha puc.276). MyxKCKue pernpoayKTUBHBIC CIHMHHUIIBI
JOCTUTAIOT CTAJUU 3pPEJIOCTU Ha OOJbIIEM yIAJIEHHM OT arekca rnoodera, ueM jxeHckue. Jlaxe Ha Toi
CTaJluU Pa3BUTUS, KOTJIa HAPYKHbIE THIYMHKU PENPOIYKTUBHOW €IUHMIIBI yXKE CO3PEH, B €€ LIEHTpE
ele Kakoe-To BpeMsl MPOJIOJDKAIOT BO3SHUKATh HOBBIC BHYTpEHHHE ThIYMHKH (puc 23 B — n). B y3nax,
I7Ie UMEETCs PEeNpOAyKTHUBHAS €IUMHUIIA, PUHAISKAIAs BEAYyIIel OpTOCTUXe, KaK MPaBUIIO, TaKKe
MPUCYTCTBYET OOKOBOM MOOEr, SBISIIOIIMICS YJIEHOM OPTOCTUXH, CMEXKHOW C BeaylleW, Jnbo aBa
OOKOBBIX MOOeTra, MPUHAISKAIKUX IBYM CMEXHBIM C BeIyIlel opTocTrxaM (cM. y3ibl 6 u 10 Ha puc.
23a, ysen 5 mHa puc. 27). 3auaTku OOKOBBIX MMOOETrOB, MPHUHAIICKAIINE BEAyIled OPTOCTHXE,
CYIIECTBEHHO OIEPEKa0T B Pa3BUTUH MTPOYHE 3a4aTKU OOKOBBIX TOOErOB COOTBETCTBYIOMIMNX Yy3710B. Ha
auarpamMmax Je(QUHUTHBHBIX M00eroB (puc. 28) pacnojio’keHue OOKOBBIX CTPYKTYP BBITJISAUT

HECKOJILKO MEHEE YITOPSI0UYCHHBIM, YeM Ha (OTO PaHHUX CTaui pa3BuTHs mobderos (puc. 23, 27, 29).

3.7.  OcobGennoctu crpoenussi moderoBbix cucrem Ceratophyllum  submersum.
CraHoBiieHne GpU/LUI0TAKCHCA DOKOBBIX M00Er0B

[lepBrie mucThst 60KOBOTO Mobera — MpoUILIBI — pacrojaraloTcs B TPaHCBEP3aIbHbBIX MTO3UIIMSIX.
B nepBom y3ie 60koBoro nodera, KOTOpbI MOKa3aH Ha puc. 26a, UMEETCs IECTh OPraHOB, KOTOPHIE
MO>KHO MHTEpPIPETUPOBATh KaK JBE JIMCTOBBIE MJIACTUHKU, PACIOJIOKEHHbIE APYr HAMPOTHB ApYra, U
YeThIpe MPUJINCTHHUKA, 110 JIBa OT KaXKA0ro jucta. Opransl BO BTOPOM Y3Ji€ 3TOTO No0era pacioioKeHbl
HAKpECT-CYMPOTUBHO IO OTHOILIEHUIO K OpraHaMm MepBoro ysia. [lmacTuHka jimcTa BTOPOTO y3ia
MIPEBBIIIACT M0 pa3Mepy ABa ero mpuiaucTHuka. Ha pucynke puc. 260 npeacraBieH O0KOBOi Mo0Oer, B
MIEPBOM y3JIe KOTOpPOro pacmojaraercs Oojee IecTd OpraHoB. JIMCTOBHAHBIE OpraHbl, B IMa3yxax
KOTOPBIX Pa3BUBAIOTCS 3a4aTKU OOKOBBIX MOOETOB CIIEAYIOLIETO MOPSAIKA, MOXKHO MHTEPIPETUPOBATH
KaK JINCTOBbIE TUIACTUHKU. OCTallbHbIE JIMCTOBUAHBIE OPTaHbl B TAKOM ClIydae IMPEACTaBISIOT cOO0M
MPUJIMCTHUKY JTHOO0 MX MPOU3BOAHBIE, UUCIIO KOTOPBIX IS KaXKIOTO JIMCTA MPEBBIIIAET aBa. B TpeTbeM
y3Jie€ JaHHOTO OOKOBOTO MMoOera BHJIHA JIMCTOBasl IJIACTHHKA, HAXOMIIasci Ha OJHOM paauyce ¢
3a4aTKOM Mo0era CIeIYyIoIero MopsaKa, U ABE Mapbl IPUIUCTHUKOB — MO OJHOM € Ka)XJI0H CTOPOHBI OT

JIMCTOBOM IIJIACTUHKH.
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3.8.  Ocob6ennoctu crpoenus moderosbix cucrem Ceratophyllum tanaiticum

Crpoenune noberoseix cucrem C. tanaiticum B 1eJI0M COOTBETCTBYET «OOIIEMY IIaHy» JUIs
noberos Ceratophyllum (puc. 25), Ho GoKOBBIE MOOETH M PEMPOTYKTHBHBIC SIUHHUILI, Kak U y C.
submersum, npuUCYTCTBYIOT HE BO BCEX MO3MIMAX, TJC MOXHO ObLIO ObI OXHIATh MX HAJIMYUC B

COOTBETCTBUU C «00IIMM M1aHOM» (puc. 30).

Puc. 30. Bepxymka nmobera C. tanaiticum ¢ GOKOBBIMH CTPYKTypamu, (GOPMHPYIOIIMMH TPH

opTocTuxH, B ABYX pakypcax (COM). Bce 6okoBble OOErn MprUypoUeHbl K CpeaHell oproctuxe. Bee
PENpPOAYKTUBHbBIC €IWHULIBI CPEAHEH OPTUCTUXU SIBISIOTCSA KEHCKUMHU. MyKCKHE pernpoAyKTHUBHBIC
€IMHULIBI PAacKpalleHbl B JKENTHIA, KEHCKUE PENPOAYKTHBHBIC €IUHUIBI — B KpacHBIA, MoJojas
PENpOaYKTUBHAS €MHHIIA HEU3BECTHOTO I0J1a — B OPaHXKeBbIil 1BET. [ 0JyObIM 1IBETOM pacKpalleHbI
BEPXYIIKA BETETATHBHBIX MOOETOB, 3€JICHBIM — JMCTOBHHBIC OPraHbl Ka)I0ro BTOpPOro ysia (3a
UCKITIOYEHUEM JIMCTOBU/IHBIX OPraHOB MPOKCHMAIIbHBIX Y3JIOB). JIO — TMCTOBUIHBINA PUAATOK 00EPTKH
KEHCKOM pEernpoayKTUBHOW €IWHUIIBI, JMO* — JHUCTOBUIHBIA MNPUAATOK OOEPTKU MYKCKOM
PENpPOAYKTUBHOM EOUHHIIBI; JKpPe — JKEHCKas penpoayKTHBHAas €AMHUIIA; Mpe — MYXKCKas
PENpPOaYKTUBHAS €IWHULIA; PE — PEPOAYKTUBHAS €IMHUIIA, [TOJI KOTOPON HEU3BECTEH; TU — THIYMHKA,
Om — BereTaTUBHBINA O0KoBOM mober. [{udpsl 0603HaYaIOT HOMEpa y37I0B, B KOTOPHIX PACHIOJIOKEHBI T€
WJIM UHBIE OpraHbl. 3a4aTKu, OTMEUEHHbIe Iu(paMu O6e3 OYKB — JUCTOBUIHBIE OpraHbl. MaciiTaOHBIH

otpe3ok paseH 300 Mmkm Ha a. 1 100 mxM Ha O.
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O6meit ocobennoctrro C. submersum u C. tanaiticum sisasiercst To, 94TO BOIM3M anekca mooera
3a4aTKu OOKOBBIX BETOYEK M PENpPOAYKTHBHBIX €IUHHI] 3HAUYUTEIHHO KpYIHEEe, YeM HPUMOPIUU
JIMCTOBU/IHBIX OPraHOB COOTBETCTBYIOIIMX Y370B. [Ipu 3toMm, kak u y C. submersum, BcrpeuaroTcs
OTJENIbHBIC 3a4aTKi OOKOBBIX MOOETOB, KOTOPHIE MMEIOT TOPA3/I0 MEHBIINN pa3Mep MO CPaBHEHUIO C
OCTaJIbHBIMH U, TAKMM 00pa3oM, 100 MPEeTepreBaloT OTCTaBaHUE B Pa3BUTHH, JTHO0 c(HOPMUPOBAIUCH
MO3Ke IPyrux OOKOBBIX BeToueK (puc. 22B, 1). [Toberam C. tanaiticum, kak u moderam C. submersum,
CBOMCTBEHHA NIEPUOIMYHOCTD B POPMUPOBAHUU OOKOBBIX OCEH BIOJIb OPTOCTHXH (... Kpe, O, X, X, XKpe,
om, X, X, xpe, O, X, X ...). «[lepuomy» mans C. tanaiticum Taxxe cocTaBisIeT YEThIPE y3Jia, B KaKIOM
TPETHEM U YETBEPTOM U3 KOTOPBIX OOKOBBIE CTPYKTYPBI OTCYTCTBYIOT (Harpumep, B y3nax 5, 6; 9, 10 u
13, 14 na puc. 30, B y3nax 3,4; 7, 8; u 11, 12 na puc. 31a). Oanako, kak u 'y C. submersum, B HEKOTOPbIX
Cllydasix 3Ta MeprUoINYOCTh PaclojIokeHus: O0KOBBIX oceil MoxkeT Hapymatbes (Figure 13B). bokoBoii
nmo0er u TuTacTHHKa Kpororiero gucra y C. tanaiticum takke 3aKiaJbIBarOTCS CIUHBIM 3a4aTKOM, U
cOOCTBEHHO IUIACTMHKA KpOIOIIEro JmcTa oOocolOisercs Ha OO0IIeM NpPUMOPIUU MO3XKE, YeM

(hopMUpYIOTCS 3a4aTKU APYTUX JTUCTOBUAHBIX OPraHOB JJAHHOTO Y3I1a.
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(n+1)xpe

Puc. 31. a., 6. Pacrososkenre opraHoB BOIm3u Bepxyiek moderos C. tanaiticum (COM). a.
[ToGer, Ha KOTOPOM BCE KCHCKHE PEIPOLYKTHBHBIC CIHHUIIBI M OOKOBBIE BETOUKH IIPHYPOUEHBI K OTHOM
OpTOCTHXE, KOTOPYI0O MOXHO HasBaTh «Beayliei». Bemymas oprocthxa, BEpOsITHO, oOpalieHa K
MOBEPXHOCTH BOJBI. JIBe Ipyrue OpPTOCTHXH OOpasOBaHbI TOJBKO MYXCKHMH PErpOIyKTHBHBIMH
emunuamu. 6. [Tober, GOKOBBIE CTPYKTYPHI HA KOTOPOM (POPMHPYIOT YETHIPE OPTOCTHXH, M3 KOTOPBIX
Ha (oTorpaduu BUAHBI TOJBKO JBE. J[BE OCTABIIKECS OPTOCTUXH, KOTOPbI€ HE BHIHBI Ha (oTorpaduw,
NPEJICTABIEHBl TOJBKO MYKCKHMH PENpPOJYKTHBHBIMH €IMHUIAMH. MYKCKHE pENpOayKTUBHbIE
CIIMHUIIBI PACKPAILIECHBI B JKEITHIH, YKEHCKHE PEIpPOJYKTHBHBIE €IWHMIBI — B KPAaCHBIM, MOJOJbIE
PENpOIyKTHBHBIE €MHUIIA HEM3BECTHOTO TI0JIa — B OPAHKEBBIM BET. ['0JyOBIM [IBETOM pacKpallieHbl
BEPXYIIKA BETETATHBHBIX MOOETOB, 3€JICHBIM — JIMCTOBHHBIE OPraHbl KaXI0ro BTOpPOro y3ia (3a
UCKITIOYEHHEM JIUCTOBHIHBIX OPraHOB MPOKCUMAJIBHBIX y3JI0B). 1B — TUCTAIbHBIN BBIPOCT THHEIIEST; JITIO
— JIUCTOBHM[IHBIM MPUIATOK OOEPTKH KEHCKON PENpOAYKTHBHOW €AWHHIGI, JIMO* — JIUCTOBHIHBIN
MPUAATOK 00EPTKH MYKCKOU PEPOYKTUBHOM SIMHUIIBI; JKPE — HKEHCKas PEerpOAyKTUBHAS CIUHHUIIA;

MpPEC — MYXKCKasa pCIPOAYKTHBHAA CANHUIA, 3 — 3aBsA3b; P€ — PCIIPOAYKTHBHAA CAWHUILIA, I10JI KOTOpOﬁ
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HEM3BECTEH; T4 — ThIYMHKA; O — BEreTaTHUBHbIN 00K0BO# moder. Ludper 0603Havat0T HOMEpa y3710B, B
KOTOPBIX PACIOJIOKEHBI T€ WM HHBIE OpraHbl. 3adyaTkd, OTMEUYCHHble Luppamu 0e3 OyKkB —
JUCTOBU/IHBIE OpraHbl.B mpokcHManbHON YacTH moOera Ha 0. 3aTPyJHHUTENBHO YCTAHOBUTH HOMED
y3JI0B, [I03TOMY JIBa y3J1a 0003Ha4YeHbI Kak N 1 M, N, BEpOATHO, paBHO 12. MaciitabHble OTPE3KU PaBHbI
300 MkM. B., r. WmmocTpanmuy BO3MOXKHOHM 3aBHCHMOCTH MEXIY YHCIOM BEIYIIUX OPTOCTHX H
pacnoJio’keHueM 1odera OTHOCUTENILHO IOBEPXHOCTH BOAbI. B. [lo0er ¢ o HOM Beaylield opToCTUXOi,
mojo0HBIH Tobery Ha a. I. [loOer ¢ aByMs BeAyIMIMMH OPTOCTUXaMH, MOJOOHBIH mobery Ha O.
Bonnucroit nuHMEW ToKa3aHa IMOBEPXHOCTh BOJBL. Benblil Kpyr — cXxeMaTH4YecKoe H300paKeHue
MONIEPEYHOro ceueHus noodera. YepHsle TMHUYM 0003HAYAIOT MO3ULIMU BEAYILIUX OPTOCTHX, CEPbIE TUHUU

— MO3UIUHU OCTAJIBHBIX OPTOCTUX roOera.

[TnactuHka Kporoliero jucra 60koBoro mobera, kak u y C. submersum, oObI4HO OTCTacT B
Pa3BUTHH OT JAPYTMX JINCTOBUIHBIX OpraHoB y3ia (cM. y3en 4 Ha puc. 240, y3en 3 Ha puc. 300), ogHAKO
Ha puc. 24a MBI BHJIUM HUCKIIOYCHHE W3 JIAHHOW 3aKoHOMepHOCTH. Ha puc. 32a B y3ie 2 3a4atok
O0KOBOTO MoOera pacroJIoKeH Ha panyce MeX a1y IBYMsl TUCTOBUIHBIMU OpraHaMu, KOTOPbIE OTCTAIOT
B Pa3BUTHH OT JPYrUX JUCTOBUIHBIX OpraHoB y3na. Ciaydan Takoro HEOOBIYHOTO PACIOJIOKEHHS
OTJIeIbHBIX OOKOBBIX OOET0OB (BEPOSATHO, B pe3yJbTaTe TOrO, YTO IJIACTUHKA KPOIOLIEro JiucTa nodera

He copmupoBanack) Mbl HabmoaaIu Takke y C. submersum.



Puc. 32. PasButue myxkckux penpoaykruBHbix C. tanaiticum (COM). a. Yuactok mobera c
OYEHb MOJIOJION MY)KCKOUW PerpoayKTHBHOM €IWHUIIEH W 3a9aTKOM OOKOBOTO MOOEra B TOM Ke Y3JIe.
Mononasi MyXKcCKass PENpOayKTHBHAs €AWHHUIIA OTJIMYACTCS CBOCH (opmoid, oTpakaroliel Hadaio
(dhopMupoBaHUS MEPBOYM THIYMHKE B a0aKCHATBHOUM MO3UIUU. 0. MyKCKas penpoayKTHBHAs €IMHUIIA C
3QJI0KUBIICHCS TEPBOM THIYMHKONM B a0aKCHAJbHOW TO3MIMH. AJAKCHAJIbHO pacroJiaraeTcs
OCTaBILASCS YACTh AlMKAJIBHON MEPHUCTEMBI PEIPOAYKTUBHON €IUHUIIBL. B. PernpoiykTUBHAs eAUHULIA
C IBYMSI 3QJI0KUBITUMHUCS THIYMHKAMHU — a0aKCUAJIbHOM MEPBOM M aIaKCHAIBHOW BTOPOM (TIPH 3TOM BCSI
anuKaibHash MepHCTeMa oOKa3alach u3pacxojoBaHa). HaumnaroT QopmMHpoBaThCS JTUCTOBUIHBIC
NPUAATKU 00EPTKH. T. PenpoayKTUBHAS €MHUIIA, HECYIasi TOJILKO OJHY ThIYMHKY (BEPOSATHO, IPYrHe
TBIYMHKH B STOM PEMpPOAYKTHUBHON enuHuIle He CHOPMUPOBAIUCH Obl, MOCKOJIBbKY HMEIOHIAascCs
ThIYMHKA OoJiee pa3BUTA, YeM ThIYMHKA 1 HA B., HO MIPH 3TOM BTOpas THIYMHKA BCE €III€ OTCYTCTBYET. .
Bua cBepxy Ha My»KCKYI0 pElIpOIYKTUBHYIO €IUHULLY C IByMsI TBIYMHKaMU. €. Buj cBepXy Ha My»KCKYIO
PENPOAYKTUBHYIO €OUHHUILYy C TpeMs THIYMHKAMHU. JIIO — JMCTOBUJHBIM NPUIATOK OOEPTKU
pPENpOAYKTUBHOM E€AUHUILBI, KpE — IKEHCKas PpEnpoJyKTUBHAs €IUHULA; MpEe — MYKCKas
PENpPOAYKTUBHAS €AMHMIIA; CK — CIM3EBBIACIAIONIAs JKele3Ka; T4 — ThIYMHKAa (IPOHYMEpPOBaHBI B
MOPSIZIKE 3aJI0KEHUsSI); Mpea — anuKalbHas MEPUCTeMa MYKCKOW PEnpOIyKTUBHOW €IUHHIIBI; Om —
BereTaTUBHBIA O0KOBOI moder. Lludpel 0603Ha4ar0T HOMEpA Y3JI0B, B KOTOPBIX PACIIOIOKEHBI T€ UITH
WHBIE OpraHbl. 3a4yaTK, OTMEYEHHbIE Iudpamu 0e3 OyKB — JHCTOBUAHBIE OpraHbl. MacuiTaOHBIHI

otpe3ok paseH 30 MkM Ha a. — 1., 100 Mkm Ha e.
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VY nobera Ha puc. 31a ¢ IByX CTOPOH OT BEIYIIEH OPTOCTUXH, 00OPa30BaHHON YepeNyIOIIUMHUCS
KEHCKUMHU PETNPOyKTUBHBIMH €INHUIIAMH 1 OOKOBBIMHU MOOETaMu, BBISIBIISIIOTCS IBE CMEXKHBIE C HEH
HEIOJIHbIE OPTOCTHXHU, KOTOPbIE IPEACTABICHbl HCKIIYUTEIBHO MYKCKUMH PEnpOIyKTHUBHBIMU
enuauamu. [ToGer Ha puc. 316 uMeeT Be CMEKHBIEC BEIYIINE OPTOCTHXH, Ha KOTOPBIX PACIOJIOKECHEI
KaK JKEHCKHE, TaK U MYXKCKHE PETpOJyKTUBHBIC €IWHUIIBI, a Takke OOKOBBIE MOoOeru. Bo3MoskHO,
HaJIMuue OJHOW WM JBYX BEAYIIUX OPTOCTUX CBA3aHO C PA3HO- WM PAaBHOYIAJIEHHBIM MOJIOXEHUEM
OpPTOCTHX OTHOCHTEIILHO MOBEpXHOCTH BOJAbI (puc. 318, T). Ha puc. 30 mokazan mober, nmeromuit
IIPOMEXYTOUYHOE COCTOSHHUE MEXKJy HaJIMYMeM OJHOM WIM JBYX BEIYIIMX OPTOCTHX: BCE OOKOBBIE
o0eru, Yyepeaysach C KEHCKUMHU PENPOAYKTUBHBIMHM €IWHULAMHU, (OPMHUPYIOT OJHE OPTOCTHXY, HO
Cpeoy MYXKCKHUX DENpPOAYKTUBHBIX €IUHUI, OOpa3yloluX BTOPYI0, CMEXKHYI0, OpTOCTHUXY,
MIPUCYTCTBYET OJHA JKeHCKas. Ha puc. 33 BueH MOMEHT mepexo/ia poJIi BEAYIIEH OT OJJHOH OPTOCTUXH
K JpYyroi, KOTOpbIil 0OyCIOBJIEH, BEPOSATHO, U3MEHEHUEM IPOCTPAHCTBEHHOM OpHEHTaluu nobdera
OTHOCHUTEJILHO TIOBEPXHOCTH BOJIbl. B pesynbraTe B caMoil BepxHeil yacTu nodera Beayias OopTocTuxa
OKa3bIBAETCs HA BHITHYTOU €ro cTOpoHe. BeposATHO, naHHBINA MOOET B X0/1e pOCcTa U3MEHUJI HallpaBJICHUE
n3ruba. Ha puc. 246 nokazaH ¢parMeHT mobera, y KOTOPOrO KEHCKUE PENpOIYKTUBHBIE €IUHUIIBI

PaCIIOJIOKEHBI HA TPEX OPTOCTUXAX.
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Puc. 33. TTo6er C. tanaiticum ¢ mepexosoM poju BeAyieid OT OJHONH OPTOCTUXH K APYrOi, B

nByx pakypcax (COM). BoibHIMHCTBO OOKOBBIX CTPYKTYP PACIOJIOXKEHBI Ha JBYX OPTOCTHXaX, Ha
OJIHOM M3 KOTOpOH OOKOBBIC OpraHbl 0003HAYEHBI CMHUM, Ha JAPYrOM — PO30BBIM IBeTOM. B 0Oomee
MOJIOZION YacTH MOOera «CUHSS» OPTOCTUXA SIBJSETCA BEAyIleld U COCTOUT U3 3a4aTKOB BEre€TaTUBHBIX
MOoOEroB M JKEHCKHX PENpOIyKTUBHBIX equHHI. [IpokcuManbHee poib Beayliell MepexoAauT K
«pPO30BOI» OPTOCTHXE, KOTOpas B NMPOKCHUMAJIbHOM YacCTH TaKKe HECET JKEHCKHE PEernpoIyKTHBHbBIE
€IMHULIBI ¥ 3a4aTKU OOKOBBIX BeTOUEK. My>KUKre penpoJyKTUBHbBIE €JMHHIIBI PACIIONaralTcs Ha 00enx
3THX OPTOCTUXAX B TE€X UX YaCTAX, IJie OHM HE UTPAalOT POJb BEAYIIUX. Takke MPUCYTCTBYIOT JBE
MYXCKHE PENPOIYKTHBHbBIC eAnHHII (0 OHOM Ha puC. a. U 0.), COCTABJISIIONINE CBOM COOCTBEHHBIC
oproctuxu. [ludpsl 0603HaYalOT HOMEpa Y3JIOB, B KOTOPBIX PACIOJIOKEHBI T€ WM HHBIE OPTaHbI.
3auaTku, OTMeueHHble HU(pamu O0e3 OyKB — JHCTOBUIHBIE OpraHbl. OmpeAenuTh HOMEpa Y3JIOB
0azanibHee y3nma 6 3aTpyIOHHUTENIBHO. XXpe — JKEHCKas PEnpoayKTHBHAs €IMHUIA; MPEe — MYXKCKas
pPENpOYKTUBHAS €IUHUIA; pe€ — PENnpoAyKTUBHAs €IUHUIA, IOJ KOTOPOH HEU3BECTEH; Om —

BereTaTUBHBIN 00KOBOI mober. MacmtaOHbIi oTpe3ok paBeH 100 MkM.
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B namem matepuaie C. tanaiticum my>xckue penpoiyKTUBHbIC SAWHUIIBI UMEIH OJIHY, JIBE JIN0O
Tpu ThiunHKH (puc. 238, 30, 31, 32, 33, 34), uTo cymecTBeHHO MeHbIe, yem y C. submersum. [Ipyroe
OTIIMYME MEXIYy STUMH BHJAMH 3aK/II0YaeTCs B TOM, YTO MYKCKHE PENpoayKTHUBHBbIE eauHuibl C.
tanaiticum He orcTaroT B pa3BuTHH OT keHCKHX. Ha paccrosiaun 10-13 miacTOXpOHOB OT BEPXYILIKH
no0era penpolyKTUBHbIE €IMHUIIBI U 3a4aTKH OOKOBBIX IIOOETOB YK€ XOPOIIO Pa3BUTHI, a TMCTOBHUIHBIC
OpraHbl Y3J0B M JMCTOBUIHBIE MPHUAATKU OOEPTKH BCE €€ OYEHb Majbl M IPAKTUYECKU HE
maddepennupoBansl (puc. 336). [lepBas, ¥ IT HEKOTOPHIX MYKCKHX PEHPOAYKTHBHBIX CAMHHUI] —
€IMHCTBEHHas — TBhIUMHKA 3aKjiaablBaeTcsl Ha al0akCHaJIbHOM CTOpPOHE KPYIHOTO 3ayaTka
penpoaykTuBHOM equuuUIp (326). Ha srane ee hopMupoBaHUs JTUCTOBUIHBIC MPUAATKH 00CPTKH €IIie
OTCyTCTBYeT. Bropas ThIUMHKA, €ClIM OHa pa3BUBAETCS, BO3HMKAET aJakcuanbHO (32B) win
natepuanbHO-agakcuanbHo (puc. 321). JlaTepanbHoe cMeleHne BTOPOil THIUMHKH U3 aJaKCHAIbHOTO
MOJIOKEHUSI, BEPOSITHO, CBSI3aHO C MOCICIYIOIIUM TMOSBICHHEM TpeThel ThiunHKHU (puc. 32¢). Ecnu B
MYKCKOU PEenpoAyKTHUBHOHN enuHuie (GopMUPYETCS HECKOJIbKO THIYMHOK, TO OHHU 3aKJIaJbIBAIOTCS
MOCJIEIOBATENBFHO OJIHA 3a Jpyroi (Ha puc. 32B BUJIHBI CYLLECTBEHHAs Pa3HUIIA B CTAJUSAX Pa3BUTHUA

Mexay Tul u T4y2).

Puc. 34. 3penbie MyxXckHe penpoaykTuBHbie eaubuiel C. tanaiticum (COM). a.

PerOI[yKTI/IBHaH €IMHUIIA C €IMHCTBEHHOM THIYMHKOM, BHUJ C60Ky. 0. PerOI[YKTI/IBHaSI ¢IuHuIa C
€IMHCTBEHHOMN THIYMHKOI, KOTOpasda yaaJicHa, BU CBEPXY. HO'BI/I,I[I/IMOMy, BCA allMKaJIbHasA MEpUCTEMaA
perOHYKTHBHOﬁ CANMHUIIBI U3PACX0J0BaJIaCh HA (I)OpMI/IpOBaHI/Ie JINCTOBUJHBIX IMPUJAATKOB 06epTKI/I n
CANHCTBCHHYIO TBIYNHKY. B. PerO,HYKTI/IBHaH C¢AnHUIA C TpCMs ThIYMHKaMH, BUJ] C60Ky. II — IIBIJIBHUK;
JIIO — JIMCTOBHIHBIN MpUuaaToK O6epTKI/I; CXK — CIIM3CBBIACIIAIONIas KCJIC3Ka. MaciraOHbIH OTPEC30K

pasen 100 MxMm.
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B otnuuune ot C. submersum, y C. tanaiticum mbl He HaONFOIAIN CITyYacB 3aJI0KCHUST HOBBIX
TBIYMHOK B IICHTPE PENpPOJAYKTUBHON EAMHUIBI Mocie (OPMHUPOBAHUS MEPBBIX TPEX THIYHMHOK.
WutepecHo, uto Ha (OpMHUpPOBAHME NEPBOIM THIYMHKH 3aTPAayMBACTCS JIMIIb YacTh ANUKAIBHOM
MEPHUCTEMBI DPENPOJYKTUBHOW €IUHUIIBI, JaXe B TOM Clyyae, €CJIM 3Ta ThIYMHKA OCTaeTcs
eIMHCTBCHHOM (cM. y3en 9 Ha puc. 31a; puc. 32r). JIucToBHIHBIC MPUAATKH OOCPTKH YBEIUIUBAIOTCS B
pa3Mepax yKe Ha [MO3JHUX CTAJUSIX Pa3BUTUSI PENIPOTYKTUBHON €AMHULIBL, IPU 3TOM UX JITMHA B 3PEJIbIX
MYXKCKHX PEIPOJAYKTUBHBIX €AMHUIIAX HE MPEBBILIACT [UIMHBI THIYUHOK (pHc. 32¢, 34a, B), a B )KEHCKHUX
OHH rOpa3Jio Kopoye, YeM pa3BuThie ecThkH (puc. 22). JlucranbHbie BRIPOCTHI THHEIES 3arn0aloTCs B
HampaBJICHUU arekca rnobera W MpUIarOT MmoderaM C ABYMs BEAYIIMMH OPTOCTUXaMU HEKOTOPYIO

ACUMMETPHUIO.

3.9. Ocob6ennocru crpoenusi noderosbix cucrem Ceratophyllum demersum

Crpoenne moberoseix cucrem C. demersum B meaoM COOTBETCTBYET «OOIMIEMY TUTAHY» IS
moberos Ceratophyllum (puc. 25), Ho GOKOBBIE MOOETH M PEMPOIYKTUBHBIE €IUHHUILI, Kak U y C.
submersum u C. tanaiticum, mprCcyTCTBYIOT HE BO BCEX MO3HUIIMAX, I/I€ MOKHO OBIIO OBbI OYKHIATH UX

HaJIMYHUE€ B COOTBETCTBHUU C <<O6HII/IM TIITaHOM.



96

Puc. 35. OcoOEHHOCTH CTPOSHUS W PACIOJIOKEHHUS MOJIOJIBIX PENPOIYKTHBHBIX CIUHUI] U
3a4aTkoB 00KOBBIX BeTouek y C. demersum (COM). a. YuacTok mobera ¢ Tpems 3a4aTkaMu OOKOBBIX
BETOYEK M JByMS PENpOAYKTUBHBIMU eauHuiamu, tunudabiM s Ceratophyllum  oGpasom
YepenyonMucsI Mexay co6oit. 6. OmHa U3 CTOPOH APYroro mnodera ¢ O0KOBBIMA OpraHaMy Ha 9yTh
0oJiee TO3MHUX CTAAUAX PA3BUTHS MO CPABHEHHIO C TAaKOBBIMU Ha a. Y >KEHCKOW PENpOAYKTHBHOU
eIMHUIA Ha 0. BUJCH TOJBKO (POPMHUPYIOIIUICS TECTUK; 3a4aTKU JMCTOBUIHBIX MPUAATKOB 00CPTKU
CKPBITHI TIECTUKOM, JIMCTOBHIHBIMU OpPraHaMH TJIABHOTO MOOera W 3a4aTKaMH JIMCTOBHIHBIX OpPraHOB
OOKOBOW BETOYKH. JIO W JIO* - JUCTOBUIHBIC OpraHbl BET€TAaTHBHOTO OOKOBOTO IoOera: Jio —
JUCTOBUIHBIA OpraH MpPEIOJI0KHUTEIIBHO MPUIMCTHUKOBOM MPUPOIBI; JO* - JTUCTOBUAHBIA OpraH,
MIPEIOJIOKUTETHHO MPEACTABISIONINI COO0M JIMCTOBYIO MIIACTUHKY; KpPe — KEHCKask PenpoayKTUBHAS
€IMHULIA; P€ — PENPOAYKTUBHASA €AMHMIIA, TIOJ KOTOPOH HEU3BECTEH; ON — BEreTaTUBHBINA OOKOBOM
no6er. [{udpsl 0603Haual0T HOMEpa y3710B, B KOTOPBIX PACIIOJIOKEHBI T€ WM UHbIE OpPraHbl. 3a4aTKH,
oTMeuYeHHble HH(ppamMu Oe3 OyKB — JHMCTOBUAHBIE OpraHbl. Te M3 HUX, KOTOpble 0003HAYCHBI
3BE€3/I0YKAMHU, MO-BUAMMOMY, COOTBETCTBYIOT JIMCTOBBIM IJIaCTHHKaM. MaciitabHbIi oTpe3ok paBeH 30

MKM.
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BboxoBoii mober u macTuHKa Kporomiero jucta y C. demersum Taxke 3aKiaibIBalOTCs ¢IHHBIM
3ayaTKoOM (puc. 36B), KOTOPBIN MPEBBILIAET [0 pa3Mepy 3a4aTKU APYIUX JUCTOBUIHBIX OPraHOB TOTO
ke y3na (puc. 36a, B). [lnacTuHKa Kporomero Jmcra OOKOBOTO MOOEra 0CTaeT B Pa3BUTHH OT JIPYrHX

JMCTOBUIHBIX OPraHoB y3ia (puc. 36).

Puc. 36. 3akOHOMEPHOCTH PACIIOJIOKEHHS] U Pa3BUTUS JHUCTOBUAHBIX OPraHOB U OOKOBBIX

BeTouek Ha moberax C. demersum (COM). a. TepMuHanbHas 9acTh nmodera. 3auaTok 60KOBOM BETOUKH
B y3JIe 2 UMeeT OOJIBIIUI pa3Mep, YeM 3a4aTOK OOKOBOM BETOUKH B y3je 3. 0. 3a4aTOK BEreTaTUBHOTO
6okoBoro mobera. Jlucrosuanslii oprad (3*) Toro ke y3ia, 4To ¥ OOKOBOM MOOET, U PACIIOIOKEHHBII
Ha OJTHOM pajuyce C HUM, CYIECTBEHHO MEHBIIIE TI0 pa3Mepy, YeM OCTaJbHbIE JINCTOBUIHBIE OPraHbl
naHHOTO y37a (3). B. TepmuHanbpHas yacth moodera. 3a4aTok OOKOBOTO 1modera B y3i1e 3 uMeeT O0IbIIHi
pa3Mep, 4eM 3auaTok OokoBoro noOera B y3ine 3. bokoBoit moGer y3na 2 u TUCTOBUAHBIN opraH (2%),
PaCMOJNIOKEHHBIM HAa TOM K€ pajuyce, MO-BHAUMOMY, Pa3BWIUCh U3 oOmero mpuMmopaus. bokoBoii
no6er B y37e 5 6omblIe 1o pa3Mepy, 4eM 00KoBOM moder B y3iie 6. O — BereTaTuBHBINA OOKOBOI1 MOOeET.
Hudpsel 0003HAYaAIOT HOMEpPA Y3JIOB, B KOTOPHIX PACIOJOKEHbI OpraHbl. 3a4aTKh, OTMEUYEHHBIC
uuppamu 6e3 OYyKB — JTUCTOBHJHBIE OpraHbl. Te W3 HUX, KOTOpble 00O3HAUYEHBI 3BE3/J0YKAMH, IO-

BUIUMOMY, COOTBETCTBYIOT JIMCTOBBIM IIJIACTUHKAM. MacmrraGHbIi OTPE30K paBCH 30 MKM.
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VY C. demersum, kak u y C. submersum u C. tanaiticum, BcTpe4aroTcsi OTACIbHbBIC 3a4aTKH
OOKOBBIX MOOETrOB, KOTOPbIE HMMEIOT TOpa3fo MEHBIIMKA pa3Mep IO CPaBHEHHIO C JPYTUMH,
pacroyio)keHHBIMU OiKke K amekcy moOera. Kak Mbl MpennosoKuiIu BbIIIE, 3TH 3a4aTKH OOKOBBIX
BETOUEK JINOO MPETEPIEBAIOT OTCTABAHNE B Pa3BUTHH, THOO0 C(HOPMUPOBATUCH MTO3XKE APYruX (puc.22B,
r). Tak, Ha puc. 36a 60KOBOIT IOOET y371a 3 HAMHOIO MEHbIIIE, YeM OoJiee MOJIOI0H OOKOBO# MoOeT y3i1a
2. Ha puc 368 OokoBoii mober y3ima 6 MeHbIe OOKOBOTO moOera y3ia S5, B y3ie 4 00koBoil mober
OTCYTCTBYET, B y3JIe 3 UMEeTCsl OUeHb MAJICHBKHUI 3a4aTOK OOKOBOTO mobera (B ma3yxe JIMCTOBUIHOTO
oprana 3*), a B y31e 2 MPUCYTCTBYET OYCHb KPYIHBINA 3a4aToK OOokoBOro mooOera. Jlis kaxkmoro u3
mo0eroB, MoKa3aHHBIX Ha puc. 35a, 6 60KOBOI MoOer y371a 5 OKa3bIBACTCSl MEHbIIIE, YeM mooder y3ia 3,
MIPUHAUIEKALUN TOU )K€ OPTOCTUXE.

PenpoayKTHBHBIE €AMHUIBI PACIIONIATAIOTCS HA PAJANyCcax MEXIY JHCTOBHIHBIMH OpTaHaMHU
COOTBETCTBYIOIETO y3/1a, U B OTIMYME OT OOKOBBIX MOOEroB — Ha OJIHOM YpOBHE ¢ HUMH (puc. 35a). B
otimuure ot C. submersum u C. tanaiticum, mMoJo/ibie 3a4aTKu PEMPOIYKTHBHBIX SIHHUI] B OOKOBBIX
mo0eroB, Kak MPaBUJIO, HE TPEBBIIIAIOT TI0 Pa3Mepy JUCTOBUIHBIE OPTaHBl COOTBETCTBYIONINX Y3JIOB.
PenponyktuBnbie emunauil C. demersum Ha Bcex 3Tamax CBOETO Pa3BHUTHs OKa3bIBAIOTCS KOpOUe

JIMCTOBUHBIX OPraHOB COOTBCTCTBYIOIIIUX Y3JIOB.

3.10. CrpoeHne W pa3BUTHE KEHCKOHl pempoaykTuBHoii exmuunbl Ceratophyllum
demersum

Kax ckazaHo BblIIlle, penpoayKTHBHbIE equHuIbl C. demersum, kak u y mpeIcTaBuTeleH APYrux
suioB Ceratophyllum, pacniosrararorcst Ha pagrycax MEKIy JTHCTOBUIHBIME OPraHaMH Y314 U BBITJISIST
BHEMa3yImHeIMKA. JKeHCKHe penpoaykTuBHbIe eauHuibl C. demersum mnpakTHYeCKd CHISYHE |
NPEJICTABICHBl TIECTHKOM, KOTOPBIA OKPY)KE€H MYTOBKOM JIMCTOBHIHBIX MPHIATKOB OOEPTKH,
HAIMOMHUHAIOIIEH oKoyonBeTHUK (puc. 37 6 — T, €). [IpokcuMaibHee YPOBHS MPUKPEIUICHUS 00EPTKH
PACIIOJIOKEH OYeHb KOPOTKHH YTOJIIEHHBIH Y4acTOK OCH — «HOXKKa», HeCylas IaHHYIO
PENpPOIYKTHBHYIO eauHuIy (puc. 37€¢). DTa oCch B CEYEHHHM MMEET TPEYrOJbHYI0 (OPMY C OIHUM
abakcuaabHBIM U JIByMSI TPaHCBEP3aIbHO-aJaKCHABHBIMU yriiaMu. [10100HO MeXI0y3aHuaM cTeds,
OCh PEIpPOIYKTUBHON €IMHMIIBI MMEET KPYITHbIE BO3JIyXOHOCHBIE KaHAJIbI, PACIHOJIOKEHHbIE B OJMH
Kpyr. JIMCTaNbHBIE YacTH STHX KAHAJOB BHIHBI Ha IMOINEPEYHBIX CPe3ax PENpPOIYKTHBHBIX €MHHII.
Kaskplii M3 JTMCTOBHUAHBIX OPTaHOB, OKPYXKAIOIINX TECTUK, HECET HAa BEPXYIIKE JBA OJIHOKIETOYHBIX
3y0unka (10 OJJHOMY ¢ KaXI0i CTOPOHBI) U alIMKATBHYIO KeJIC3KY, BBIACISIONIY0 ciu3b (puc. 38r, e).
Yuciio JTHUCTOBUHBIX OPraHOB 00EPTKH MOYET BapbHpPOBAaTh, HO OOBIYHO WX Oosbiire mrect (6-11 B
W3y4eHHOM HaMH MaTepHuaje) W, TaKuM o0pa3oM, 3Ta MYTOBKa OTJIMYACTCA OT IMEPBOrO y3ia
BEreTaTuBHOrO OOKOBoro mobera. Ha Toi craguu pasBUTHSA PENPOIYKTHBHOM €IMHUIIBI, KOT/A

CTaHOBUTCA 3aMCTHBIM er'Iy'6J'ICHI/IC B INCHTPC 3a4aTKa IICCTUKA (6}/')1}/'1]_[8.51 IIOJOCTD FI/IHCLIC}I),
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BCTCTAaTUBHBIC OPraHbl O6epTKI/I CIIC OUCHb MAJIbl U C TPYAOM 3aMCTHBI, U JIMCTOBHUJIHBIC OPraHbl y3Jjia
cTe0Is1, HECYIIETO JTAHHYIO PENPOIYyKTUBHYIO €IMHUILY, CHJIBHO MPEBBIIIAIOT e¢ 1o JuinHe (puc. 37a).
AolakcHaiabHas 4acTh BaJIMKa THUHCHCA Ha paHHUX CTAAUAX €0 pa3BUTUA IIUPE, UCM €0 aJlaKCruaJibHad
qacTh (puc. 37a). JKene3ucTslil BRIPOCT IMHEIEs HAa JAHHOM 3Talle elle IOJHOCTHI0 OTCYTCTBYET. 3/1eCh
U Jajee Mbl ompejelisieM abaKkCHalbHYI0 M aJlakCHalibHYr0 cTOpoHbl runenes Ceratophyllum mo ux
PACIIOJIOKEHUIO OTHOCHTEIIFHO OCH M00era, B y3Jie KOTOPOTO PACIIOJIOKEHA KEHCKAsh PENpO yKTHBHAS

enunuiia (puc. 37r, e).



Puc. 37. XKenckue penpoaykruBubie eaununbsl C. demersum (COM). a. PempoayktuBHas

€IMHUIIA Ha OYEHb paHHEH CTaJuu pa3BUTHs, KOTJa JIMCTOBUIHBIE MPHUIATKH OOEpTKH elle He
copMHpOBaUCh. AJaKCHalbHAas CTOPOHA PENPOIYKTUBHOW €IUHHUIBI HA PUCYHKE CBEpXY.
3Be30YKaMM OTMEYEHbBI 3a4aTKU JIUCTOBUIHBIX OPraHOB HUKEPACIOJI0KEHHOW OOKOBON BETOUKH. 0.,

B. Moopie PEIPOAYKTUBHBIC CAMHUIBL (aﬂaKcnaanaﬂ HX CTOpOHA HAa pUCYHKaAX CBepxy). Ha nanHoit
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CTaIMu YK€ CPOPMHUPOBAH KEIC3UCTHIA BHIPOCT THHEIES, a JUCTATBHBIA BBIPOCT/BBIPOCTHI BCE €IIIE
O4YeHb KOpOTKHE. 0. PemponykThBHas eIWHWIIA C ABYXJIOMACTHBIM BaJMKOM THHEIES: Ha BaJHKe
ruHeres: GOPMHUPYIOTCS 3a4aTKU JABYX IUCTAIBHBIX BBIPOCTOB: aJaKCHAIBLHOTO ¢ 0ojiee IIUPOKUM
OCHOBAaHUEM U TPAHCBEP3aJIbHOIO ¢ 0oJiee y3KMM OCHOBaHHEM. JKele3UCThIil BHIPOCT pacroiaraercs
abakcHanbHO. B. PenpoayKTHBHAS €IWHUIIA C €AMHCTBCHHBIM JTUCTAIBHBIM BBIPOCTOM U JKEJIE3UCTHIM
BBIPOCTOM, PACIIOJIOKCHHBIX Ha IMPOTHUBOIOJOXKHBIX pajrycaX, KOTOPBIE MPOXOJAT IOJ YIJIIOM IO
OTHONIICHUIO K MEIUAHHOW IUIOCKOCTH PENpPOAYKTUBHOW €IUHUIBI. BHIIHO, YTO pPENnpoyKTHBHAsS
€IMHHIIa pacHojiokeHa Ha nolere Ha paguyce MeXAy JHCTOBUIHBIMU OpraHamu ysjaa. T.
PenpoykTuBHas equHUIA ¢ ABYMS TUCTAILHBIMH BBIPOCTAMHU THHEIES OJMHAKOBOW JTUHBI, BUJ C
abakcuanabHOW CTOpOHBI. PenpoaykThBHas e€IUMHUIIA pPACTOjaraeTcss Ha paguyce MEXIy JIBYMS
JMCTOBUIHBIMU OpraHamMu mobera, koTopble Ha ¢otorpadun ynaneHbl. Cepusi IONEPEUHBIX CPE30B
JAHHOW PETPOTYKTHBHOM €MHUIIBI TTOKa3aHa Ha puc. 41. 1. PenporykTuBHAsI eMMHUTIA C YIaJICHHBIMA
JUCTOBHJIHBIMH TIPHJIATKaMU OOEPTKH, BHJl C a0aKCHAJIbHOH CTOPOHBI. JlBa JHMCTaIbHBIX BBIPOCTA
THUHEIIes] UMEIOT Pa3Hyl JUTUHY. €. PenpoayKTHBHAs €IWHUIA C JBYMS JWCTAIBLHBIMH BBIPOCTAMU
pa3HOi ITMHBI, HA HEKOTOPOM MPOTSHKEHUU CPOCIIIAMHUCS MEX Ty cO00H (TI0 Jpyroil HHTepIpeTaIu, ¢
OJIHUM HEPaBHO JBYXJIOTIACTHBIM JIUCTAIBHBIM BBIPOCTOM), BHJ[ COOKY. Tl — TJIaBHBIA MMOOET; JITO —
JUCTOBUJIHBIM MPUAATOK OOEPTKU; OB — JUCTAIBHBIM BBIPOCT T'MHELES; KB — >KEJIE3UCTBIA BBIPOCT
TUHeIesl; JIO — JUCTOBUIHBIA OpraH TJIaBHOTO MOOera; 0+ — JMCTOBUIHBINA OpPraH BBILIENEKAIIErO
yIIJia; OT — OTBEPCTHE THHEIIES; 3 — 3aBsi3b. MacimTabHbIi oTpe3ok paBeH 30 MkM Ha a. — B., 300 Mkm Ha

r.—¢.



Puc. 38. XKenckue penpoaykruBhbie emunamil C. demersum (COM). a. PenponyktuBHas
€IMHUIIA C OJJTHUM HEPABHO JIBYXJOMACTHBIM a/IaKCHATbHBIM BBIPOCTOM THHELIEs, BHJ ¢ abakcuaabHOM
CTOpOHBI. HeckonbKO JTMCTOBUIHBIX MPHUAATKOB OOEpTKH yraaieHbl. JKene3UCThlil BBIPOCT THHELEes
OTCYTCTBYET, OJTHAKO BUJICH PYyOeIll OT Hero. 0. Y4YacTOK MeCTUKA KEHCKOM penpoayKTUBHON €MHHUIIBI,
MOKa3aHHOH Ha a., 0ojiee KPYMHBIM IJIAHOM: BUJHO OTBEPCTHE THHEILES U JKEJE3UCTBHIA BBIPOCT. B.

OTHpeHapI/IpOBaHHaH JKCHCKad PpCHpPOAYKTHBHAA CAWHHIOA C OIJHHM HCEPABHO JABYXJIOIMIACTHBIM
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JUCTAJIbHBIM BBIPOCTOM THHELes. BuaHa oqHOrHe31Has 3aBsA3b C OJTHOM CBUCAIOIIEH BHU3 CEMAIIOYKOM.
r. PenpoaykTuBHas €IMHULIA C ABYXJIONIACTHBIM JIHCTAJIbHBIM BBIPOCTOM ruHeles. A. TepMuHanbHas
4acTh JIBYXJIOIIACTHOI'O JMUCTAJIBHOTO BBIPOCTA I'MHELEs, IOKAa3aHHOTO Ha I., KPYIHBIM IUIAHOM. €.
VY4acTok ruHenes KEHCKOM pernpoayKTUBHOW €QUHMIIBL, [IOKA3aHHOW Ha I., KPYIHBIM IUIaHOM. Bunen
JKEJIE3UCTBIM BBIPOCT. H — «HOXKKa» PEHNPOAYKTHMBHOM E€IUHUIIBI; JIO — JUCTOBUIHBIA IPHIATOK
00epTKHU; B — AMCTABHBIA BBIPOCT THHEIIES; KB — KEJIE3UCTHII BBIPOCT TMHEIES WK PYOell OT HEro;
CK — CIIM3EBbIACIAIONIAs JKelle3Ka; 3 — 3aBsI3b; C — CEMSIINOYKA; OI — OTBEpCTUE THHeled. MacmTaOHbIN

otpe3ok pased 300 mkm Ha a., B., ., 100 Mmx™m Ha 0., 1., €.

Ha gyt Gonee mo3mHel craanu 3aMeTHO 0oJiee MHTEHCHBHOE Pa3BUTHE aaKCHAIBHON 4acTh
BaJIMKa FMHEIEs], KOTOPasi B OJIHUX MECTUKaX CTAHOBUTCS HEPABHO JIBYJIonacTHOM (puc.376), a B Ipyrux
— ocTaetcs 1enbHOU (000COOJICHHBIN 3aYaTOK BBIPOCTA aJaKCHAJbHON YacTH THHELEes 3aMETeH Ha
puc.37B). DieMeHTBHl 00ePTKH Ha JAHHOW CTAJWU PA3BUTHUS PEMPOIYKTHBHOM €IMHUIIBI YXKE XOPOIIO
3aMETHBI, HO 9yTh Kopoue runeres (puc.37 6, B). Ha abakcuanbHO# niin abakcHaibHO-TPAHCBEP3aIbHOM
MOBEPXHOCTU MECTUKA BOJIU3U 000JKa THHEIEes YKe 3aMETeH JKeJIe3UCThId BbIpocT (puc. 370, B).
XKenesucrsie BeipocThl ruHenes Ceratophyllum no cBoemy cTpoeHHI0 HATTOMHHAIOT CIIU3EBBIACIISIONINE
KEJIe3KH JIMCTOBUHBIX OPraHOB Y3JIOB, SJIEMEHTOB 00CPTKH M MOJIOJBIX THIYMHOK (pHc. 22a — B), HO
MEHBIIIE YIIOMSHYTHIX JKeJe30K 1o e (puc 38r).

V 3penbIX NECTUKOB a0aKCHaIbHBIH JKeNe3UCThI BEIPOCT HAXOAUTCS HUXKE OTBEPCTHSI THHELEs
Ha HEKOTOPOM paccTosHuH OT Hero (puc. 3714, 38a, 0, T, €), HO TOpa3a0 BhIIIE MECTA MPUKPETIICHUS
CEeMSIOYKH, KaK 93TO BHMIHO Ha CEpUHU TOMEPEYHBIX Cpe3oB mectuka (puc. 39e, k). B Tex
HEMHOT'OYMCIIEHHBIX CIIy4asX, KOI'/la )KeJe3UCThIM BEIPOCT OTCYTCTBOBAJ, ObLI XOPOILO 3aMETEH pyoell,

ocraBIHiics Ha ero mecre (puc. 38a, 0).
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Puc. 39. Bocxonsmas cepust NMONEPEYHBIX CPE30B KEHCKOM penpoayKTUBHOW enuHuLbl C.
demersum ¢ ogHUM abaKCHAIBHBIM JKEIE3UCTHIM BBIPOCTOM THHEIEs. JTa PEeNpOIyKTUBHAS SIHMHUIIA
CXO/IHa ¢ TakoBO# Ha puc. 38a. a. Cpe3 yepe3 NpOKCHMAIBHYIO 4acTh 3aBs3u (Oa3ajbHee ee MOJOCTH),
BH/IHBI /IBa MPOBOIANIMX ITydKa. 0. Cpe3 uepe3 HUKHIOK 4acThb MOJIOCTH 3aBsi3U. B. Cpe3 uepes CpeHIO
4acTb MOJIOCTH 3aBsi3u. I'. Cpe3 Ha ypOBHE MPUKPETIICHUS CEMANOUKHU. A. — 3. Cpe3bl MEX]y MOJIOCTHIO

3aBsA3U U OTBCPCTUCM 'MHCUCA (CTpCJIKI/I YKa3bIBAOT HA KaHaJl ' I/IHCI_[C}I). €, K. Cpe3bl, IpOXOaAIIUC Ha
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YPOBHE JKEJIE3UCTOr0 BHIPOCTA FMHELES. H., K. Cpe3bl Ha ypOBHE AMCTAIBHOTO BHIPOCTA TMHELIES]. JIIIO —
JIMCTOBMJIHBIM IPUJIATOK OOEPTKU; 11 — IPOBOAIININ MMYYOK; C — CEMSIIOYKA; KB — KEJIE3UCTHIN BHIPOCT

TUHETIes]; CK — CIIM3EeBbIICIIoNIas xene3ka. Macmradasie otpesku paBHbl 100 MKM.

B ogHOM W3 M3Y4EHHBIX IECTUKOB HaM BIIEPBBIE YAAlOCh HaONIOJaTh HAIM4YUE JABYX
KEJIE3UCThIX BBIPOCTOB PaBHOIO pa3Mepa (IIpU 3TOM 3aBsi3b B JIAHHOM IIBETKE Oblja OJHOTHE3]HAas).
OnuH M3 KENe3UCThIX BBIPOCTOB pacHojaraics Ha a0akCHadbHOW CTOpOHE ruHeles (Ha CTOpOHE,
IIPOTUBONOJIOKHOM TOM, K KOTOPOI MPUKPEIUISIeTCsl CEMSIIOYKa), a BTOPOM — Ha TpaHCBEp3aJIbHOM
cropone runernes (puc. 40). J[Ba 3TUX BBIpOCTa HAXOWIMCH Ha CJIETKa Pa3HBIX YPOBHSX, OSTOMY Ha

puc. 40 oHM OKa3aJIMCh HA Pa3HBIX CPE3axX CEPUH.
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Puc. 40. Bocxonsmue cepuu MOMEPEUHBIX CPE30B JKEHCKUX PENpOIyKTUBHBIX enuHuil C.
demersum. a.—a. PernpoiyKTHBHAasI €IMHULA C STUMHCTBEHHBIM a0aKCHATbHBIM JKEJIC3UCThIM BHIPOCTOM
THHeNes] ¥ OJHOM TOPH30HTAIBHO PACIOJIOKEHHON B TMOJIOCTH 3aBS3U CEMSIOYKOW (JIMCTOBHUIHBIC
OpUIATKA OOCpTKH HE TMOKa3aHbl). BWAHO, YTO MECTO NPHKPEIUICHHS CEMSIOYKH CMEIICHO
OTHOCHUTEJIBHO MEAMAJIBHOTO TOJIOXKEHHUS. 3TO IOHATHO IO PACIOJIOKEHHIO MECTA INPUKPEIUICHUS

CCMATIOYKH OTHOCUTCIIbHO JABYX MPOBOAANINX ITYUYKOB CTCHKH 3aBA3HU U OTHOCUTCIIBHO a0aKkCHaIbHOIO
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’KEJIE3UCTOr0 BbIpOCTa ruHenesd. a. Cpe3 B OCHOBAaHMHU 3aBs3U, IPOKCUMAJIbHEE €€ MoJocTu. 0. — I.
Cpe3bl Ha ypOBHE IOJIOCTH 3aBsI3U U HAXOJAUIEHCS B HEM ceMsanodku. r. @parMeHT cpes3a Ha YpOBHE
CEMSIIOUYKH, YyTh BBIIIE CPE3a B.: BUIHBI HYLEILUIYC U UHTETYMEHT, MEX1Y KOTOPBIMH IIPOXOIUT YeTKast
rpanuna. A. Cpe3 Ha ypOBHE XKeEJIE3UCTOT0 BEIPOCTA FMHELes. . — €. JKeHcKast penpoAyKTUBHAs €IMHULIA
C JBYMs >KEJIE3UCTBIMH BBIPOCTAMM THHELES U €IUHCTBEHHOM T'OPU30HTAJIBHO PAaCIOJIOKEHHOU
ceMsrno4koi. e. Cpe3 Ha ypOBHE NMPUKPETUICHHS JTUCTOBHIHBIX MPHUIATKOB 00epTKH. K. Cpe3 uepes B
caMO€ OCHOBAHME 3aBSI3U: BUJIEH TPEXJIONACTHBIM NPOBOAAIINN My4oK. 3. Cpe3 HUXKE MOJIOCTH 3aBsI3U:
BUJIHBl TPU OTAEIBHBIX MPOBOMALIMX Iydka. M.—J. Cpe3pl dYepe3 MOJOCTh 3aBsA3M: CEMSANOYKa
MIPUKpETJIEHa [MOYTH Ha BCEM IMPOTSHKEHHMU TOJIOCTH 3aBsA3H. M.—0. Cpesbl MEeXAy MOJIOCThIO 3aBSI3U U
OTBEPCTHEM I'MHElIes (CTPEJIKH yKa3bIBAIOT Ha KaHaJI THHELes]). H., 0. Cpe3bl Ha YPOBHSIX IPUKPETIICHUS
JIBYX JK€JIE3UCTBIX BBIPOCTOB. Ha KaKJI0M U3 3THX IBYX CPE30B PUCYTCTBYET TOJIBKO OJIMH JKEJIE3UCTBIN
BBIPOCT, TIOCKOJIBKY OHM PAacHOJIOKEHbl Ha HECKOJIBKO Pa3HbIX YPOBHSX. 3BE3/I0YKOW HAa H. OTMEYEH
pasnycC JKEIE3UCTOrO BBIPOCTA THHELEA, TOKA3aHHOTO Ha 0. I. Cpe3 Ha ypOBHE OTBEPCTHUSA THHELES. P.,
c. Cpes3bl uepe3 AMCTaIbHBbIE BBIPOCTHI T'MHELES. JIMO — JUCTOBUIHBIM NMPHUAATOK OOEPTKH; MI —
MPOBOJAIINNA MY4OK; C — CEMANOYKA; H — HYLEUIYC; U — MHTETYMEHT; KB — JKEJIE3UCTBII BBIPOCT

THHEIIEes; CK — CIIM3EBBIICISIONIAs jkee3ka. MacmtaOHbIid oTpe3ok paBeH 100 MkwM.

B anakcuanbHOM yacTu Bajinka ruHeles], Kak CKa3aHo Bblilie, popMHUpyeTcst OUH WK HECKOJIBKO
JIMCTATBHBIX BBIPOCTOB. B OOJBIIMHCTBE M3yUeHHBIX HaMu mecTukoB C. demersum takoi BBIPOCT ObLT
OJIMH W pAacriojiarajicsi Ha OJHOM paJuyce ¢ MECTOM MpHKperuieHus cemsanodku (puc. 38a, 39u, k).
[IpokcumainbHas 4acTh aAaKCHAILHOTO BBIPOCTA CJIETKa YIUIOLIEHa, a AUCTajdbHasi 0OBIYHO CIIUPAIEHO
3akpyueHa (puc. 38 B—x). Ham yaanocs 00HapyXUTh ECTUK C IBYMSI AUCTATbHBIMU BEIPOCTAMHU PABHON
amiHbl (prc. 37T), pacrnojioKEHHBIMH CHUMMETPUYHO B TPAHCBEP3aJbHBIX MO3UIMAX C HEOOJBIINM
CMEIIIEHHEM Ha a/IakCUaJIbHYI0 CTOPOHY IMECTHKA, a TaKKe Psii MPOMEKYTOUHBIX BAPUAHTOB C JBYMS
BBIPOCTaMHU HEPABHOM JJIMHBI, B Pa3HOM CTEICHU CPOCIIMMHUCS MEKIY coboii (puc. 371, e, 38 B—n).

N3ydeHHble HAMU KEHCKUE TIECTHKHU C €AMHCTBEHHBIM JKENIE3UCThIM BHIPOCTOM THHELES UMENH
OJIHOTHE3/IHYIO 3aBsI3b C MPHUKPEIICHHOW aJaKCHAbHO €IWHCTBEHHOW OPTOTPOMHOMN CEMSIOYKOM.
IMocnennss y C. demersum, kak mpaBHiIo, CBUCAET B MOJIOCTh 3aBsA3H, 3aHUMAs €€ MOYTH MOJTHOCTBIO;
OTBEPCTHE MUKPOITUIIE IIPH 3TOM 00paIleHo K 0CHOBaHHIO 3aBs3u (388, 39 6-T). OHAKO B HEKOTOPBIX
ClIydasix CeMsIIOYKa PacrloyiokKeHa B MOJIOCTH 3aBSI3U TOPU30HTAIBHO, IPU 3TOM OTBEPCTHE MUKPOIIUIIE
o0paIleHo K TMPOTHUBOMOJIOKHONW cTeHke 3aBs3u (puc. 40 6-1). Cewmsmouka NPHKPEIUIAETCS
CYIIECTBEHHO 0a3alibHee MeCTa PaCIOI0KEHHS KEIE3UCTOTr0 BBIPOCTA, C IPOTUBOIOIOKHONH CTOPOHBI
ot Hero (puc. 39 r—x, 40 6-1). B creHke 3aBsA3u OOBIYHO TPUCYTCTBYIOT JIBa MPOKaMOHATBHBIX TSIKA,

OJIMH H3 KOTOPBIX PACIIOJIOKCH adaKCHUAJIbHO (HO OTHOIIEHHIO K TJIaBHOMU OCI/I) H HWHHCPBUPYCT
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CEeMSTIOUKY, a Ipyroi — abakcuansHo (puc. 39 a —r, 40 a — B). O6a OHM pa3TUYUMBI HA TIOMIEPEYHBIX
cpe3ax TMHeLes JUILb 0a3albHee YPOBHS NPUKPEIUICHUS CEMSAIIOUKH.

OOHapyXeHHBI HAMH TIECTHK C JBYMS JKEJIE3UCThIMH BBIPOCTAMU THHEIIESI, PACTIOIOKEHHBIMH
Ha Pa3HBIX YPOBHSX, M OJTHOTHE3/IHOM 3aBsI3bI0, MMEJ HE JIBA, a TPU MPOKAMOHATBHBIX TSDKA B CTCHKE
3aBsi3u. OMH U3 HUX 3aMETEH Ha IMONEpPEYHOM Cpe3e Ha pajuyce CEeMSIOYKH, a JBa JAPYruxX — Ha
paamycax >Kelne3ucThiX BbIpocTOB ruHenes (puc. 40 m — o). Cemsnoyka B JaHHOM TECTUKE, KaK U B
IIECTUKE, TONIEPEYHbIE CPE3bl KOTOPOIO MpecTaBiieHbl Ha puc. 40 a — 11, pacnonaraiack TOPU30HTAIbHO,
C MHUKpOTIHJIe, OOpalleHHbIM K MPOTHBOIOJOKHOW CTEHKE 3aBsi3W. BONBIIMIA M3 JBYX AUCTAIBHBIX
BBIPOCTOB T'MHEIIEs] JAHHOTO MECTHKA HAXOJWJICS HAa OJHOM pajJuyce ¢ CEeMSIOYKOM, a MEHbLIUN — Ha
MIPOTUBOTIOJIOKHOM pajuyce. BHemHui BU THHEIES ¢ ABYMS HEPABHBIMHU JUCTAIBHBIMU BBIPOCTAMH,
OJ0OHBIMU TEM, CPE3bl KOTOPBIX MBI BUIUM Ha puc. 40 u — 0, IoKa3aH Ha puc. 371.

[ToMUMO TECTHKOB C OJHOTHE3/IHOM 3aBsi3bl0, HaM BIIEPBbIE yAAIOCh OOHAPYXKHUTh MECTUK
C. demersum ¢ pa3HbIM YHCIIOM THE3]] B MPOKCHMAJILHOW M JUCTAIBHOM yacTsax 3aBs3u (puc. 41).
BHemHuil BUA JaHHOTO MECTUKA, CHATBHIM MPU MOMOIIM CKAaHUPYIOLIETO 3JIEKTPOHHOTO MHUKPOCKOMA
(mepen M3TOTOBJICHUEM CEPHUH TOMEPEYHBIX CPE30B), MPEICTaBieH Ha puc. 37r. B mpokcumanbHOU
CBOEH yacTH 3aBsi3b Oblja JBYXTHE3JHOM, THE3/la UMENU OJUMHAKOBBIM pa3Mmep, B Ka)JOM M3 THE3[
TOPU30HTAIIBHO pacroyiarajachk cemsinouka (puc. 4106, B). ['panuma Mex 1y THE31aMH1 3aBsI3U TTPOXOIUTIA
B TPAHCBEP3AJIBbHOM MIIOCKOCTH: OJHO THE3/I0 Pacrojiarajoch B a1aKCHaIbHOM YacTH NECTHKA, a JPYroe
— B ero abakcuanbHOW uwactu (puc. 4106, B). JlucranbpHas 4acTh 3aBsi3W ObLTa OJHOTHE3IHOM, ¢
€IMHCTBEHHOMN CEeMSTIOYKOM, TPUKPETVICHHON B TPAaHCBEP3AJIbHOM YacTH THe3/a (Cpa3y Imociie mepexoaa
OT JBYXTHE3[JHOTO K OJHOTHE3JHOMY CTPOCHMIO THHElEs) U OPEHTUPOBAHHOM MO HANpPaBICHHUIO K
JUCTAIBHON YacTW MecTHKa. DTOT MECTHK HMMEI JIBa >KENIE3UCThIX BBIPOCTA, KAKIBIA M3 KOTOPBIX
pacrojiarajcsi HampoTUB COOTBETCTBYIOIEH CEMSIIOYKH MPOKCUMAIBHON YacTH 3aBS3H: OJUH — C
aJlaKCUaJIbHON CTOPOHBI MECTHKA, IPYyrol — ¢ ero abakcuaiabHON CTOpoHBI (puc. 41e). Xenesuctoie
BBIPOCTHl THHENES HaxOJWINCh TPUMEPHO HA OJHOM YPOBHE, COOTBETCTBYIOUIEM YpPOBHIO
MPUKPETJICHUST CEMSIMOYKU JUCTAIIbHOM YacTU 3aBS3U M CYLIECTBEHHO BBINIE MECT MPUKPEIUICHUS
CeMSIOYEK MPOKCUMATbHON YacTH 3aBsA3U. M3 Tpex mpokaMOHalbHBIX TSKEH, IPUCYTCTBOBABIIUX B
TUHeIIlee, IBa paclojaraiich Ha CEKTOpax KeJe3UCThIX BBIPOCTOB, a TPETUH, HHHEPBUPYIOIIHM BCe TpU
CEeMSIIIOYKH — B MEPETOPOIKE MEXKIY THE3JaMU MPOKCUMAIIbHOM YacTu 3aBsi3u. JJIMHHBIE AUCTaTbHBIE
BBIPOCTBI, KOTOPBIE Y MECTUKOB C OJHOTHE3/IHOM 3aBS3bI0 3aHMMANM a/IaKCHAbHOE WM ONH3KOE K
aJaKCUAJIbHOMY TMIOJIO)KEHHE, Yy JIaHHOTO IEeCTHKAa pPAacloJlaraliiChb TPAHCBEP3AJIbHO C HEKOTOPBIM

CMEIIICHHEM Ha aJlakCHalIbHYI0 CTOPOHY (puc. 37T).



Puc. 41. Bocxopsmiasi cepusi MONEPEUHBIX CPE30B KEHCKOW pPEenpoAyKTHUBHON emuHuibl C.
demersum ¢ aByMs 5K€JIE3UCTHIMH BBIPOCTAMH THHEIES U Pa3HbIM YKCIOM THE3] B MPOKCHMAIBHON U
JTUCTANTBHOM yacTsax 3aBs3u. OOl B 3TON penpoyKTUBHOM €IMHHUIIBI TOKa3aH Ha puc. 37r. a. Cpes
Ha ypOBHE NMPUKPEIJICHUS JTUCTOBUAHBIX MPUIATKOB 00epTKH. 0., B. Cpe3bl HAa YpOBHE MPOKCUMAIBHOU
JBYXTHE3THOW YacTH 3aBsi3M. B KakJIoM rHe3zie NMPUCYTCTBYET ceMsinodka. I. — e. Cpe3bl Ha ypoBHE
JUCTATbHOM OJHOTHE3AHOM YacTu 3aBsi3u. CTpeNKu Ha T., A. YKa3bIBAIOT HA PalyChl MPUKPEIUICHUS
JBYX AJUHHBIX JUCTAIbHBIX BBHIPOCTOB (cM. puc. 37r). 3Be3104YKaMH Ha TI., . OTMEUYEHBI PaTUYCHI
MPUKPETJICHUST JIBYX JKEJIe3UCThIX BBIPOCTOB THHELEs, KOTOpble BUAHBI Ha e. e. Cpe3 Ha ypoOBHE
MPUKPETJICHUST BYX JKEIE3UCTBIX BBIPOCTOB THHEIES. Tl — TJIaBHBIM MOOEr; JMO — JIMCTOBHIHBIM
MPHUAATOK 00EPTKU; M — MPOBOIAIINH MyYOK; C — CEMSTMOYKA; KB — KEJIE3UCTHIN BBIPOCT THHEIES; CK
— CIIM3EBBIIENSIONIAs Kene3ka. Macmitabublit otpe3ok paseH 300 Mkwm Ha a., 0., €, 100 MkM Ha B. — 1.

Kanan tpyGuaTtoil yacTu ruHenes, pacrooKeHHOW BBIIIE MECTa MPUKPEIUICHUS CEeMSTIOUYKH, Y
C. demersum B GOJIBIIMHCTBE CITy4aeB UMEJ Ha TOTIEPEUHOM Cpe3e CIUTIOCHYTO-3JTMIITHYECKYIO — JI0

MOYTH TpexityueBoi — popmy (puc. 39 1 —3, 40 M —0). TepmuHaIbHEE MECTA IPUKPETIIICHUS CEMSATIOUKU
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KaHaJI TpyO4aTOi YacTH TMHeles MOCTTEHUTAIBHO cpacTaercs. JIMHUS cpacTaHus UMEeT IPSIMYIO MU

U-o0pa3Hyro popMy Ha MOTIEPEYHOM CpPe3e.

3.11. CrpoeHnnme u pa3BUTHe 3KEHCKOW penpoaykTuBHoi emumHuubl Ceratophyllum
submersum

Kak u y gpyrux Bumo Ceratophyllum, penpoaykruBHbie eaumuunsl C.  submersum
pacroararoTcs paguycax Mey JUCTOBUIHBIMU OPraHAMU U BBITJIAIAT BHETIA3YIIHBIMU.

JXKeHckue penpoyKTHBHBIC CIUHUIBI cuasune W, kak u y C. demersum, oKpyXeHbI
HAaITOMUHAOIIEN OKOJIOLBETHUK MYTOBKOW M3 JIMCTOBUIHBIX IPUIATKOB PABHOTO pazmepa. Uucio stux
JUCTOBUIHBIX MPHIATKOB cocTaBiseT okojo 10 (puc. 42a, 6). JlucroBuanbie opraHbl modera
3HAYUTEIHHO 33JICP)KUBAIOTCS B PA3BUTHN OTHOCHTEIBHO PETIPOAYKTUBHBIX €AMHUIL 110 cpaBHEHUIO ¢ C.
demersum: Ha cramuu, Korga yriiyOJeHHE B IIGHTPE THWHENEes YK€ SBHO BBIPAKEHO, JHCTOBHUIHBIC
OpraHbl COOTBETCTBYIOILIETO y3Jia Mo0era HaMHOro KOpode IMEecTHKa I[BETKa M JIMIIb HE3HAUYUTEIbHO

MPEBBIIIAIOT 110 JJTMHE dJIEMEHTHI 00epTKH (puc. 43a).



Puc. 42. XKeunckue penpoaykruBubie eauuunbl C. submersum (COM). a., 6. XKenckas

PENpoyKTHBHAs €IMHUIIA B JBYX paKypcax. B., I. [IoOer ¢ jkeHCKOH pernpoayKTUBHON eIMHUILIEH Ha

CTaJAMM LBETEHHS W PA3BUBAIOIICHCS MYKCKOM pENnpoayKTUBHOM €IWHHUIIEH, pPACIOIOKEHHOW B
HIDKENIeXKalleM y3ie, B JBYX pakypcax. Ha pammyce MyKCKOW pEnpOAyKTUBHON €IWHUIBI B
HUKENIekKAIIeM OTHOCHUTEIbHO Hee Y3Jie MPHCYTCTBYET BEreTaTHUBHBIM OO0KOBOM moler. Myskckas

PCIIPOAYKTHUBHAA CAMHHULIA TPEACTABIICHA MHOTOYUCIICHHBIMU ThIYMHKAMHU U HpOKCHMﬁJ’IBHOﬁ MYTOBKOﬁ
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JMCTOBUIHBIX MPUIATKOB OOEPTKH. JINIO — JTUCTOBUIHBIN MPUAATOK OOEPTKHU; CK — CIU3EBBIICIISAIONIAS
KEJe3Ka; 3 — 3aBs3b; B — aJaKCHAIBHBINA JIUCTAIBHBIA BBIPOCT THHEINEs; abaB — abaKkCHAIbHBINA

HHCT&HBHBIﬁ BBIPOCT T'MHCLCA, aM — allUKaJIbHAas1 MCPpUCTEMA TJIaBHOI'O HO6€I‘a; T4 — ThIYHMHKA, on —

BEreTaTUBHBIA OOKOBOW MOOET; JI0 — JUCTOBUAHBIA OpraH TiaBHOTO mobera. MacmrTaOHBIH O0Tpe30K

paBex 300 MkMm.
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Puc. 43. XKenckue penpoaykruBHeie emuHuibel C.  submersum (COM). a. — B.
[TocnenoBarenbHble CTAaAUM pPa3BUTUA. A., B. AJaKcUalbHas CTOPOHA Ha PUCYHKE CBEpxXy. O.
AnakcuanbHas CTOpOHAa Ha pUCYHKe cmpaBa. Kaxkpas penpoayKTHBHAs €AMHHUIA TPEICTaBJIeHA
MECTUKOM, OKPY)KEHHBIM MPOKCHMAJIBLHOW MYTOBKOHW JMCTOBUIHBIX TPUIATKOB 00epTku. Ha B.
JUCTOBHJIHBIC TIPUJIATKH OOSPTKH yIAICHBI, HO BUIHBI PyOIsl oT HUX. Ha a., 6. mpumaTtku o0epTKH U
JMCTOBU/IHBIE OPTaHbl Y3JIOB NOOeTa e1le 0YeHb MaJIbl, U 3aTPYAHUTEIBHO Pa3IHUUTh UX MEXTy Co00i
0e3 JIONOJHUTENBHOTO TPENapupoBaHus. I'. YYaCTOK IMECTUKA HA CTaJUM IBETCHUS ¢ abaKCHaIbHOMN
CTOPOHBI; BUJHO, YTO OTBEPCTHE TMHEIES PACIOIOKEHO aCHMMETPHYHO. 1. — K. [lecTuk Ha craaum
[BETCHUS C IBYMS JUCTAIBHBIMH BEIPOCTAMHU Pa3HOTO pa3Mepa, B ABYX pakypcax. A. OOmuii Bu cOOKy.
e. Bun ¢ abakcuanbHOM cTOpoHBl. OTBEpCTHE THHEIES HAXOJUTCS 3a 3yOOBHUIHBIM abaKCHATBHBIM
BBIPOCTOM. K. JKeJe3WCThIi BBIPOCT MECTHKAa Ha J. KPYIHBIM IUIAHOM. aJJB — aJaKCHAIbHBINA
TMCTAITLHBIA BBIPOCT THHEIIES; OT — OTBEPCTHE THHEIIES; JITIO — JTMCTOBUIHBINA MPHIATOK OOCPTKH; CK —
CITM3EBBIICISIIONIAs JKeJe3Ka; 3 — 3aBsi3b; a0JB — a0aKCHANBHBIN TUCTAIBHBINA BBIPOCT THHEIES; KB —

KENE3UCTHIN BBIPOCT THHENes. MaciTaOHbIi 0Tpe30ok paBeH 300 MKM.

Ha panHMX cTagusx pa3BHTHS KPYroBOW BAJIMK THWHEIES MPUMEPHO OJUHAKOBO PAa3BHT B
abakcuanbHOM W amakchalibHOW 4acTu (puc. 43a). UyTh mo3ke B aJaKCHaIbHOW WM aJaKCUaTbHO-
TpPaHCBEP3AJIbHON YacTH BaJIMKa CTPEMUTENILHO Pa3BUBAETCS OUYEHb JUIMHHBIN JUCTalIbHBIA BBIPOCT
(puc. 42a, 6, 43 6 — 1). B 3penbIx mecTHKax AUCTAIbHBIC BHIPOCTHI 3HAYMUTEILHO JTHHHEE BCEX
JUCTOBUJIHBIX OpPraHOB y37la, B KOTOPOM pAaCIOJNIOKEHA JaHHAs pPEeNpoAyKTHBHAS €IUHUIA, U
MIPOJIOJKAIOTCS JaKe Jlajiee caMOM BEpXYIIKHU MM0oOera, HeCYIEro JaHHYI0 PENpOIyKTUBHYIO €TUHUILY
(puc.428, r). Kak ormeueno Bbiie, nectuku C. SUDMErsum xapakTepHO M30THYTHI [0 HAIPABJICHHUIO K
Bepxyike nodera. OTHOBPEMEHHO C Te€M, KaKk Ha aJaKkCHaIbHOW CTOPOHE BajMKa I'MHEles HauWHAeT
(dbopMHpOBaThCS NIMHHBIA AMCTAIbHBIA BBIPOCT, B a0AaKCHANbHOM YacTH THUHeLes OOJBIIMHCTBA
MECTUKOB BO3HUKAET JMO0 KOPOTKUN 3yOOBUIHBINA TUCTANBHBIN BBIPOCT, MO0 >KEIe3UCTHINA MPUIATOK,
CXOJHBIM C ee3ucThiM BbIpocToM runeress C. demersum (puc. 436, B, 1, K, 44H). B HEeKOTOpBIX
cllydasx B aJaKCHalbHOM dacTu Banuka ¢GopMupyrorcs oba »Tux oOpa3oBaHus. 3yOOBUIHBIN
HEXKEJIE3UCTHIN BBIPOCT COXPAHSETCS B XOJ€ AaJbHEHIIEero pa3BUTHS MECTUKA Ha YPOBHE OTBEPCTUS
THHEIIes, C JIATePaIbHBIM CABUTOM OTHOCHTEIBHO MEIHaHHO-a0aKCHaIbHOTO MOJI0KeH s (puc. 431, €).
B HekoTopbix nectukax abakcuambHO-TPAHCBEP3AIbHBIN 3yOOBUIHBINA BEIPOCT CPACTACTCS JIATEPAIBHO
C JUTMHHBIM a/IaKCHAJBHBIM BBIPOCTOM (pucC. 421, 431, 44 H — ). AOGAKCHAIBHBIN JKEIE3UCTBINA BBIPOCT
TMHEIes OYeHb KOPOTKHI U 3a4aCTyI0O COCTOMT BCETO M3 HECKOJBKHX KIETOK (puc. 43a, B, K, 44H); OH
BBISIBIISIETCS. HE BO BCEX MECTHKAX JAHHOTO BHJA U MOXET OBITh MHTEPIPETHPOBAH KaK PYAUMEHT
CIIM3EBBIICISIONICH >kele3ku. Ha Oonee paHHUX CTagusX pa3BUTHS PEMPOAYKTHBHOM €IMHUIIBI OH

pacrionaraercsi BOJm3u oTBepctus ruHenes (puc. 43a). [lozaHee B pe3yibrare YAJIUHEHUS TPyOdaToit
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YaCTH MECTHUKA KEIC3UCTHIN BBIPOCT OKa3bIBACTCA CYHICCTBCHHO Oa3aianHee OTBCPCTUA THHCLECA, HO
BBIIIIE YPOBHSI 3aBsi3u (pHc. 43B, k). B 070CTH 0THOTHE3THOH 3aBSI3U pacIoiaracTcsi 0JiHa CBUCAOLIAs
10 HaNpaBJICHUIO K JHY IOJIOCTH CEMSIOYKa, KOTOpasl NMPUKPEIUIEHA C aJlakCHaJbHOM CTOpoHBI. B

CTCHKE 3aBSI3U IMPOXOJIAT J[BA MPOKAMOHMAIBHBIX TSKa, OJIMH aJJaKCUAIBHBIN, IPYroil — aOaKCHaIbHBIH.

[TocnenHuii ”HHEPBUPYET CEMAIIOUKY.
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Puc. 44. Tlonepeunsie cpe3nl nectuka C. tanaiticum (a. —m.) u C. submersum (u. — ¢.). Ha Bcex
PUCYHKaX aJlakCHajbHasi CTOpPOHA IECTUKAa CBEpXy. a., 0. Cpe3 yepe3 3aBs3b IECTUKA HA CTaJuu
usereHus. Ha 0. mokazaH mpoBoAsIIMN Iy4OK KPYIHBIM IUIAaHOM. B. — M. Bocxozsimas cepust cpe3oB
[IECTUKA HA CTaJIM{ IOCJIE€ LIBETEHUs, NMOJOOHOTO TaKOBOMY Ha pHMC. 46/; JTUCTOBUJHBIE MPUAATKU
00epTKH yJaJIeHBI IepPeI U3TOTOBICHUEM CPe30B. B. «H0XkKa» ®KEHCKOH pernpoyKTUBHON SWHHMIIEI. T.
Cpe3 Mexy YypOBHEM IPUKPEIJICHUS IUCTOBUIHBIX NMPUAATKOB 00EPTKU U MOJIOCTHIO 3aBSI3U. A. — 3.
Cpe3bl Ha ypOBHE M0JIOCTH 3aBsi3U. 1. ba3zanbHas 4acTh MOJIOCTH 3aBsA3U. €. AJlaKCHaIbHAs YaCTh CTEHKU
3aBSI3U U3 1. KPYIHBIM IUIAHOM; BUJIEH IPOBOAALINM ITy4OK. K. Cpe3 uepe3 LEHTPaIbHYIO YacTh 3aBA3H.
3. Cpe3 Ha ypoBHE MPHUKPEIUICHUS CEMSANIOYKH. M. — M. Cpe3bl BBIIIEC YPOBHS TOJIOCTH 3aBsi3U (CTpeNKu
YKa3bIBAIOT HAa KaHAJ TUHElEes). K., J. Cpe3bl Ha YPOBHE KEJIEe3UCTOro BhIpocTa. H. — ¢. Bocxosmas
cepusl TIOMIEPEYHBIX CPE30B MECTUKA HA CTAIHWU IIBETEHHS BBIIIC YPOBHS IMOJOCTH 3aBsi3U (CTpENKH
YKa3bIBAIOT Ha KaHAJl THHEIes). DTOT NeCTUK MOJ00eH MecTuKy Ha puc. 42r, 43r. H. Cpe3 Ha ypoBHE
MKEJIE3UCTOTO BHIPOCTA (BUIHBI TOJBKO JBE XKEJIE3UCThIe KIETKU). 0. Cpe3 BhIlIE YPOBHS JKEIE3UCTOrO
BbIpocTa. M. Cpe3 Ha ypOBHE aCUMMETPUYHO PACIIOIOKEHHOTO 0TBepCcTHs runenes. p. Cpe3 Ha ypoBHE
MIPOKCUMAJIBHOM YacTH aJaKCHAJIbHOTO TMCTAJILHOTO BhIpocTa ruHenes. ¢. Cpe3 Ha ypoBHE TUCTAJIbHOMN
YacTH aJJaKCUAJIbHOTO BBIPOCTA TMHELIES. BK — BO3AYXOHOCHBIN KaHaJ; I — MPOBOAALIUI MYYOK; KB —

YKEJIE3UCTHIN BBIPOCT THHEIIES; C — CeMsTNouka. MacmtabHbIi 0Tpe30K paBeH S50 MKM.

3.12. CrpoeHue W pa3BUTHe KEHCKOH pempoaykruBHoii emmuHunbl Ceratophyllum
tanaiticum

XKenckue pernpoaykruBHble equuunsl C. tanaiticum, kak u y OByX APYrHX pacCMOTPEHHBIX
Beinre BuoB Ceratophyllum, pacrnonararorcst Ha pagrycax MEKTy JIMCTOBHIHBIMH OPraHaMH y3Jia U, B

OTJINYKE OT OOKOBBIX ITOOETOB, BHINISAAT BHEMA3YIITHBIMHE (puC. 45a).
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Puc. 45. Craguu pa3BUTHs KEHCKUX pernpoaykTuBHbIX equuun C. tanaiticum (COM). a.

MOJ'IOI[aﬂ, IO-BUAMMOMY, KCHCKas PENPOAYKTHBHAsA €IUWHUIIA, PACIOJOXCHHAA Ha PUANYCE MCEKIY
JIMCTOBUJAHBIMU OpPraHaMu y3jia. Taxke BUIAHBI JBa [BYXJIOIIACTHBIX JIMCTOBHUIHBIX OpTraHa
BBIIICJICKAIICTO Yy3JIa. HI/ICTOBI/I,[[HLIG MMPpUAATKH O6epTKI/I Ha HaHHOﬁ CTaauu C€uic HE C(i)OpMHpOBaJ'II/ICB.
0. Pannsas CTaaus pa3sBUTHUA IICCTHUKA. A,Z(aKCI/IaJ'IBHaSI CTOpPOHA BaJInKa T'MHELCA OTMCUCHA 3Be3I[0‘IKOﬁ.
Ha ﬂaHHOﬁ CTaINUH Y>KC 3aJI0OKUIIUCH JIMCTOBUJIHBIC IIPUAATKN O6epTKI/I. B. IlecTuk ¢ (1)OpMI/Ipy}OIJ_II/IMCSI

alaKCUAJIbHBIM OIUCTAJIbHBIM BBIPOCTOM. JINCTOBUIHBIE MNPpUAATKA O6epTKI/I ele o4eHb Masbl I. [lecTuk
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C PYIUMEHTOM abaKCHAIBHOTO YKEJIE3UCTOTr0 BhIpoCTa. . [IecTHK ¢ XOpomo pa3BUTHIM a0aKCHaIbHBIM
JKEJIE3UCTBIM BBIPOCTOM. €. - M. llocimenoBaTenbHble CTaguU PAa3BUTUSA KEHCKOW PENPOAYKTHBHOMN
€IMHULIBI (JKEJIE3UCTBI a0aKCHAJIbHBIM BBIPOCT OTCYTCTBYET). JKp€ — JKEHCKas pPENpOaAYyKTHUBHAs
€IMHUIIA; T — THHEIIeH; JIO — JINCTOBUHBIN OpPTaH TOTO K€ y3J1a ITaBHOTO T00era, 4TO U PeTpOTyKTHBHAS
€IMHUIIA; JIO+ — JIMCTOBUJHBII OpraH BbILIENIEKALIEro y3aa 1nodera (OTHOCUTENBHO Y3J1a, HECYIIEro
PENpPOAYKTUBHYIO €IMHUILY); JIO- — JIMCTOBUJIHBIA OpraH HUKEJEeXKAIEero y3ia noodera (OTHOCUTEIBHO
y3J1a, HECYLIETr0 PENPOIyKTUBHYIO EMHUILY) aJIIB — aJaKCHAIIbHBIN TUCTAJIbHBIN BHIPOCT TMHELES; JIITO
— JIMCTOBUJHBIN MPUAATOK OOEPTKU; KB — KEJIE3UCThII BBIPOCT TMHELES; O — OTBEPCTUE TMHELES; 3 —

3aBs13b. MacitabHbIi 0Tpe30K paBeH 30 MKM.

Ha cranum nBeTeHHs )KEHCKUE PETIPOIYKTHBHBIC €MHUIIBI CHIITIHNE, OJHAKO MO3/IHEE YIaCTOK
OCH PENPOTYKTUBHOM €IMHUIIBI TPOKCUMAIIbHEE MYTOBKH OOCPTKHU YIUTHHSETCS, GOPMHUPYS «HOKKY»,
HECYINYIO 00epTKY ¥ MOJI010# 1o (puc. 461). Och penpoyKTUBHOMN €MHUIIBI OKPYTJIas B CEUYCHUU U
Ha [TOTIEPEYHOM cpese, U, Kak u 'y C. demersum, umeer KoJIbI0 BO3yXOHOCHBIX KaHAI0B. JINCTOBUIHBIE
MpUAaTKU, 0Opa3yromue 00epTKy, MOTYT ObITh PACIOJIOKEHbI JTMOO MO BCEM OKPYKHOCTH OCH, JIHOO
TOJIBKO C OJTHOM ee cTOpOHbI (puc. 461). Kak/pIil 371eMeHT 00EpTKH HECET Ha KOHIIE CITM3EBbIICIISIOILY 0
Kele3Ky, OazanbHee KOTOPOM C JBYX CTOPOH TpPAaHCBEP3aJbHO PACIOJIOKEHBI JBa 3a0CTPEHHBIX
OTHOKJIETOYHBIX 3yOunKa (puc. 461). bazanbHee HUX O KpasM JIMCTOBUIHOTO MPUAATKA 00EPTKHA MOTYT
bopMHUpOBaThCs €Ille IOMOJHUTEIbHbIC 3y0ounku (puc. 46B). Kak u y C. submersum, nucroBumHbie
Oprasbl y3j1a 3a/Iep>KUBaIOTCS B Pa3BUTHU 110 CPABHEHUIO C IECTUKAMU PACIOJIOKEHHBIX B JAHHOM Y3Jie
PEeNpOayKTUBHBIX enuHull. Ha cragum, Korja B IEHTpe THHELEs IBHO BBIPAXKEHO yIIIyOJieHUE, a TaKkkKe
Ha TMOCIEYIOUUX CTaausaX, Korma (opMHpyeTcs M YAJIUHSETCS IUCTAIbHBIM BBIPOCT IECTHKA,

JIMCTOBUIHBIC OPTraHbl COOTBETCTBYIOIIUX Y3JI0B 3HAUUTEIBHO KOpOUE MECTUKOB (puc. 45 B — 3).



118

Puc. 46. Mopdoorust ;keHCKUX PeNpOyKTHBHBIX €IUHHUI] B MoJiogoro mioga C. tanaiticum

(CBM) a. PerOI[YKTI/IBHaH ¢AMHUOa C JJIMHHBIM aJaKCUAJIbHBIM MW KOPOTKHM abaKCHaJIbHBIM
SY6OBI/II[HBIM BBIPOCTAMH. 0. YdacTok IecTuKa perO,HYKTHBHOﬁ CAWHHUIA HAa d. KPYIIHBIM IIJIAHOM;
BUJICH a0aKkCHAIIbHBII 3Y6OBH,HHBIﬁ BBIPOCT. OTBepCTI/Ie THUHCUCA CKPBITO abaKkcHaIbHBIM JAUCTaJIbHBIM
BBIPOCTOM. B. PerO,Z[YKTI/IBHaH ¢IMHNIIa ¢ CAMHCTBCHHBIM (aI[aKCI/IaJ'IBHBIM) JAUCTAJIbHBIM BBIPOCTOM

THHECUCA, BUI C60Ky. I[Ba JIMCTOBUAHBIX IPpHUAATKA O6CpTKI/I YAAJICHBI, HO py'6I_IBI OT HUX BUJIHBI B npaBoﬁ
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HIDKHEH YacTH PUCYHKA. I. YYaCTOK MMECTHKA, MOJ0OHOT0 NECTUKY Ha B., C a0aKCHaJIbHON CTOPOHBI, HO
y JAHHOI'O IIECTHKA HUXKE OTBEPCTUA THMHEIES NPUCYICTBYET PYAUMEHT JKEIIE3UCTOTO BBIpOCTA. [.
Mononoii minoa. C oxHOW CTOpOHBI (OTMEUEHa 3BE3JI0YKOW) JUCTOBUAHBIC NPHUAATKH O00EpTKU
OTCYTCTBYIOT (B HATUBHOM COCTOSIHWH). aJ/IB — aJIaKCHAIbHBIM JUCTATBHBIN BBIPOCT THHEIEs; abaB —
a0aKCHAIIbHBIA JTUCTAJBHBIA BBIPOCT THHELES; JIO — JHMCTOBHIHBIA MPHIATOK OOEPTKH; KB —
KEJIE3UCTBIN BBIPOCT TUHEIIES; OT — OTBEPCTHE THHEIEs; 3 — 3aBs3b; CK — CIM3EBBIICIAIONIAS KEIe3Ka;

LT — MOJIOJION TIOJ; H — «HOXKa» PENPOAYKTUBHON ennHUIbl. MacmtaOHbIid oTpe3ok paBeH 100 MkmM.

Ha panHuX cTaaumsx pa3BUTHS JKEHCKOW pPENpOAYKTUBHOM €IMHMLBI ajakcuajibHas |
abakcHabHasi CTOPOHBI BAJIMKA THHEIESS] KIMEIOT PaBHYIO TONIHMHY (puc. 450). DneMeHTh 00epTKH Ha
3TOM 3Tare ele OTCyTcTBYIOT. [lo3/1Hee y 60IbIIMHCTBA TECTUKOB Ha a/JakCUaIbHON CTOPOHE TMHEeLes
pa3BUBAETCS JUTMHHBIA JTUCTANBHBIN BBIPOCT (pUC. 45 B — W), SJUTUNTHYECKUI B ceueHnn. OCHOBaHME
€ro M30THYTO [0 HampaBleHUI0 K Bepxymike mnoOera. IlpuOnu3uTensHO OJHOBPEMEHHO C
(dbopMHUpOBaHMEM 3aYaTKa JIUCTAJIBHOTO BBIPOCTa OOEpTKa CTAHOBUTCS pa3jMuyMMa B BHJE ClErka
JIONIACTHOTO BaJIMKa B OCHOBaHWUH ruHeres (puc. 450, B).

VY omnoro u3 mectukoB C. tanaiticum HaMm ymanoch OOHAPYXHTh SBHO BBIPAKECHHBIH
TPEYTrOJIbHBIN B CEUEHUH BHIPOCT a0aKCHAIbHOW CTOPOHBI, KOTOPBIN, OHAKO, ObLT 3HAYUTEIHLHO KOpoUe
aJlaKCHAJIbHOTO BBIPOCTA, TaKKe MMEBIIETOCsS Yy JaHHOro rmecTuka (puc. 46a, 6). B apyroi
PENpOAYKTUBHOM €IMHMIIE, HAXOJMWBIICHCS Ha paHHEW cTaauu pa3BUTHA (IO YUIMHEHHUS
a/IaKCHaJIbHOTO BBIPOCTA MECTHKA), HAOIIOAIOCh XOPOIIO Pa3BUTOE 3KEIE3UCTOe OOpa3oBaHHE Ha
abakcHalbHOM CTOpOHE BajuMka ruHenes (puc. 45m). B eme HECKONBKMX TECTHKAX B TOH IKe
abaKcHaTbHOM MO3UIUU MEXIY 3aBSI3bI0 U YPOBHEM OTBEpPCTHUS TMHELEs MPUCYTCTBOBAI PYAUMEHT
JKele3nucToro oopasosanus (puc. 45e, 46r).

3aBs3p nectuka C. tanaiticum ogroruesanas (puc. 44 a — 3). basajgbHee ypOBHS MPUKPEIUICHHS
CEeMSIIOYKH TMHEIEH UMEET B CEYCHHUH IUTHUNTUYECKYIO hopMy (puc. 44r). B mosiocTu 3aBA31 HaX0AUTCS
€MHCTBEHHAsI CEMANOYKA, IPUKPEIUICHHAS C a/IaKCHAJIbHOW CTOPOHBI ¥ CBUCAIOLIAs B IIOJIOCTh TaK, YTO
MUKpomnuiie oOpaiieHo K 6a3anbHOM 4acTu NOJ0CTU. B cTeHKE 3aBsI3U MPOXOAST 1Ba MPOKaMOUAIbHBIX
TSKa, OJTUH a/lakCUaJIbHBIN, APYroil — abakcuanbHbii (puc. 44 a — k). BOnu3u kaxaoro u3 HUX, Ommke
K mnepudepur CTEHKH 3aBsi3U, MPOXOIAT Y3KHE BO3JAYXOHOCHBIE KaHAlbl, HE CBSI3aHHbBIC
HEMOCPEJCTBEHHO C BO3JYXOHOCHBIMH KaHallaMU «HOKKH» PEMpOyKTHUBHOWU enuHuUlbl (puc. 44a, 0).
AnakcuanbHbIM TS MpoKamMOusi HHHEPBUPYET CEMSINOUYKY M pa3IMuMM B CTEHKE IecTHKa Oa3anbHee
ypoBHs ee npukperieHus (puc.44 a —3). Kanan tpyOuaroit yactu ruseniest moCTreHUTAIbHO CPAacTaeTCst
TEPMHUHAJIBHEE YPOBHS MPUKPEIUIEHHUs CEMAIOYKH, U Ha MOINEPEUHBIX Cpe3ax AAHHOW 4acTU TMHeLes
BHJIHA IIOYTH NpsMasi WIN CJIETKa U30THyTasl JIMHUS CMBIKaHHs BHYTPEHHUX CTEHOK KaHaja IEeCTHKa

(puc. 44 u —m).
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I'naBa 4. O06cy:kaeHue pe3yJibTaTOB

41, ®opMupoBaHHE HANPABJIEHUS TFeHEeTHYECKOH cnmupaiu (UIOTaKCUCa TJIABHOIO
nodera Nuphar u ero coxpaneHue nNpu BeTBJIEHHH NoGera

XapakTepHoit 0cOOCHHOCTBIO KOPHEBHII] 000MX M3y4eHHBIX HaMu BUI0B poaa Nuphar ssisercs
TOT (haKT, YTO HANPABJICHNE TEHETUYECKOH crimpany (uitoTakcuca (1o WM IPOTHB YacOBOW CTPEIIKH)
COXpaHseTCs TMpH BETBJICHUU (TaK Has3bIBaGMbIE «TOMOJPOMHBIE TOOeru» mo tepmuHoioruu K.J.
Dormer, 1965), To ecTb Bce BereTaTUBHbIE TOTOMKH OJJHOTO PACTEHHSI HIMEIOT CXOJHYIO XUPATbHOCTD.
He wuckioyeHo, 4YTO JaHHOE CBOWMCTBO, HapsAy C TEHETHUYECKUMH MapKepaMu, MOXET OBITh
WCTIOJB30BAHO TIPH TIPOBENEHUH TOMYJISAIUOHHBIX WCCIENOBAaHWKA W OIIGHKE COOTHOIICHUS
BEreTaTUBHOTO M TEHEPATHBHOTO TUTIOB pa3MHOkeHus y Nuphar.

Msl mpenmnoiiaraeM, 4YTO OHTOT€HETHUYECKHE MEXaHW3MBI, OTBETCTBEHHBIE 3a COXpaHEHHE
XAPABHOCTH  OOKOBBIX TMOOErOB TPWM  BETBICHWH KOPHEBHUIN, MOTYT OBITh CBSI3aHBI C
MIPOCTPAHCTBEHHBIMM PA3NMYHASIMU MEXAY TPAHCBEP3AJIIBHONW aHOJIHOM M TPAHCBEP3AJIBHOM KaTOJHOMN
YacTAMHU MMa3yxu Kporoiero ymcra 6okosoro nmoodera (El et al., 2020). ITo onpenenenuto, aHoaHAsS YacTh
OCHOBAHMS JIFCTA PACIOJIOXKEHA ONMKEe K KOHILy TeHEeTHYeCKON CIupany (QUILIOTAKCUCa, a KaToTHast
qacTh — Ommwke k ee Havany (Korn, 2006). Ilepmeiii muct GokoBoro mobera y Nuphar scerna
pacrioylaraeTcsi ¢ aHOJHOW CTOPOHBI Kporomiero Jjwcra (puc. 5). Y apyrux mnpeacTaBUTEsCH
MMOKPBITOCEMEHHBIX PACTCHHI PaCIoJIOKEHUE TIEPBOro Jincrta OOKoBoro mobdera pasnuuaetcs (Korn,
2006). Hammpumep, B corsernn Dioscorea tokoro kpororias gerrys mepBoro mBeTka BCEraa HaXOAUTCS
C KaTOJHOM CTOPOHBI Ma3yXH KPOIOILETrO JINCTA COLBETHS — TO €CTh B IaHHOM CJIydae Mbl Ha0Ito1aeM
KapTHHY, IPOTHBOIIOJIOXKHYIO TOM, KOTOPYIO BUAMM y KyOsimku (Remizowa et al., 2010a).

[Tockosibky BeTBiieHHE oOeroB y Nuphar mpuypodeHo k iarepaibHbIM CTOPOHAM KOPHEBHIIL
(60KOBBIX MOOETOB, KaK MPaBUIIO, HET HA BEHTPAIbHOM U TOP3aJIbHOM CTOPOHAX KOPHEBUINA), KPOIOIIHE
JUCTBSI OOKOBBIX MOOETOB OKAa3bIBAIOTCS PACIOJIOKEHBI HE CTPOro TpaHCBEp3asbHO, a Koco. Kak
HarasaHo mokaszano J.F. Chassat (1962), 60xkoBoii mober B pe3y/abTaTe 3TOT0 OKa3hIBACTCS HECKOIBKO
CMEIIIEHHBIM OTHOCUTEIIbHO MEIUAHHOIO IMOJOXEHHs B Ma3zyxe Kporouiero nucta. I[lpu stom ecTthb
CYIIECTBEHHbBIC Pa3NUyMs MEXIy AByMs CTOPOHAMHU riaaBHoro nodera. Ha onHoO# cTopoHe OcHOBaHHS
JUCTHEB TMOYTH TMapalljie/IbHbl HAIPaBJICHUIO TEHETUYECKOW CHHMpand, a Ha APYyrol — Mo4YTH
MepIeHIUKYIApHBl eMy. HecMOTps Ha 3TO cylllecTBeHHOE pa3inune, GUIIOTaKCHC Ha BCeX OOKOBBIX
no0erax HaYMHAETCs OJJMHAKOBO (MEPBBIH JIMCT 3aKJIaAbIBA€TCS B aHOIHOW TPaHCBEP3aJbHON MO3ULIUU
OTHOCHTEJIBHO KpOIoLIero Jjucra nodera). Ha 3Tom ocHOBaHMM MBI JielaeéM BBIBOJ|, YTO MOJIOKEHHE
NepBOro JucTa OOKOBOro 1mobera, BEpOSATHO, AETEPMUHUPYETCS BOJIU3M BEPXYIIKH IJIaBHOM OCH, Ilie

HAKJIOH OCHOBaHUs Kpotolero yimcta emie He BeipaxeH (El et al., 2020).
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Sapomeim Nuphar lutea o6namaer Ounatepanbhoit cummerpuern (Meitep, 1960). B 3penom
cemenu oH umeer nBe cemsnoiu (Tillich, 1990) u moueuky ¢ ABYMsI HaJICEMSAOIBHBIMU JIHCTHSIMU
(Guttenberg, Miiller-Schroder, 1958). JIBa 3THx JrcTa JeKaT B IDIOCKOCTH MeX 1y cemsnosimu (Meiiep,
1960; Haines, Lye, 1975), u HanpaBiieHHE TCHETHYECKOM CIIMPAIN Ha JAHHOM CTaIUH PA3BUTHS €IIIe HE
ompeeneHo. XUPaIbHOCTh MMOOEra CTAHOBUTCS BBIPAKEHHOHN JIHMINL C TOSBICHUEM IOCICAYIOIIUX
JIUCTBEB, PACIIOJIOKEHHBIX BHE MEKCEMSIOJIBHOW IUIOCKOCTH. MBI Ipe/roiaraeM, 4To CTOPOHA, C
KOTOPOM TOSIBUTCS TPETHH JIUCT 3apObIIa, ONMPEAEIeTCss BHEIHUMHU (DaKTOpaMu, BO3MOKHO, TPH
yuactuu rpasutaitun (El et al., 2020). Tpertuii nmuct 3apoapiiiia MOSBIISIETCS B X0/I¢ IPOPACTAHUS CEMEHU
(Guttenberg, Miiller-Schroder, 1958). Eciiu cemst ipu 3TOM JIEKUT TOPU30OHTAIILHO, JIEBas M ITpaBast €ro
9acTH (OTHOCHUTEIBHO MEKCEMSIONBHON TUTOCKOCTH) Pa3jIndyaroTcsi MO CTEMEeHH OJIM30CTH K 3eMIIe.
BeposiTHO, TpaBUTAMOHHBIA (DAKTOP HIPaeT KIIUYEBYIO pPOJIb M B YCTAHOBJIEHWH HarpaBJICHHS
ACCHMETPUYHOTO MHTEPKAISIPHOTO pocTa, mpeTepreBaemoro cemsmoisimu Nymphaeaceae (Sokoloff et

al., 2014).

4.2. 3aKoHOMEPHOCTH PACIOJIOKEHHS IIBETKOB Ha KopHeBuiax Nuphar

s Nuphar u Nymphaea xapaktephbl 0OIIMe 3aKOHOMEPHOCTH I[BETOpAcHojoxeHus. Kak
mokaszaso eiie 6otanukamu 19 Beka (Hanpumep, Raciborski, 1894a) u moaTrBepskacHO MOCIEAYIOMIMMA
uccnepoBanusmu (Cutter, 19573, b, 1958; Weidlich, 1976a, b; Schneider et al., 2003; Grob et al., 2006),
y Nymphaea nBetku He HIMEIOT KPOIOIIUX JUCTHEB U, [0 KpaifHel Mepe Ha MepPBbIi B3I, «3aMEIIalnT»
JIMCThS B HEKOTOPBIX MO3HIIUIX FeHeTHYecKoi crimpainu. Y Nuphar na0mrogaercst moxoxast CUTyarus, ¢
TEM OTJIMYHEM, YTO B OCHOBAaHWHM IBETOHOXKH y MHOTHX I[BETKOB JIAHHOTO BHJA IPUCYTCTBYET
MaJICHPKAH YeNIyeBHIHBIA (WIIOM (B HEKOTOPBIX CllydasX JBa 4YemyeBHIHBIX (uimioma). Kak
ormeuasiock panee (Cutter, 1959; Moseley, 1965, 1972; Schneider et al., 2003) u moarBeps;kaaercs
HAIIUMU HaOJIOJICHUSIMH, JaHHbIC (PUIUIOMBI HE PACIOJIaraloTCsl HEIMOCPEJACTBEHHO HA KOPHEBHIIE, a
CMEIIIeHbl Ha OCh PENpPOIYKTHBHO#M eauHHIbI, Hecymyto mBerok. M y Nuphar, u y Nymphaea
HAOJIF0/1aeTCsl TEHACHIUS K PACIIOJIOKCHHIO IIBETKOB «mapaMm» (B mo3urmsax N, N + 2 reneruueckoii
CIIUPAJIH).

[ToCKONBKY TOKPBITOCEMEHHBIM DPACTCHHSM B HOPME CBOWCTBEHHO IIa3yIIHOC BETBIICHHUE,
0a30Basi TUTNIOTE3a, KOTOPYIO CIIEIYET PACCMOTPETh, OOHAPYKHMB IBETOK 0€3 BHIPAXKEHHOTO KPOIOIIETO
JMCTa — 3TO THUIOTE3a O TEPMHHAILHOM IMOJIOKEHHH JaHHOTO mBetka. Jliast poma Nuphar mannas
THIIOTE3a BCTPEYAeT PsiJi MPOTUBOPEUHIA, PACCMOTPEHHBIX HIKE.

Ecnu uBetku Nuphar mopdoornyecku TepMHHATBHBIE, TO KOPHEBHUIIIA B 3TOM CIIy4ae SIBIISIOTCS
CHMITOIMATbHBIMH, U TPOJIOJDKEHUE TIOOeTa OKa3bIBaeTCsl 0OKOBOM BETBBIO, KOTOpasi BO3HUKIIA B TIa3yXe
CaMOT0 BEPXHEro BEreTaTUBHOTO JHMCTA. | 'OMOJIPOMHBIC CHMIOIMAIBLHO HapacTalolire MOOeTroBbIE

CHUCTCMbI, HAITOMUHAIOMIUEC BHCIITHC MOHOIIOAHUAJIBHBIC OCH, OIIMCAaHbI JJId psAda MOKPBITOCCMCHHLIX, B
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yacTHOCTH, Ut poaa Pinguicula (Lentibulariaceae), y mpencraBuTesieii KOTOPOTo jaTepaibHbIi mooer,
BU3YaJIbHO MPOJOJDKAIOIINN TIaBHYIO OCh, (popMHpyeTcs B ma3zyxe BEpXHEro BEreTaTWBHOTO JIMCTa
Hwke penyiuposanHoro comgerus (Wydler, 1857, Grob et al., 2007; Degtjareva, Sokoloff, 2012).
[MepBeiii nuct GokoBoro mobera y Pinguicula 3anuMaer aHOAHYIO MO3MWIMIO 1O OTHOIICHUIO K
KporolieMy JmcTy mobera (kak u B ciydae kopHeBuima Nuphar). B pesymbrare Takoro ero
PaCTIOJIOKEHUST JIMIIh BETeTATUBHBIC JIMCThS CHUMIIOJUAIBHO HApacTalomeld MOOETroBONW CHCTEMBI
MIPOM3BOJIAT BIIEYATIICHUE PACIIOJIOKEHHBIX HEMPEPHIBHO 10 criupanu ®ubonauun. PemynnpoBaHHbIC
COLIBETHS K€ HE SBISIIOTCA WICHAMH A3TOM chupanu. TakuMm o0pa3oM, CXOJICTBO CHMIIOANAIBHO
Hapacraromux mooderossix cucrem Pinguicula u kopaesuin Nuphar u Nymphaea (Raju, 1969) sieisiercs
mumb noBepxHocTHeIM (Grob et al.,, 2007; Degtjareva, Sokoloff, 2012). MoxHo mpencTaBuTh cede
HECKOJIBKO MHYIO CHTYAIMIO, KOTJ]a B CHMITOIHAIFHO HApaCTaroIIel TOOeTOBOM cHCcTEMe TIEPBBIN JINCT
KaX/I0T0 OOKOBOTO T00era 3aHWMAaeT KaTOJTHYIO TO3WIUIO, U OCh KKIOTO MOPsIKA 3aKaHIYUBACTCS
TEPMUHAIIBHBIM IIBETKOM. TeopeTHdecku B 3TOM ciydae chopmMupoBaiach Obl oOeroBasi CUCTEMa,
COOTBETCTBYIOIIAss 0cOOCHHOCTsIM, HaOmomaembiM y Nuphar. OmHako, BO-IEpBBIX, HESICHO, MOYEMY
MIEPBBIH JINCT TUTIOTETHYECKUX MOOETOB, «ITPOIODKAIONINX» OCh MPEABLIYIIETO MOPsIKa, BOSHUKAET B
KaTOJIHOM MO3HIINH, a IEPBbIN JTUCT HAOIIOJaeMbIX Ha KOPHEBUIIIAX OOKOBBIX MTOOErOB — B aHOAHOMU. Bo-
BTOPBIX, B TaKOIl CHUMIIOJMAIbHO HapacTarollel moOeroBoil cucTeMe HEeBO3MOKHO ObLII0 Obl HAJIUYHE
JIBYX I[BETKOB, 3aHUMAIOUINX COCEIHUE TIO3UIMH B «UTOTOBOW» reHeTHuecKoi crupanu. /s pa3purus
CUMIIOIMAIbHO HapacTaloIIe CHCTEMbl BU3YaJIbHO MPOIOJDKAIONINX IPYT IpYyra MoOeroB Cieyomnero
Mopsifika KakKJbld OOKOBOHM TMMOOETr, MpOJOJDKAIONIMK TJIABHYIO OChb, JO/DKEH C(HOPMHPOBATH Kak
MUHHUMYM OJIMH BETETaTUBHBINA JIUCT mepes oOpa3oBaHHMEM TEPMHHAILHOTO I[BeTKa. B maszyxe sroro
BEreTAaTUBHOIO JIMCTa BO3HUK Obl OOKOBOW mMOOEr cieayroliero mopsjaka, u T.0. Takum oOpa3om,
CHMITOIMaJIbHAS MOJICTb CTPOeHHUs MoOeroBbix cucteM Nuphar yaauso oObSICHSCT Clydau MOSBICHHS
1BeTKOB B 1o3uiusax N u N + 2 (B 3ToM cirydae auctbs ¢ Homepamu N-1 u N + 1 SBisitoTCs KpOIOmUuMu
JUISL «TIPOJIOJDKAIOIINX» OCh OOKOBBIX MOOET0OB), HO HE B COCTOSIHUU OOBSICHUTD CIy4ad BOSHUKHOBEHUS
uBetkoB B mo3unusx N u N + 1. Takue ciydau peakd, HO MMEIOT MECTO M JIOKyMEHTAJIbHO
noaTBepxkaeHs (puc. 4a, cMm. takxke Dormer, Cutter, 1959).

C y4eToM ONMMCaHHBIX BBIIIE 3aKOHOMEPHOCTEH, MBI TIOJTHOCTHIO MOJIEP’KMBaEM MHEHHUE OoJiee
pannux aBropoB (Raciborski, 1894a, b; Cutter, 1957a, b, 1958, 1959; Chassat, 1962; Moseley, 1972;
Schneider et al., 2003; Endress, Doyle, 2009, Savinykh, Shabalkina, 2021) o MmoHomoIMaIBHOM THITE
Hapactanus kopuesuny Nuphar. J[pyrue Bompockl, o0CykaaeMbie B pab0TaX, OTMEUEHHBIX BBIIIE, W
JaneKkue OT CBOEro pasperieHus, 3To: (1) pacnoiokeHbl U IBETKH Ha OCSX BTOPOTO MOPSAIKA IO
OTHOIICHUIO K KOPHEBUIIY JIMOO Ha OCSAX TPETHEro MOpsKa (B MOCIEAHEM CIydae MOKHO TOBOPHUTH O
PEAYIIMPOBAHHOM COIBETHH); (2) SABISETCS JIM MaJCHbKUN YelTyeBUIHBIA (QUILTOM KpOIOIIeH delryei

IBCTKAa HUJIN IICPBLIM ITPOU3BOAHBIM (I)HOpaHBHOﬁ MCPUCTEMEIL, a4 B CJIyda€ HAJIMYUA IBYX YCITYCBUAHBIX
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(GWIIOMOB — UMEIOT JIX OHM CXOJIHO€ MPOHMCXOXKAeHHE; (3) MPUHAUICKUT JIU a0aKCHATIBHBIA (QUILTIOM
KOPHEBHIILY, IPH 3TOM OKa3bIBasCh CMELICHHBIM Ha OCh, Pa3BUBIIYIOCS B Ma3yXe JAHHOTO (HILIIOMA,
00 ATOT PUITIOM IPUHAICKUT OOKOBOM OCH, KOTOPasi, TAKUM 00pa30M, OKa3bIBACTCS BHEMA3YIITHOM.

Bonbioit unrepec npenacrasisier runoreza M.F. Moseley (1972) o moberoBomM npoucxosxJ1eHuu
0a3aJbHOr0 YJacTKa OCH LBETOHOKKHM HIDKE MECTa MPUKPEIUICHUS YEHIYHKH. ABTOpP TOIYEPKHBAET
3HAYEHHE JAHHBIX 0 BacKynatype (oHu onmcanbl B padore M.F. Moseley, 1965) u rucronorudeckoro
aHaJIM3a MEPUCTEM IPH PEIICHUH BOTIPOCA O COXPAaHEHHUH JINOO HAPYIICHUH TeMMaKCHIUISIPHOCTH B XO/I€
dopmupoBanus 1BetkoB Nuphar. ITo ganuaeim M. F. Moseley (1965), BackynaTypa Tak Ha3bIBaeMOM
0a3aTbHON YacTH NBETOHOKKH CYIIECTBEHHO OTIIMYAETCS OT MPOBOJSMIICH CHCTEMBI YUIMHEHHOU ee
yactu. Hamm npenBapurtenbHbie HAOIIOICHHS TOJHOCTRIO moaTBep kaatoT 3tu aanubie (El et al., 2020).
bazanpHast 4acTh ocu, Hecylled IBETOK, UMEET Ha MOMEPEYHOM CPe3€ OJHO KOJBILO MPOBOISIINX
MTy4YKOB, KaK 3TO CBOMCTBEHHO OCH MOOETra, B TO BpeMs KaK OCHOBHAS YIUTMHEHHAsI 4aCTh [[BETOHOXKKHU
Ha Cpe3e MMEeT JBa KOHIIEHTPUIECKHUX KOJIbIA TPOBOSIINX TYYKOB — CTEISIPHOE M KOPTHKaIbHOE. B
IMCTANbHOM (parmMeHTe 0a3albHOTO y4dacTka OOKOBOW OCH TPOBOJIINE Iy4KH (OPMHPYIOT
CIUIETeHHE, TpEeJCTaBisiomee co00i KOJBIO C TOMEPEYHBIM TSDKEM, W OTCIoJa OepyT Hadalo
KOHIIEHTPHYECKUE KOJIbIa MPOBOISAIIMX ITyYKOB OCHOBHO# JiHBI 1iBeToHOXKH (Moseley, 1965, 1972).
N3yuas anatomMmuyeckue cpesbl 60koBoit ocu, M. F. Moseley (1965) oGHapy»uT IEpETSHKKY MPSIMO HaT
MPOKCUMAITBHBIM COCYIUCTBHIM KOMITJIEKCOM, KOTOpasi BHEIITHE OT/IEJIsIa OCHOBAaHHE OCH OT COOCTBEHHO
IIBETOHOKKH. OTMEUYEHHBIE OCOOCHHOCTH BACKYJATYPhl BBISBISIOTCS TPH HM3YYECHUH TIOJOKCHUS
MPOKaMOMAIBHBIX TSHKEH yXKEe Ha CTaJAUd 3aJI0KCHHS YallleIMCTHKOB, 3HAYMTEIBHO paHbBIIE, YeM
[[BETOHOKKA MpeTeprieBaeT nHTepKarsapHbiii poct (Moseley, 1972). M.F. Moseley (1972) otmeuaeT, uto
[0JTy4eHHBIE MM JIaHHBIE, Hapsaay ¢ nanuasiMu E.G. Cutter (1957b, 1959), noka3sIBalOT MPHHAIICKHOCTD
YemyeBUAHOTO (WIIOMa K TPOKCHMMAIbHOW YacTH OOKOBOHM OCH, MPH STOM MPOBOJISIIMNA ITYYOK
Yemyidkd OepeT Hayallo OT Iy4yKOB Oa3zaibHON 4actu ocu. [IpuHMMas BO BHUMaHHE CXOJICTBO B
PacCIOJIOKEHHUH IIBETKOB M OOKOBBIX MOOEroB Ha KopHeBwmie KyObiku, M.F. Moseley mpuxoauT x
BBIBOJY, YTO KOPOTKHUU MPOKCHUMAJIbHBIH Yy4acTOK OOKOBOW OCH SIBJISICTCS HE YaCThIO IIBETOHOXKKH, a
IpeCTaBIsAeT cOOOM KOPOTKYIO OCh — JMO0 pemylupoBaHHyio BeretatuBHyro (Cutter, 1957b), nmubo
pyaumeHTapHyto och corerus (Moseley 1972: 279, Schneider et al., 2003). ITo ero MHEHHIO, TPEIOK
Nuphar mor umeTts comBeTus ¢ 6oJice YeM OJHUM I[BETKOM, U YeLTyeBHIHbIH GriioM (eciu GpUuioMOB
HECKOJIBKO, TO 3TO OTHOCHUTCSI KO BCEM) HE TOMOJIOTHUEH YacTsIM LIBETKa, a sABjsgeTcs OpakTeel. Takxke
M.F. Moseley (1972) mokazai, 4To NpUMOpPHii, BHOCIEACTBUN (POPMHUPYIOIINET OIMCAHHBINA KOPOTKHUIA
(¢parMeHT peaynHpOBaHHOW OOKOBOM OCH C YEINIyeBHJIHBIM (DUIJIOMOM M COOCTBEHHO I[BETOK, Ha
PaHHUX CTAJUAX PAa3BUTHS HMEET TAKYH K€ THUCTOJOTHYECKYIO 30HAIIBHOCTh, KaK W aluKaabHas
MepucTteMa KopHeBuma. OH NPHUBOAUT 3TOT (AKT KaK CBUJICTEIBCTBO B MOJb3Y HHTEPIPETALUH

0a3aJIbHOM YaCTH OCH KaK peﬂy]_II/IPOBaHHOﬁ OOKOBOI BETBU KOpHCBHUIIIA, SIBIISIOIIEICS] OCBIO COIIBETHS.
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Onnako 3HAUYeHWE [AHHOM OCOOCHHOCTH 30HAJBHOCTH MEPHCTEM HE CIEQyeT IepeolCHUBATH,
MMOCKOJIBKY TOJ00HAsi THCTOJIOTHYECKash 30HAIBHOCTh, KaK CIEAYyeT M3 JaHHBIX TOTO K€ aBTOpA,
COXpPAHSETCS W y MPUMOPIUS COOCTBEHHO IBETKA BIUIOTH JI0 PAHHUX CTAJUN Pa3BUTUS aHAPOLES
(Moseley, 1972).

Takum oOpazom, mo mHenuto M.F. Moseley (1972), nBeTok KyOBIIIKM HaXOAMWTCS Ha OCH
TPETHETO MOPSIKA B MMa3yxe Yenryiku. [1macToxpoH Mexay 0o0pa3oBaHUEM YEITyeBUIHOTO (QUILIOMA H
MIEPBOTO YAIISIUCTHKA TOpa3/io [UIMHHEE, 9eM MKy (OpPMHPOBAHUEM JIFOOBIX JIBYX YaIICTUCTHKOB.
3a10)KCHIE YAIIEIMCTUKOB MTPOUCXOUT OYCHb OBICTPO, M HAM HE YAaJI0Ch HAWTH HHU OJHOTO IIBETKA HA
CTaJIM¥ Pa3BHUTHS, COOTBETCTBYIONICH HAJIMYUIO JIUIIb OJHOTO YalleNuCTHKa. llpu wcciaemoBaHun
paHHUX CTAJIUH Pa3BUTHS IBETKA MPHU TOMOINN CKAaHUPYIOIIETO 3JIEKTPOHHOTO MHUKPOCKOTIA 3aMETHO,
910 (hIopaybHAsS MEPUCTEMa YETKO OTTPaHNYEHA OT MTPOKCHUMAIILHOW YacTH OOKOBOH OCH. AHAU3HPYS
9TH JaHHBIE, JIOTHYHO TMPEANOIOKUTh, YTO YEHTYEeBUIHBIA (PHIIIOM MPUHAIICKUT OOKOBOM OCH, a
1BETOK (OPMHUPYETCS B Ma3yxe JaHHOTO (IIIIOMA, 3aBeplias OCh TPEThEro TMOpsjaKa, KaKk 3TO U
npeamnosaraet Moseley (1972).

Ha nepBeiit B3rIIs11, 3a10’)KEHUE YEITYWKH M 1BETKA B BHUJE MEPBOHAYAIBHO OOIIEro 3ayaTka
MTOJTBEPIKIa€T MOP(HOTOTHIECKYIO TPUYPOUSHHOCTh YEITYHKH K OOKOBOW OCH (K COXKaJICHUIO, paHHUE
CTalMM Pa3BUTHS LBETKOB C JIByMs YellyiikaMH HaMH OOHapyXeHbl M M3ydeHbl He Obui). OgHaAKO
Cllydau CMEUICHHs KPOIOIIETro JIUCTa Ha LIBETOHOXKKY (SIBJICHHE PEeKayJIeCHEHIIUN) XOPOIIO U3BECTHHI Y
00JIBIIIOTO YKCIIa TIOKPHITOCEMEHHBIX pacTeHwmii , B ToM unciie y Amborella (Endress, Igersheim, 2000)
u HekoTophix marHoauu (Endress, Lorence, 2020). 3anokeHne KPOOIIETo JIMCTa U Ma3yIIHOTO BETKA
B BHJIC €IMHOTO 3adaTKa TaKKe W3BECTHO y psAAa TakCOHOB (Hampumep, Remizowa et al., 2013).
Hakonern, npuanMasi 4emryiky (WM 4erryiku) KyOBIIIKM Kak OpraH OOKOBOTO IMOOera, Mbl JiejacM
BBIBOJI O BHEIA3YIIHOW MpUpojie 3Toro 00koBoro mnodera (B TO BpeMsl Kak OOKOBbIE BereTaTHBHbBIC
noberu KyObIlIKU Ma3ymiHbie). ClieqoBaTeNbHO, CYIIECTBYET BeCKasl IPYIa apryMEeHTOB B MOJJIEPKKY
TOYKH 3pEHUS O TOM, YTO yellyika KyOBIIIKU (B cllydyae HaJIMYMs JBYX YellyeK — MO KpaiiHeil mepe,
nepBasi U3 HUX) €CTh OpraH TJIaBHOW ocH (KOpHEBHUIA) M MpPEACTaBiseT co00il penylupoBaHHBIN
kpotormuii nuct userka (Endress, Doyle, 2009). B pamkax 3Toii runoressl IBETOK, TAKUM 00pa3oM,
3aBeplIaeT OCh BTOPOTO, a HE TPETHETO, MOPSIKA.

Takum O6p2130M, C YBEPCHHOCTBIO MOKHO YTBCPIKAATH JIMIIb TO, YTO LIBCTOK U abaKcHaIbHBIN

¢wutom (ummomel) npuHaieskaT K ocsM  pasuoro mopsaka (El et al, 2020). Drtor BBIBOI
MOJITBEPIKAACTCSA, B YaCTHOCTH, OTHOCHTEJILHBIM pPaClOJOKCHHEM YEIlyeBUAHOTO (GHUTIOMa M
YalIeUCTHKOB. XOTS TOJIOKEHHE YallleIMCTUKOB Jpyr OTHOocuTenbHO napyra y Nuphar Becbma
CTabUIIbHO, abaKCHATBbHBIN (UIIOM B OOJIBIIMHCTBE CIy4acB HE BIHCHIBACTCS B MOCIIEI0BATEIBHOCTD

PACIIOJIOKCHHU YalICIIMCTUKOB (pI/IC 8 a-— e). HanpaBneHI/Ie, B KOTOPOM «OTJIOKCH» YroJl MCXKIY
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(GWIIOMOM M MEPBBIM YaIIETHCTUKOM, B OOJIBIIMHCTBE CIY4aeB SBISETCS MPOTUBOIOJIOKHBIM TOMY, B
KOTOPOM «OTJIOXKEH» YroJI MEXK1y NEPBbIM ¥ BTOPBIM YalleMCTUKaMH (puc. 8 a — e).

K cosxanenuto, kak 1 MHOTUM OoJiee panHuM aBropam (Schneider et al., 2003), Ham He ynanoch
W3YYHUTh Pa3BHTHE PEMPOIYyKTUBHBIX CIWHUIL C JABYMS YeITyeBHIHBIMH (priuiomMamMu. B smreparype
OTCYTCTBYIOT JJAHHBIE 110 OTHOCUTEIIFHOMY PACIIOJIOKEHHUIO YalIeIMCTUKOB U BTOporo ¢umioma. Eciu
BepHa runote3a M.F. Moseley (1972) u 06a yamryeBuHbIX (HUiuIOMa MPUHAUIEKAT TPOKCUMAITBHOMY
YYaCTKy pEeAyUHUpPOBAHHOW OOKOBOW OCH, HECYIEeW I[BETOK, TO B CllydasgX C JBYMs YEIIyHKamMu
MOJIOYKEHHE YAIIESIIMCTHKOB 10 OTHOIIEHUIO KO BTOPOH M3 HUX JOJDKHO OBITH TAKUM XK€, KaK B IIBETKAX
C OJHOW YEIIyWKOM IO OTHOLICHWIO K ITOW €IMHCTBEHHOW demylke. Ho Hamm naHHbIE 3TOMY
npoTHBOpeyaT. B 000ux BCTpeueHHBIX HAMH IIBETKAX C IBYMs (DMIIJIOMaMH IIPA OCHOBAHUHU OCH BTOPOI
¢bwoM Mor OBITh MHTEPIPETUPOBAH KaK TMPEANISCTBYIOIINN MEPBOMY YAIIEIUCTHKY YICH CEPHH
gameukn (puc. 8 1,e), ¥ eclu €ciaW ITO TaK, TO JAHHBI BBIBOJA OTYACTH MOJTBEPKIAET MHEHHE
E.G. Cutter (1957), xoTopasi mpUXOJUT K BBIBOAY O TOM, YTO HYEIIyiHKa MPEACTABIIAECT COOOM MEePBBIi
opran Ha ocu nBerka. OJHAKO, ONHMCAaHHBIE HAMHU CJIy4al COXPAHEHUS a0aKCHaIbHOW TIO3HIHH
€IMHCTBEHHOU YeITyHKH TPH MOCIEeTYIOMHX cOOsIX B Yalleyke TOBOPAT O HEKOTOPOl aBTOHOMHOCTH
JemyiKky U cTaBsaT o comuenue BoiBo E.G. Cutter (El et al., 2020).

Taxoke Hamy HAaOMIOACHUS MO3BOJAIOT YyTOUHUTH danHble E.G. Cutter (1957) 06 unHEepBarmmn
yerryiiku y Nuphar. B oHOM #3 I[BETKOB ¢ JByMS YelIyHKaMU MPH OCHOBAHHU IIBETOHOXKH MEpBast
(ba3anpHas) yernyiika OKa3anaach JIMIIEHA POBOISAIIETO my4uka (puc. 7 K, 7). BuauMo, npudauHO#i 3TOro
sBisieTcss (opma AaHHOW uyemnnydkm (Oojee KOpOTKash M IMHPOKas, 4YeM OOBIYHO, OJM3Ka K
MPSIMOYTOJIBHOW B CEUCHHH; YEITYHKH TaKOW (DOPMBI BCTPEYAIOTCS M Y IIBETKOB C OJTHOM YEHTYHKON —
CM. pHC. 73, H).

Takum oOpa3om, HaM MpeAcTaBIsAeTCs Hanboee BEPOSATHBIM, YTO MEPBBIN (U 11 OOJIBIIMHCTBA
L[BETKOB €TMHCTBEHHBIN) YEHITYeBUIHBIA (PUIIIOM SIBISIETCS OpraHoM (HOJIMAPHOTO MPOUCXOKACHUS U
npejacTaBisieT coOOM KpOMOMIMKA JIMCT LIBETKa, B TO BpeMsl Kak BTOpas, MPUCYTCTBYIOIIAs JHUIIb Yy
HEOOJBIIOr0 YHMCIa IBETKOB, MPUHAIICKUT, BEPOSITHO, OCH I[BETKa M SBISIETCS OpakTeoJoi
(mpodmmnom). Mel mpennonaraeM, 4yto GuiuioM 1 MPUHAIEKUT OCH BTOPOTO MOPSAKA, a IBETOK
3aBepUIaeT OCh TPEThEro MOpPsAKa, OJHAKO TPYAHO OMPOBEPTHYTH THUIIOTE3y O MPHUHAJICKHOCTU
¢unmoma 1 k ocu nepBoro nopsiaka (KOpHEBHUIIY), B paMKax KOTOPOW IIBETOK 3aBEPIIAET OCh BTOPOTO

nopsizika (Raciborski, 1894a; Chassat, 1962; Endress, Doyle, 2009, El et al, 2020).
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4.3. 3akoHOMEpPHOCTH BeTBJIeHHsI KopHeBuul Nuphar u BbIOOp mporpaMMbl pa3BUTHSA
0OKOBBIX 0CEBBIX OPTaHOB

Hamu nHaOmiofeHuss MOATBEP)KIAIOT BBIBOJABI 00Jiee paHHUX aBTOPOB O 3aKOHOMEPHOCTSIX
PacCIoJIOKEHHUS BET€TaTUBHBIX JTUCTHEB, PEIIPOTYKTUBHBIX €IUHHUI] K OOKOBBIX TOOETOB Ha KOPHEBHUIIAX
Nuphar (Raciborski, 1894a; Cutter, 1957a, b, 1958, 1959; Dormer, Cutter, 1959; Chassat, 1962).
Haunbosiee xapakTepHOl OCOOCHHOCTBIO SIBISIETCS HAJMYUE MAP «IIBETOK-IBETOK» WM «IBETOK-
00okoBo# mober» (B mo3umusax N, N + 2 reHeTH4ecKol criimpann). B HEKOTOPBIX CiTydasx jJajee cleayeT
uBetok B mo3unuu N + 4. V mpexacraBureneii poga Nymphaea takue «cepuu» IBETKOB B YETHBIX
MO3ULUSAX T€HETUYECKON CIUpaIl MOTYT ObITh 3HauMTENbHO JUIMHHee. Kak mokazanu K.J. Dormer u
E.G. Cutter (1959; cm. Taxxe Dormer, 1965) u kak moaTBep)K /1T HAIIIC HCCIIEIOBAHKE, €CITU B TO3UIHN
N pacroio’keH 1BETOK, TO BEPOATHOCTh Hamnuus 1BeTka B mo3urmsax N + 1, N+ 3 u N + 5 s Nuphar
kpaiine mana (puc. 4B). K.J. Dormer u E.G. Cutter (1959) rtaxke BBISCHHJIM, YTO HAWOOJbIIAs
BEpPOSTHOCTh HAJMYHS €IIe OJHOTO 1BETKa HAOII0aeTCsl Ha paccTOsSHUM 11-15 4IeHOB reHeTHnYecKon
CIUPAJIH OT Mapsbl (MK OT OJAMHOYHOTO I[BETKA, €CIIM OH JIMIICH «I1apbl»); OHU WHTEPIPETUPOBAIH ITO
KaK MEepUOJIUYHOCTh C OOJBIINM IIaroM IO CPAaBHEHMIO IIaroM B OJMH OpraH, pa3AeisiouuM YJIeHOB
oaHou mapel. OMHAKO, NAaHHBIE aBTOPHI HE MPOBOJWIIN aHAIN3 BEPOSITHOCTH TOSBJICHHS I[BETKA Ha
paccrossHun Oosiee 21 ujeHa TEHETHYECKOW CIHMpaid OT MMEIoIIerocs mpeTka. Hamum HaOmroneHus
MOATBEPKIAI0T BBIBOIBI O HAJTMUUHU 30HBI HU3KON BEPOSTHOCTH IMOSIBICHUS LIBETKA, COOTBETCTBYIOIIEH
paccrossuuto B 11-15 wienoB crupanu (uimoTakcuca OT HMMEIOIIErocs IBeTka Jmbo mapel. Ha
MMOCTPOCHHOM Hamu Tpaduke (puc. 4B), WIUTIOCTPUPYIOIIEM TaHHYIO TCHACHIINIO, IMEETCS JIUIIb cadoe
MOHI)KEHUE, BO3MOXHO, OOBICHSIONIEECS BTOPUYHBIM BIUSHUEM IIBETKOB, DPACIOJIOKEHHBIX Ha
pacctossuuu 11-15 wieHoB reHetnueckoi crnupaiau. Takum oOpazoM, 3ameTHbl aBa siBieHHs: (1)
TEeHJCHIMS K (POPMHUPOBAHUIO IIBETKOB B YETHBIX MO3ULHUAX OTHOCHUTEIHHOIO MMEIOIIETOCS LIBETKA,
KOTOpas ucuesaet nocie nosuipu N+4 y Nuphar, Ho mpogomkaercs qanee o kopueswuiny y Nymphaea
(Dormer, Cutter, 1959); (2) uaruObupoBaHe BOZHHKHOBEHHS IIBETKOB HA OINPEICICHHOM PAaCCTOSHHH
OT CYIIECTBYIOIICTO IBETKA WK mapbl. [lociaeqHsss TeHACHIIUS 0COOEHHO CHIIbHO BhIpakeHa y Nuphar
advena (K.J. Dormer a. E.G. Cutter, 1959 He oOHapyXHJIu HH OJHOTO [BETKA Ha PACCTOSIHUU B 3-7
YJIEHOB T€HETUYECKOM CITUPATU OT UMEIOIIETOCS ).

Crnenyet otMeTuTh, yTo 1BeTKU B mo3unusix N, N+2, N+4, xoTs u pa3aeneHbl BereTaTUBHBIMU
JTUCTBSIMU TI0 XOAY 2eHemu4eckou cripany (UIoTakcuca, 3aHUMAlOT COCeTHNE TIO3UIIMU Ha OJTHOM U3
KOHTaKTHBIX napactux. ®dusnyeckoe paccrosinue Mexay mo3uusiMu N u N+2 Ha ToicToM KopHEBUIIIe
C YKOPOUEHHBIMU MEXJIOY3IHSIMHU TOPa3a0o MeHblle, ueM Mexkay nosutusamu N u N+1. Oto maet moBoa
3aJlyMaThCs O BO3MOXKHOM CYIIECTBOBAHUM KaKUX-TO TUTIOTETUYECKHX MOP(HOTEHETHYECKIX CUTHAJIOB,
pacIpOCTPaHSAIONIUXCS  BJIOJIb MApacTUXW M BIUSAIOMUX HAa MOP(OJIOTHYECKYIO MPUPOIY

middepeHIUpyIOIMXCsT OpraHoB. B HacTosfmuii MOMEHT JaHHas THUIOTE3a HOCUT YHUCTO
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yMO3puTeNbHbIi XapakTep!. HesscHbIM OcTaeTcs Takke M BOIPOC O TOM, TOYEMY T10cje 06pa3oBaHus
JBYX HJIM TPEX IIBETKOB BJIOJIb KOHTAaKTHOM napactuxu Nuphar B nanpHeliemM GopMUpOBaHHE LIBETKOB
BJIOJIb Hee TpeKkpaiaercs. Hac nHTepecoBai BOIpoc 0 BO3MOKHOM BIHSIHUN (DAKTOPOB BHEIIHEH CPeIbl
Ha 3TOT mporecc. B yacTHOCTH, MOXKHO OBLIO OBl TPEIIOI0XKUTh, YTO KaKHe-TO BHEIIHUE (HaKTOPHI
(HampuMep, 3aBEpIICHHE CE30HA BETETAlMH) OIPENENSIIOT OKOHYaHWE (OPMHPOBAHUS IIBETKOB,
3aKJIQIbIBAIOIIMXCA  BIOJb mapactuxw. OHako, TO HAUM  JAaHHBIM, YHCIIO JIUCTHEB,
3aKJIa/IBIBAIOIINXCS MEXKTY [IBETKAMH JIMOO TTapaMy IIBETKOB, HE (PUKCUPOBAHO U BAphUPYET B MIMPOKUX
npenenax. [Ipu 3Ttom nogydyaeMble ATMHHBIE PSAbI IOCIEA0BATEIBHOTO PACIOIOKEHUS OPraHOB B/I0JIb
KOpHEBHIIA, 0€3 COMHEHHS, 3aXBaTHIBAIOT HECKOJILKO CE30HOB, TPHUYEM T'PAaHHIIBI TOAMYHBIX IPUPOCTOB
BHEIIHE HHUKAaK He BBIpaXEHBI. [109TOMYy TeopeTHdecKH OCTaeTCsi BOBMOXKHOCTB, YTO Pa3HOE YHCIIO
JMCTHEB, Pa3CISIOMINX IIBETKH M Mapbl (TPOHKHM) IIBETKOB, CBSI3aHO C PAa3HOM UTMHON TOIMYHBIX
MPHUPOCTOB. MBI CUHTaeM TaKyl0 BO3MOXXHOCTh MAJIOBEPOSTHOM HCXOAS W3 HAIIUX JaHHBIX 10
MMOMEYCHHBIM BECHON KOpHEBHIIaM. MBI YCTaHOBWJIM, YTO 3a OJMH BETETAIIMOHHBIM TIEpHOJ] Ha
KOPHEBHUIIIE MOXKET DPa3BOPAYMBATHCS HECKOJBKO IIBETKOB W TAp IIBETKOB, pPa3JEIEHHBIX pa3HBIM
YHCJIOM BETETATUBHBIX JHCThEB. Clenyer, OAHAaKo, OTMETHTh, YTO IO KpaliHE Mepe 4acTh OPraHoB,
(GYHKIIMOHUPYIOIIUX B JIaHHBIM BEreTallMOHHBIN CE30H, 3aKJajblBaeTcs B Mpeaplaymuid ce3oH. O
JMHAMUKE JAHHOTO MPOLEcca KOCBEHHO MOYKHO CYJUTh 110 Pe3yJbTaTaM MPOBEICHHOIO HaMM aHaIn3a
3a4aTKOB OPraHOB B TEPMHUHAJBbHBIX NTOYKaX. MBI HEe BBIBUIM KaKOW-1M00 CBSI3U MEXIy 1aToil coopa
oOpa3ua W CTagusMM pa3BUTHs LIBETKOB, HaWJEHHBIX B MX Ho4kax. TakuMm oOpa3oM, HamM
IIpEeBapUTEIIbHBIE JTaHHbIE TOBOPAT O TOM, YTO YHUCIO M PACMOJIOKEHHE LBETKOB Ha KOPHEBMIAX
OTIpeieNIsIeTCs1, BEPOSATHO, B MIEPBYIO ouepeb suporeHusiMu pakropamu (El et al., 2020).

He Menee uHTpurymomeil npeiacraBisercds HaM 3aKOHOMEPHOCTb PacCIIOJIOKEHHUS] OOKOBBIX
noberoB Ha kopHeBuule. C OJHOM CTOPOHBI, PACHOJIOXKEHHE OOKOBBIX MOOErOB B I0JABIISAIOIIEM
OOJIBIIMHCTBE CIIy4aeB sIBHO CBA3AHO C PACIOJI0kKeHneM [BETKOB. Kaxplii n3 60KOBBIX I0OEroB, Kpome
OJIHOTO, aCCOLIMMPOBAH C LBETKOM B Mos10KeHUU N+2 mnu N-2 1o OTHOIIEHUIO K KPOIOUIEMY JIUCTY
no6era. O1HaKo, €CiIU LIBETKU MOT'YT OBITh PAaCIOJIOKEHbI Ha JIFOOBIX TOBEPXHOCTSIX KOPHEBUILA, B TOM
quciae M Ha HIDKHEH, O0KOBble MOOErn MOYTH BO BCEX CIy4asX Pa3BUBAKOTCS TOJIBKO HAa OOKOBBIX

ITOBCPXHOCTAX. Hcxons wu3 CKAa3aHHOI'O0, MOXHO CACIaTb IPCAIIOJIOXKCHHUEC O BO3MOXXHOM

! Dra rumoresa umeer oOLIME YepTHl C TMIIOTE30H MHOMeCTBEHHbIX crupaneil JI. Ilmantedons, koropas 0OBACHAET
MOP(HOreHETHYECKYI0 PEryJIaliio (QUIUIOTAaKCUCa TEM, YTO HOBBIE INPUMOPIUM 3aKIaJbIBAlOTCS BIUIOTHYIO K YXKe
HMEIOIMCS, BEPOATHO, IIOJ JCHCTBHEM CTUMYJIHMPYIOLIETO BIMSHUS IOCICIHUX, NMPUYEM CTHMYIUPYIOIIEe BIUSHHE
pacmpocTpaHsIeTcs aKpoleTaIbHO MO CIHpPANM, COBMANAIONIEi ¢ KOHTakTHOH mapactuxoi (cM.: Tmmonun, 2007). Unen
JI. TImanrTredons o Bexymiei poinu CTUMYIHPYOIINX, a He HHTHOUPYIOMNX 3(PPEKTOB B PETYIANNN (PHITOTAKCHCA HE TOIBKO
HE OCHOBaHBI Ha KaKUX-JIMOO SKCIIEPHUMEHTAJIBHBIX JTaHHBIX IT0 KOHKPETHBIM CTUMYJIMPYIOIUM (haKTOpaM, HO HMEIOT U Psi
JPYTUX HEJOCTATKOB, U IO3TOMY B HACTOSAIIEE BPEMs NIPEATIOYTEHHE OTAACTCS THIIOTE3¢ HHTHOUTOPHBIX (PU3HONIOTHYECKHX
monei (cMm.: Twmmommu, 2007; Uyo, 2010). IlpemnokeHHas HaMH THIOTE3a, MPH HEKOTOPOM CXOJICTBE C HICIMH
JI. [lnantedons, meITaeTcss OOBSICHUTE HE caM XapakTep (IUIOTaKcHca, a MOPQOIOTHYECKYIO IPUPOALY OpTaHOB,
Pa3BUBAIOLINXCS B ONPEETICHHBIX TO3UINAX TeHETHUECKON cIipainy (uoTakcuca.
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JBYXCTYIIEHYaTOM XapakTepe Peryisiun MopdoreHe3a OOKOBBIX CTPYKTYP Ha KOPHEBHILE KYOBIIIKH.
CHavania OTHOCHTENBHO CiIydailHbIM 00pa3om, HO ¢ yderom mpaBwia N, N+2, (N+4), ompenemnsiercs
PACIIOJIOKCHHUE MTO3MIIHIA OPraHOTAKCHCA, B KOTOPBIX OyIeT pa3BUBATHCS OOKOBAst OCEBasi CTPYKTYpa, TO
€CTh Ha JaHHOM 3Talle JOIyCKAETCs BO3MOKHOCTh BETBIICHHS KaK TakoBoro. Kak moauepkuBaer J.F.
Chassat (1962) u moaTBepsKIaf0T HAIK JaHHBIC, JIUCThsI, HE UMEIOIIHE B Ma3yxax OOKOBBIX MOOETOB,
HE HMEIOT M KakKuX-IIMOO CJIEA0B pEAyIHPOBAHHBIX IA3yIIHBIX II0YEK, YTO HEOOBIYHO IS
MOKPBITOCEMEHHBIX. 3aTeM, Ha BTOPOM dTalle PEryISIMH, B TEX CIydasX, KOTJa OJUH U3 3JIEMEHTOB
Iaphl OKA3bIBAETCA HA OOKOBOH MOBEPXHOCTH KOPHEBHUINA, B HEM MOKET Pa3BUThCS GOKOBOH mober?.
Mb1 He HAOJIIOJATM PAaHHUX CTaJdil pa3BHTHs OOKOBOTO I00€Era, HO HET HUKAKUX COMHEHHI, Y4TO €ro
3a9aTOK J0JDKEH MMETh MaJio OOIIIEro ¢ 3a4aTKOM I[BETKA (K TOMY K€ T00er HMEET KPYITHBIH KPOFOIInit
auct). JlaHHBIA Kpyr BOTPOCOB JOJ/DKCH IOJNYYWTh pa3peliecHHe MpHU aHaiu3e OOoJbIero oObema
Marepuaa ¢ IeJIbI0 BBISBICHUS PEIKUX CIy9aes, M0J00HBIX OMMCAHHOMY HAaMH aHOMAaJIBbHOMY CITy4aro
pa3BuTHS OOKOBOTO TOOera Ha JIOP3ajbHON CTOPOHE KOPHEBHINA, a TAKKE IPU HCIOJIb30BAHUN
MIOJIXOJIOB OKCIIEPUMEHTAIBHOM OOTAHMKH, BKIOYAsh T'E€HETHKY Pa3BHTHS. BO3MOXKHO, KIHOUEBBIM
MOMEHTOM ISl [IOHUMaHUS MOP(POTEHETHIECKUX PA3IMUMA MEXTY Pa3sHBIMH CTOPOHAMH KOPHEBHIIA
SBJISIETCS  CKOIIEHHOE IIOJIOKEHHE aleKkca Io0era, KOTOpOe, IO HallMM JIaHHBIM, HCKaXKaer
«uaeanbHbIe» Tpaekropuu mpoxosxkacHus mapactux (El et al., 2020). Kak noguepkusan M. Raciborski
(1894a), mMexanudeckoe MaBJICHHE HE WIPACT 3HAYMMOM pOJH MPH pa3BuTHH KopHeBuin Nuphar,
MOCKOJIbKY MOJIOJIbIC JINCThSI U IIBETKH HE KOHTAKTHPYIOT HEMOCPEACTBEHHO APYT C IPYrOM B arekce
kopHeBuina. Hamu wabmonenus moarsepxkaaor 1ot BeBoa (El et al, 2020). Ocobenno
MpUMeYaTeTbHOMN SBISICTCS TOMOIPOMHAS IPUPO/Ia BETBIICHHS KOPHEBHIL, HECMOTPSI Ha CYIIECTBEHHBIC
pa3iuuusl B TIOJIOKEHHH OPraHOB, OKPYKAIOIIUX IMOKOBbIC MOOErHd, BO3HHMKAIOIIME HA pa3HbIX
JaTepalbHBIX OBEPXHOCTAX MATEPUHCKOIO KOpHEBHINA. [l0-BUANMOMY, YKa3aHHBIC pa3Indus
MOSIBJSIFOTCS. HA TO3[JHHUX 3Tanax pa3BUTHs moOera, Koraa (HUIOTAKCUC €ro OOKOBBIX BETBEH yikKe
ONpPENETCH TMOJl BIMSHUEM SHIOTCHHBIX (AKTOPOB. YIOMSHYThIE SHIOTEHHbIC (AKTOPHI HE
00s13aTeIbHO SBJISAIOTCS TEHETUYECKMMHU B TPSAMOM CMBbICIC. B 4acTHOCTH, MBI HE yTBEP)KIAe€M, YTO
HarnpaBliicHue crupainu ¢puutotakcuca moderos y Nuphar ompezaensercst reHetndeckd. HampoTus, Mbl
npejaraeM MpoBEPSAEMYIO TMIIOTE3Y O 3aBUCHMOCTH HANpPaBJICHUS T€HETUYECKOM CITUpai modera ot
MOJIOKEHUSI CEMEHHU Ha JTame ero mpopactaHus. [Ipy 3TOM BO3MOXKHOCTh HPSAMON TCHETHUECKOMN

ACTCPpMUHAIIUN HAIIPABJIICHUS CIIUPpAIN (I)I/IJ'IJ'IOTE[KCI/ICEI TAKXKC 3aCIIYKUBACT PACCMOTPCHUA U ITPOBCPKU.

2 OyHaKo ONMMCAHHBIA HAMM €IMHCTBEHHBIA CiTydail HaIM4Msi GOKOBOrO MOOETa B Ma3yXe JIMCTA, PACIIONOKEHHOrO Ha
BEpXHEH CTOPOHE KOPHEBUIIA, TPUYeM B MO3HIHK N+2 110 OTHOIIEHHUIO K KOTOPOMY B T€HETHYECKOH CIIMPATIH OTCYTCTBYET
I[BETOK, HEBO3MO)KHO OOBSICHUTH B paMKax JaHHOW TMHoTe3sl. Kak oTMedeHo BhIIe, 3TOT To0er HeoObIuEH U B PSAAE IPYTUX
oTHOomeHWH. Hanwdme maHHOTO WCKIIIOYEHHWS HE OTMEHseT HEeOOXOIMMOCTH OOBSICHEHHS YETKOH 3aKOHOMEpPHOCTH,
BBISIBIICHHOH JJTS1 BCEX OCTAJIbHBIX M3YYEHHBIX OOKOBBIX TOOETOB.
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4.4. Pacnoaoxenue yameaucTukoB Nuphar B iByx HepaBHBIX Kpyrax

WuTepnperanys opraHoB OKOJIOIBETHUKA NpeacTaBuTeneii Nymphaeaceae u Cabombaceae kak
HACTOSIIIMX YalIEINCTUKOB U JIETIECTKOB SIBIISIETCS CIIOPHOM, U, BEPOSITHO, YpOBEHb nuddepeHranmuu
OKOJIOOBCTHHKA Ha JICTICCTKU MW YaIICIMCTHKHU Yy KYBIIMHKOLBCTHBIX HHIKC, YCM Y MHOI'MX BBICHIMX
JIBY/IOJIbHBIX, & CAMO CTAHOBJICHHUE IBOWHOTO OKOJIOIBETHUKA UMEJIO0 MECTO HE3aBUCHMO OT TAKOBOT'O Y
pOYMX MOKphITOceMEHHBIX pactenuii (Les et al., 1999; Endress, 2001; Ronse De Craene et al., 2003;
Schneider et al., 2003; Padgett, 2007; Warner et al., 2009; Ronse De Craene, 2010). P. Hiepko (1965)
MIpHUIIEI K BBIBOAY, uTo Jsiertectku Nuphar u Nymphaea He romosoruuss! Apyr apyry. Mbl HCIIOJIb3yeM
IIOHATUA «HAIICIIUCTHUK» U <JICIIECTOK» B I[aHHOﬁ pa60Te HUCKIIIOYUTECIBHO B TEXHUYCCKOM CMBICJIE, HE
nmoapasymMeBasd roMoOJIOTUI0 OpraHOB OKOJIOIBETHUKA KYBHIMHKOBBIX C JICMICCTKAMU WM YaIICIIMCTUKAMU

BBICIIUX ABYA0bHBIX (cM. Endress, 2006; Yoo et al., 2010; Ronse De Craene, Brockington, 2013).

[IpencraButenssm cekmuu Nuphar, B ToM uuciie BHWIaM, W3Y4CHHBIM HaMH, CBOWCTBEHHO
HaJIMYKe, Kak MpaBuiio, maTH damenuctukos (Padgett, 2007). YamemmcTHKH UMEIOT KBUHKYHITHATIHHOE
MMOYKOCIIOKEHHE, YTO TaKXKe XapaKTEpHO IS psjaa Beiciux aABynoibHbIX (Ronse De Craene, 2010).
[TocitenoBaTeIbHOCTD 3AI0KCHHSI YaIISIMCTUKOB COOTBETCTBYET X TIOYKOCIIOKCHHIO, ¥, BEPOSTHO, €T0
oOycnoriuBaet. CrimpaiibHas MOCIEeI0BATEIIBHOCTD 3AJI0KCHHUS YalICIMCTUKOB Y BBICIITUX JBYIOJbHBIX
SIBIIACTCS IPUMEPOM CITUPATIBHOTO XapaKTepa 3ajl0KEHHsI OPraHOB B IMKJINYECKHX 1BeTKax (Endress,
Doyle, 2007). /IBe ocCHOBHBIC HHTEPIPETALINN PACIIONOKEHHS damrearncTukoB y Nuphar sakmouarorcst
B cienyromeM: (1) dYalIeIMCTHKH pPacrojOKEHbl IO CIUpald (CHHUPabHbIC LBETKH JOBOJBHO
pacrnpocTpaHeHbl Yy 0a3aJIbHBIX MOKPHITOCEMEHHBIX) U (2) YaIISTUCTHUKH, KaK Y OOJIBITMHCTBA BBICIIIMX
JBYJIOJIBHBIX, PACIIOJIONKCHBI ITUKIMYECKH B OJHOM Kpyre, Jaimieyka neHTamepHas. OJHAKO Haru
JaHHBIE HE IMOATBEPKIAIOT HU oAHy u3 3TuX runote3. P.K. Endress (2001) ormeuaer, 4To HECMOTpPS Ha
T0, 4To 1ATH yamenucTukoB Nuphar (mects y mpencraBurenein cexiuum Astylus, Padgett, 2007)

IIOABJIAKOTCA B CHHp&J’IBHOﬁ MMOoCJICAOBATCIIbHOCTH, OHM PACIIOJIOKCHBI B JABYX KpyIrax. BGPOHTHO,

JBYXKPYTrOBOM XapaKTep PacIOJIOKEHUS YallleIMCTHKOB JOCTHTaeTcs Onarojmaps OoJiee UTMHHOMY
IUIACTOXPOHY MeX 1y (GOpMHUpOBaHUEM TpeThero u uerBeproro u3 Hux (Endress, 2001). Hamu naHubie
MOATBepkAatoT AaHHyo runoresy (puc.10, 11 6 — r). [Ipu 3ToM HEOOXO0AUMO OTMETUTH, YTO cama Mo
cebe 3a/iepiKKa B 3aJI0)KEHUH YacTH YallleJIMCTUKOB HE SBIISIETCS I0KA3aTeIbCTBOM UX PACIOJIOKEHUS B
IBYX Kpyrax. 3BecTHo, 4uT0, Hampumep, B xoje GOpMUPOBAHUS MMEHTAMEPHON YallleuKH HEKOTOPBIX
npencraButeneld Cistaceae 4YeTBepTHIM M MSTHIM YaIIENTUCTHKA 0Opa3yroTcsl Tocle HEKOTOpOn
3aJIep>KKH, B TO BpeMs KaK Yy JIPYrUX YJIEHOB JaHHOTO CEMEWMCTBAa C 3aJepXKKOM 3aKiaJbIBAIOTCS
gamenuctuk ¢ 3 mo 5 (Nandi, 1998). Heckosbko pasnuyaromuecss Mo MPOJOJDKATEIBHOCTH

INTaCTOXPOHBI IPU PA3BUTUH YAIICIIMCTUKOB OIIMCAHbI Y HCKOTOPBIX HpeHCTaBHTCHCﬁ Hydrangeaceae
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(TIacTOXpOH MEXIy 00pa3oBaHMEM YalICTMCTUKOB 3 U 4 mHornma juHHee, Roels et al., 1997) u y
HeKOTOpbIX mpenacraButeneil Loasaceae (Hufford, 1989). Hame mpencraBieHHe O JABYXKPYrOBOM
XapakTepe pachojoKeHus damenucTukoB Nuphar ocHoBaHo Ha pe3yibTaraX KOJMYECTBEHHOTO
aHanmmu3a ux pacnosioxenus. [lo muenuto P.K. Endress, J. Doyle (2007), wunTepmnperupoBarh
PacroJIo’KEHUE OpPraHoOB LIBETKAa KaK CIHMPAJbHOE WIM IIUKINYECKOE CJIEelyeT Ha OCHOBAaHUM aHAJIN3a
VIJIOB JMBEPreHIIMHM MEXKIY JaHHBIMH OpraHamu. [Ipw IMUKINYeCKOM (GHILIOTAKCHCE YIIIBI MEXKIY
COCETHUMHU OpraHaMu OJHOIO Kpyra paBHbl MEXay COOOMH, HO pa3nuyaroTcss Mexay Kpyramu. [lpu
CIHPAIILHOM (HIUIOTAKCHCE YTIIBl MEXAY MOCIEeIOBAaTEIbHO PACHOJIO0KEHHBIMA HAa TE€HETHYECKON
CIHMpalii OpraHaMH pUOTU3UTENILHO PaBHBI MeXIy coboit (Endress, 1987; Endress, Doyle, 2007). B
IUKIMYECKON MSATUWICHHON Yalleuyke TEOPETUUECKH OKHMJIaeMbIH yroJl MKy COCEIHUMH OpraHamMH
paBeHn 72° (8x). B TpexuwieHHOUW damiedke OXUAaeMbI yroy cocrapisier 120°. B mstuwieHHOM
Yalieyke, Opralbl KOTOPOU PACTIOIOKEHHI 10 crirpain OuboHavYuH, YT MEKTY CMEXKHBIMU OpraHaMu
HE paBHBI MEXIYy cOOOM (BCIEACTBHE PAaBEHCTBA YIJIOB MEX]Y MOCIEI0BATEIbHO PACIOI0KEHHBIMU
opraHami). JIBa u3 msTH YIriioB MEX/1y CMEKHBIMU OpraHaMH B 3TOM ClTydae JOJIKHBI paBHATHCS 52.5°,
a TpH ocTaBIIHXCcs — 85° (puc. 43). MbI SKCTIIEPUMEHTAILHO TPOBEPHITH YIIOMSHYTBIC HJICH HA MaTeprae
N. lutea. Ha mepBwIii B3I, MOJyYEHHBIE HAMH pE3YJIbTaThl HE COOTBETCTBYIOT HHM OJHOW W3
MPEIIOKEHHBIX THUIOTE3: CpelHHWE 3Ha4YeHHs M JABYX U3 TMATH VYIJIOB MEXIY CMEXHBIMU
YalIeIMCTUKAaMH OKa3aJMCh PaBHbI MPUMEPHO 73°, st IBYX APYrUX YrioB — 66° M 1Jisl MOCIEIHETO
oCTaBIIerocs yria — okojio 81° (puc. 4m). Paznuuus Mexay STUMH CPEIHUMU 3HAYCHUSIMU SIBIISTFOTCSI
3HaYUMBIMHU (pHC. 4K). [TomydeHHbIEC 3HAUEHUSI HE UMEIOT HUYEro OOIIEro ¢ yriiaMu, MpeicKa3aHHbIMU
Mojenbto duboHauun (puc. 43). Mbl mperaraeM CIAEAYIONMYI0 HHTEPIPETAIUIO TOJTYYEHHBIX
pe3ynbraToB. MMeEIoTcs TpU dalleNnucTUKa HAapy>KHOTO Kpyra. B oTimume oT pacmpocTpaHeHHON
CUTYAI[MH, YTJIbl MEXKAY 3TUMHU YaIIEIUCTUKAMH HAPYKHOTO Kpyra He paBHbI MEX/1y COOOM: B cpeiHEM
146° Mexny vamenuctukamu 1 u 2, 132° Mexay ydamenucTukaMu 2 U 3 U JIMIIb OKoJIo 81° Mexay
yamenuctukaMu 3 u 1. [lo 310l mpuyrHE BHYTPEHHMH KPYr Yalledkd MPEACTaBJICH JIMIIb JABYMS
YalleIuCTUKaMU: Ha CEKTOPE MEXIy JalleaucTukamMu 1 u 3 HeIoCTaToyHo MecTa /uid (OPMUPOBAHUS
ellle OJIHOTO YalleNUCTHKa BTOporo kpyra. Yamenuctuku 4 u 5 BHyTpEeHHEro Kpyra GopMHpYIOTCS B
MIPOCTPAHCTBE MEXK/Ty YALISIUCTUKAMU | ¥ 2 1 MeXAY YallleTUCTUKaMU 2 U 3, Te IS HUX OKa3bIBaeTCs
J0CTATOYHO MpOCTpaHcTBa. Hall komuyecTBEHHBIN aHaIN3 IOKa3all, 4To JUIsl YeTBEPTOTO YalleTuCTHKA
XapaKTepHO PaCMOJIOKEHHE CTPOTO MEXIYy YallleIUCTUKaMHu 1 U 2 Hapy>KHOTO Kpyra (CpelHue yribl
paBHbl 72.5° u 73.6° COOTBETCTBEHHO, HO Pa3IU4Msl MEXKIY JAHHBIMU CPEIHUMH 3HAUCHUSIMHU HE
3HAYUMBI, pUC. 4K). [TATHII JaIIeTMCTHK 3aHUMAET MO3UIIUIO CTPOTO MEXK Ty YallleIMCTUKaMu 2 U 3 (puc.
4u). Takum oOpasom, s ABYXKpyroBoil dyamieukd N. lutea BbImoSHSETCS TJIaBHOE CBOWCTBO
[UKINYECKOT0 (PHUIJIOTAKCHCa: YepeOBaHME OpPraHOB COCENHUX KpyroB. Kakaplii dYamieaucTuk

BHYTPEHHET0 Kpyra paBHOYAAJE€H OT OMIKaHIIMX K HEMY WICHOB HApPY)KHOTO Kpyra. B orinume ot
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CIHMPAJILHOTO PACIIOJIOKEHUSI OPTraHOB, IMOJIOKEHHE 4 YalleNUCTHKA, MO-BHAMMOMY, HE 3aBHCUT OT
MOJIOKEHHST TPEIBIAYIIEr0 BO3HUKIIETO YallelMCTHKa 3, a OMNpeeNsieTcsl HCKIIOUUTENFHO
MoJioKeHreM 4vamenucTukoB | u 2. TodHo Tak ke, MOJOKEHHE YalleIMCTUKAa 5 HE 3aBHCUT OT
nonoxenus yamenucruka 4 (El et al., 2020).

Emte oauH BapuaHT mHTepnperanuu yamedku Nuphar, mo-suaumMomy, He 00CYXIaBIIHICS B
JUTEpaType, TO TPAKTOBKA €€ KaK JBYXKPYrOBOW C MEPHOCTBIO 2,5 MO aHAJIOTHUH ¢ MHTEPIPETALUEH,
npeIoKeHHo Jutst iiBeTkoB Polygonaceae ¢ 5 nucroukamu okostonetHuka (FOpuesa, Uyo, 2005; Uyo,
Opuesa, 2007). [ns TecTUpOBAHUS OTOM THUNOTE3bl OBUIO OBl  BaXHO CHOPMYIHPOBATH
MpeCcKa3bIBaeMbIe B paMKaxX Hee Yriibl MeXy opraHamu. [lo-BuauMomMy, B mpocTeiiiieM ciydae OHU
MOTJIH OBI COCTABIISITH 72°, KaK M TIPW MHTEPIIPETAIMH JaIISYKH KaK IEHTAMEPHOU C KBUHKYHIIHAIEHBIM
MMOYKOCTIOKEHUEM YalleIMCTUKOB, TIOTOMY OTH JBE THIIOTE3bl TPYJHO PAa3TPaHHUUTH IPH
TECTHPOBAHUH HCIIOJIH30BAHHBIMHY B Hallieil pabote Metonamu. PaccmoTpenue risetkoB Polygonaceae B
(GWIOTEHETHYECKOM KOHTEKCT€ TOBOPHT B TOJB3y MHTEPIPETAIMM I[BTKA C 5 JIMCTOYKAMH
okoJjiorBeTHHKA Kak nentameproro (Ronse De Craene, 2022; Sokoloff et al., 2023). B 1iemom, ciabeim
MECTOM HAIlIUX PacCyKACHUH o Mopdosornueckoii mpupoae vamniedkr Nuphar sBisieTcst OTCyTCTBHE B
JTUTEpaType KOJIMIECTBEHHBIX TaHHBIX 110 YTIIaM MEXXTy YalleTMCTHKAMH B IIBETKAaX, KOTOPHIC YBEPEHHO

MHTEPIPETUPYIOTCS. BCEMH HCCIIEI0BATEISIMU KaK IIEHTaMEpHbIE.

45. 3HayeHWe KOJUYECTBEHHOr0 TMOAX0Ja TMPH aHAJIM3Ee THIOB PACHOJIOKEHHS
3JIEMEHTOB LBETKA

Bo3MoxHOCTH TIpUMEHEHHs METO]a KOJMYECTBEHHOM OIEHKU MPU3HAKOB CTPOCHUS I[BETKA B
3aCITy’KMBAlOT 0CO00r0 BHUMaHMs B paMKax 3BOJIIOIMOHHBIX HccienoBanuii (Sauquet et al., 2017). Ha
npumepe Nuphar BuaHO, Kak Mo-pa3HOMY MOTYT ObITh C(HOPMYJIHPOBAHBI U/ICH, OCHOBAHHBIC HA OTHUX
U Tex ke smnmpuueckux HaoOmromenusx. K npumepy, L.P. Ronse De Craene ¢ coasropamu (2003)
yTBepKaaer, uto yarmieuka Nuphar siBiseTcss MeHTaMEepHOH B pe3ysibTare PEeayKIMH OJHOTO W3
YalIeIMCTHKOB BHyTpeHHero kpyra (3 + 2). P.K. Endress (2004, 2006) omuchIiBaeT OKOJIOIBETHUK
Nuphar kak choupanbHbii, TOApa3yMeBas CIOHUPAIBHYIO  IOCIEAOBATEIBHOCTh  3AJI0KCHUS
YaIIeIMCTHKOB.

XoTenock Obl OTYEPKHYTh BaXKHOCTh UCIIOJIB30BAHUS KOJIMYECTBEHHOTO TIOX0/Ia IIPH aHAIIN3E
TUIIOB PACIIOJIOKEHHSI YacTel I[BETKA BBICIIUX JBYIOJBHBIX PACTCHUH C MATHIO YAIICTUCTUKAMHU H
KBUHKYHIIMATBHBIM HUX pacrnofiokeHueM. Kaxercs Haumbonee BEpOSTHBIM, 4YTO PACIOJIOKEHHE
YAIICIIMCTUKOB y JTHX pacTeHuil siBisiercst nukindeckum (Endress, Doyle, 2007), Ho naHHbIe MO
3HAUEHUSM VIJIOB MEXIY YallleIUCTUKAMH B JIMTEpaType IMpeIcTaBlIeHbl peako. Bo3MoxHO,
MOCIIEIYIOIUE UCCIeI0OBaHMsI BBIABAT Oojiee 3HAYMTEIbHYIO T'€T€POr€HHOCTh B JAHHOM Trpymme 1o

aTOMy mpu3Haky. Hampumep, y mperncraButens actepup Fouquieria columnaris (Fouquieriaceae,
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Ericales) yrmbl Mexay MOCIEIOBATEIbHO 3aKJIAAbIBAIOIIMMUCS YalISIMCTHKAMHU COCTaBIIsIIOT 137°,
137°, 155° u 132° (Schonenberger, Grenhagen, 2005), To ects He paBHbI 2*72 = 144° (3HaYCHHIO,
OXKHJIAEMOMY JUIsS YalleYKd C TSAThIO PAaBHOMEPHO PaCIOJIOKCHHBIMH wHallelucTukamu). HesicHo,
OJTHAKO, CKOJIbKO IIBETKOB OBLIO M3Yy4CHO aBTOpAMH IIMTHPYEMOW pPaOOTHI sl TOJYYCHHS 3THX
3HAYCHHI U BOOOIIE SIBJISIOTCS JIM OHU CPETHUMHU JINOO Pe3yIbTaTOM U3MEPEHHUS YIIIOB B OJTHOM IIBETKE.

OdeHb BaXHBIM IpejcTaBUTENIeM ceMelicTBa Nymphaeaceae, st KOTOPOTo OCTpO TPEOYIOTCS
KOJINYECTBCHHBIC JIaHHBIC [0 PA3BUTHUIO I[BETKA M KOJIMYECTBEHHBIC JaHHBIC IO (IOPATbHOMY
¢bwiorakcucy, sBasercs Barclaya — pojn, CECTpUHCKHI MO OTHOIICHHIO K OCTaJbHBIM YJICHAM
cemetictBa Nymphaeaceae 3a nckarouenuem Nuphar (Les et al., 1999; Borsch et al., 2008; Taylor, 2008;
Gruenstaeud| et al., 2017; He et al., 2018). Ilsetok Barclaya umeer 4erbipe WU MATH HAPYKHBIX
AIIEMEHTOB, 0OBIYHO MHTEPIPETHPYEeMbIX Kak damenuctuku (Tamura, 1982; Williamson, Schneider,
1994). Kak ormeueno P.S. Williamson u E.L. Schneider (1994), nocnenoBarenbHOCTh (OPMUPOBAHHSI
ATUX IJIEMEHTOB COOTBETCTBYET OMHMCAHHOMW JJIs IPYrux mpeacrtaButeneit Nymphaeaceae sensu stricto
(manpumep, it Nymphaea): mepBbIM MOSIBISCTCS MEPEIHUN YAIICTUCTHK, 3aTE€M OJHOBPEMEHHO
bopMHpPYIOTCS JIBa JIaT€PATBHBIX, MOCIE YETro 3aKIaIbIBACTCS MOCICIHUN, YETBEPThIH, YalICTHCTHK.
D10 omHcaHKUe COOTBETCTBYET IBeTKaM Barclaya ¢ uetbippmst vanienuctukamu. [o qanasiv M. Tamura
(1982), Barclaya motleyi uMeeT msaTh YaIieIuCTUKOB, PACHOI0KEHHBIX KBUHKYHI[HAILHO (KaK U y
Nuphar sect. Nuphar), ogHako opueHTaIUsl YalIEIMCTHKOB OTHOCHTEIBHO TJIAaBHON OCH B JaHHOM
pabote He moka3aHa. KakeTcss MallOBEpOSITHBIM, YTO PAa3BUTHE TaKOW YaIIeYKH IPOXOIUT II0
OJTHOHAINPABJICHHOMY TYTH, ofiucanHoMy /it Nymphaea u 61u3Kkux K Hel posoB. JleTaibHble JaHHbBIC
o pa3BUTHIO Yarreuku Barclaya motleyi, x coxanenuro, oTcyTcTByIOT. MIMeeTcst pacipocTpaHeHHOE B
nuTeparype u3obpaxkenue 1BeTka Barclaya longifolia ¢ msaTeio yamrearcTukamMu, Ui PaciooKEHHs
KOTOPBIX BO3MOJKHBI HECKOJIBKO HHTeprpetanuii: (1) opraHbl pacmosiokeHel 1o croupam u (2)
PacIIOJIOKEHUE OPTaHOB SIBJISCTCS IHUKIMYECKAM C TSTHIO YalICIMCTUKaMH B JIBYX Kpyrax (3+2) u
MATHIO HAPYXXKHBIMHU JIETIECTKAaMH B JIBYX kpyrax (3+2) nubo (3) pacrnoJioeHue OpraHOB SBIISCTCS
UKIHYECKUM C TATHIO YalISIIMCTUKAMU B OJHOM Kpyre u 5 senectkamu. OUeBHIHO, YTO B JaHHOM
ciiyyae HEO0OXOJMM KOJIMYECTBEHHBIH METOJ| McclieioBanus. [lepBas MHTepHpeTanusi MPOTUBOPEUUT
ujee O MCXOJTHO IMKINYeCKOM (MILIOTaKCHUCEe B IBETKAaX MpelcTaBuTenel mopsaka Nymphaeales
(Endress, 2001; Schneider et al., 2003), BTopast I03BOJISIET MPEATOJIOKUTH IIE3HOMOP(HHOE CXOACTBO C
pomom Nuphar, a TpeTbsi IPOTHBOPEYUT KOHIEMIUK OTCYTCTBHS CTAOMIBHON NMEHTAMEPUH Y YJICHOB
0azanbHOIt rpajpl MOKpbIToceMeHHbIX pacteHuit (Sokoloff et al., 2020).

JIBOMHON OKOJIOLBETHUK C IICHTAMEPHOW YallleYKOM — peaKas Ul apXauyHbIX TpYIII
MOKPBITOCEMEHHBIX 0COOEHHOCTh. OIHAKO B MOCIEIHUE T'O/IbI OBLUT OTIMCAH PsiJi FOPCKUX MCKOTIAEMBIX,
OTHECCHHBIX COOTBETCTBYIOIIMMHU aBTOPAMH K IMMOKPHITOCEMEHHBIM, B YacTHOCTH, Euanthus, Juraherba,

Nanjinganthus, Solaranthus, Yuhania and Xingxueanthus (Wang et al., 2007; Wang, 2010, 2018; Wang,
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Wang, 2010; Zheng, Wang, 2010; Han et al., 2016; Liu, Wang, 2016, 2017; Fu et al., 2018). [lns
Euanthus u Nanjinganthus Obuti BbICKa3aHBI TPEACTABICHUS O HAIMYMHM Y OJTUX pacTCHH
JIBYXKPYTOBOTO OKOJIOIIBETHHKA, MPEACTABICHHOTO IMATHIO YAIICIMCTUKAMH M ISATHIO JIeTIeCTKaMu (y
Nanjinganthus — uHOTAa YETHIPHMSI YAIICITUCTHKAMHU W YeThIpbMs JienecTkamu). [Ipu atom Q. Fu ¢
coaBtopamu (Fu et al., 2018), a takxe passuBmre ux uaed D.W. Taylor a. H. Li (2018) oco6o
O TYEPKUBAIIH, YTO IMEHTAMEPHBII okosonBeTHUK Nanjinganthus HamoMuHaeT OKOJIOIBETHUK BBICIIINX
JBYIOJIbHBIX, OOpalias BHUMaHUEC HA YEPEIOBAHHE 3JIEMEHTOB BHEIIHETO W BHYTPCHHEIO KPYTOB.
Takconomuyeckoe mosioxenne Euanthus u Nanjinganthus craButcst mox comHeHue B psie paboT
(Herendeen et al., 2017; Coiro et al., 2019). Hcnonp3oBaHHEe KOJMYECTBEHHOTO MOAX0Ja K
OTPEJICTICHUIO THUIIA PACIIOJIOKEHUST JJIEMEHTOB OKosonBeTHHKa Nanjinganthus mo3sommio Ham
MOKa3aTh, YTO WHTEPIIPETAIMs OKOJIOIBETHUKA KaK JBYXKPYTOBOTO SIBJISETCS HEyOCAUTENbHOM, W
CpelHHMe 3HA4YCHUs YIJIOB MEX/y OpraHaMU CKOpee COOTBETCTBYIOT 3aKOHOMEPHOCTSM CIUPATBLHOTO
brUIOTaKCUCa, YTO COTJIACyeTCs TaKXkKe ¢ HaOII0JCHUEM O TUIABHOM HM3MEHEHHH (OPMBI M pazmepa
OpraHoB, CIICAYIOIIUX APYT 3a APYroM 1o aaHHo# crupaiu (puc. 47). [Ipu IBYyXKpyroBOM xapakTepe
bruIoTaKCHCa B ClIydae, €Cli KaX bl KPYT MPEICTABJICH MATHIO WICHAMH, 0KUIaEMbIC YTIIbI MEKIY
CMEKHBIMU OpraHaMH pPaBHbl M COCTAaBIAKOT 36°, 4TO KapAUHAJIBHO OTJIMYAETCS OT 3HAYCHH,
noiyueHHbIX it Nanjinganthus, u xapakTepHoe AJsl IUKJIMYECKOTO (HIUIOTAKCHCA YepeIOBAHUE
OpraHOB COCEHUX KPYrOB y 3TOTO MCKOTIaeMoro He HaOmomaercs (tadim. 2, 3). B otcyrcTBue npyrux
SIBHBIX ITPU3HAKOB IIBETKOBBIX PACTCHHMI, OnpoBepikenue Hamuuus y Nanjinganthus, a taxke y Euanthus
JIBYXKPYTOBOTO OKOJIOIIBETHUKA C YETHIPHMS-TATHIO OPraHaMU B KaXIOM Kpyre, IejlaeT OTHECECHHE
ATUX MUCKOTAEMBIX K MMOKPHITOCEMEHHBIM HEJOCTAaTOYHO 000CHOBaHHBIM. B mocnenneii padote Q. Fu ¢
COABTOpaMH HCCIIeAOBAM «3aBs3b» Nanjinganthus c¢ ucmosib3oBaHueM ToMorpada M TPaKTYIOT
MOJYYCHHbIE TEKCTYphl KaK 3aBs3b C CEMSIMOYKAMH, OJHAKO MPEIOCTaBUTh yOCTUTEIbHBIX
CBHUJIETCIILCTB HAIMYKMS HECOMHEHHBIX ceMsmouek uM He yaanock (Fu et al., 2023). Takum 06pazom, Mbl
NPUACPKUBACMCS MHEHHSI, YTO TPEJICTABICHUS O CYIIECTBOBAHUHM FOPCKHX MOKPBHITOCEMEHHBIX C
IEHTaMEPHO yareukoi, Beickazanubie Z.J. Liu, X. Wang (2016), a taxke Q. Fu ¢ coasropamu (2018,
2023), 6azupyroTcs Ha HEBepHOM MHTEpHperanuy uckonaeMmbix Nanjinganthus u Euanthus u moymkHbI

obITh IepecMoTpensl (Sokoloff et al., 2020).
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Puc. 47. Pucynku uckonmaemoro Nanjinganthus: a. Vckonmaemoe, u3o0paxenHoe Ha puc 2C
paboter Q. Fu et al. (2018). 6. Mckomaemoe, nzobpakennoe Ha puc. 2D paboter Q. Fu et al. (2018).
YacTu «I[BETKa» MPOHYMEPOBAHBI B COOTBETCTBUH C HAIICH MHTEPIPETAIel UX PACTIOI0KEHHS. 9 —
«YAIICITUCTHKIY, JT — «ICTIECTKU» B COOTBETCTBHH ¢ nHTepnperarmed Q. Fu et al. (2018). [TynkTupHo#
JMHUEH Ha 0. MoKa3aHa BO3MOXHAs I'PaHMIA HE MOJHOCTHIO COXPAaHHBILIETOCS 3JIEMEHTa 8 JTaHHOTO

«OBETKa».

Tada. 2. Yrael MeXIy MOCIeIoBaTeIbHO PACHOJIOKCHHBIMH Ha THUIOTETHYECKOW CIUpaliv
JacTsAMHU «IBeTKa» uckomaemoro Nanjinganthus, mzobpakennoro ua puc. 2C pabotsr Q. Fu et al.

(2018). Homepa «dacTeii» nBeTKa COOTBETCTBYIOT TaKOBBIM Ha pHC. 47,

Homepa uacreit 1/2 2/3 3/4 4/5 5/6 6/7 7/8 8/9 9/10
“Upetka”
yron 160° 145° 127 153* 143° 132° 152° 1252 137

Tadon. 3. Yrusl MeXAy CMEKHBIMH YacTAMH «IBeTKa» uckomaemoro Nanjinganthus,
u3obpakenHoro Ha puc. 2C pa6otsr Q. Fu et al. (2018). Homepa «dacrteii» 1BETKa COOTBETCTBYIOT

TaKOBBIM Ha pHUC. 47.

Homepa wuyacteit 1/6 6/9 9/4 4/7 7/2 2/10 10/5 5/8 8/3 31
“upeTka”
Yron 4° 45° 20° 64° 25° 27° 35° 64° 19° 5i7°
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4.6. «IIpaBblii» U «JIeBbIi1» THIBI MOYKOCJI0KeHUsI YamenancTukos Nuphar

Mpb1 00HapYKWIIM HEKOTOPYIO aBTOHOMHOCTb 4aiedku Nuphar oT Apyrux CTpyKTyp B XOJe €
pa3Butusi. HampapiieHue «crnmpanm» 3aJ0KEHUsS YalleIHCTHKOB (TPaBO- WMJIM JICBO3aKpy4YCHHas) HE
3aBUCHT OT HAIIPABJICHUSI T'EHETUYCCKOW CHHMpai (UUIOTAKCHUCAa KOPHEBHINA, YTO KOHTPACTHPYET C
COXpaHCHHEM XHPAJbHOCTH TpPU BETBICHUM KOPHEBHINA. B03MOXHO, HE3aBUCHMOCTh THIIA
MOYKOCJIOKEHHS YalIeTUCTHKOB 00YCIIOBIICHA TEM, YTO YalISTMCTUKH 3aKJIaIbIBAIOTCS Ha TOH CTauH,
KOI'Jla MPOKCHMAallbHas 4acTh OOKOBOM ocH yke mmeeT HekoTopyro mauny (Cutter, 1957b, 1959;
Moseley, 1972; wamm pganubie). K TOMy 3Ke, OTCYTCTBYIOT SMIIMPHYECKHE CBHUICTEIHCTBA
MOCJIE/IOBATEIBHOTO, a HE OJHOBPEMEHHOTO, 3aJI0KEHHS YalleTUCTHKOB | W 2. AcHMMETpHsI
MOSIBJISIETCSl JIMIL € OOpa30BaHMEM TPEThETO YaIICIUCTHKA, «JICBOE» WM «IIPABOE» TMOJIOKEHHE
KOTOPOTO, BEPOSATHO, OTIPEICIISCTCS CIAydailHbIM 00pa3oM.

bonee panHme wuccnemoBaHus mOKazanu, 4ro B nBeTkax N. lutea Ttperwmit darienucTuk
pacrnojiaraetcsi TOYTH aJaKCHalbHO, a 4YeTBepThiii — abakcuanbHo (Moseley, 1972). Tlo nammm
HAOJIOJICHUSIM, 3TO HauboJiee PacIpOCTpaHCHHAs MOJIEb PACIOJIOKEHUS YAIlISIMCTUKOB B I[BETKAX
sroro N. lutea (puc. 4a, 6). Bo Bcex paccMoTpeHHbIX Hamu nBeTkax Buma N. pumila, marepuana
KOTOpPOTO y Hac ObUIO MeHbIe, yeM MaTepuana N. lutea, JameaucTiky pacroiaraiuch MMEHHO TaKHM
obpazom. B HekoTopeix mBerkax N. lutea mMbl oOHapyXHIIM [1Ba APYrHuX, HAMHOTO OOJice PEIKHX,
BapUaHTa PACIIOJIOKCHHUS YalICTUCTUKOB (puc. 4B, T). TUN HalleraHus KpaeB YalllCIMCTUKOB JPYyr Ha
Ipyra B 3THUX IIBETKaX HE OTIMYAJICS OT TAKOBOTO B IIBETKAX C «THITMYHBIMY KBUHKYHIIHATHHBIM
pacIoIOKEHUEM  YalleUCTHKOB, 4YTO SBIISETCS €IIe OJHUM IPOSBICHUEM OTPEICICHHON
aBTOHOMHOCTH B pa3utuu yamedku (El et al., 2020).

ITo nanueiM M. F. Moseley (1972), y N. advena u N. variegata, npencraBureseii cekuuun Astylus
¢ 3 + 3 vameNMCTUKaMU, JBa YAIICIUCTHKA HAPY)KHOTO Kpyra pacrojiararoTcs B TPaHCBEpP3aIbHO-
aJIaKCHANTBHBIX TIO3UIHAX, & TPETHH — abaKCHaIbHO (MPH 3TOM TOYHAs MOCJEIOBATEIBHOCTh HX
3aJI0KCHHS HE yKa3aHa B 3THX paboTax). DTO OTIMYAeTCs OT TUIUYHOW CUTYalluu, XapaKTEePHOU yIs
BusoB N. lutea u N. pumila (sect. Nuphar), y koTopsIX /JBa MepBbIX YalleIUCTHKA PACIOJIararoTCs
TpaHCBep3albHO-a0aKCHaIbHO, a TPETUH — ajakcuanbHo. B omimume ot M. F. Moseley (1972), M.
Raciborski (1894a) yka3biBaeT Ha pacroJiOKEHHE MEPBBIX IBYX YAIICIMCTUKOB Hapy:KHOTO Kpyra y N.
advena B TpaHCBep3albHO-a0AKCHATBHBIX IMO3MUIUAX, & TPEThErO — B aJaKCHAIBHOM IOJIOKECHHUH.
OueBHIHO, YTO HEOOXOMUMBI JIeTallbHBIE WCCIEAOBAaHHS MOPQOIOTUM W Pa3BUTHS LIBETKa Yy

AMCPUKAHCKUX KY6BIH_ICK, BO3MOKHOCTBH KOTOPBIX 3aBUCHUT OT JOCTYIIA K MaTCpHaily.
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4.7. 3aKOHOMEPHOCTH PACIOJIO:KeHNs JienecTKoB B BeTkax Nuphar

P.K. Endress (2001) BBIMOJHMII Ba)KHOE HMCCIICOBAHUE PAHHUX CTAJUN Pa3BUTHUS BEHUMKA Y
Nuphar. On usyuan nserku Buma N. advena (¢ 3 + 3 yamenucTHKaMH) W MOKa3ai, YTO Pa3BUTHE
JICTICCTKOB HAYMHAETCS C 3aJ0KCHUS IIECTH JienmecTkoB Tpems mapamu. P.K. Endress (2001)
MOJYEPKUBACT, YTO I[BETKM pa3HBIX MpeiacTaBuTesield mopsaka Nymphaeales oOmamaror oOrei
0COOEHHOCTBIO, KOTOpasi MPOSIBISIETCS, B YIBOCHUH YMCIIa OPraHOB IMpPHU IMEPEX0e OT BTOPOTO Kpyra
OpraHoB IIBETKa K TpeTbeMy (6 ThrunHOK y Cabombaceae, 6 nenectkoB y N. advena, 8 wiu 6 jenecTkoB
y Victoria u 8 nenectkoB y Nymphaea spp., cm. takke Ronse De Craene, Smets, 1993). P.J. Rudall ¢
coaBropamu (2009) mpeanooKuiIg, 4To B TpETheM ceMeicTBe mopsiaka — cemeiictBe Hydatellaceae —
TaKKEe MOXKET MPOUCXOIUTh YIBOCHHE JJIEMEHTOB TPEThETO Kpyra, IOCKOJBbKY o0epTka
penpoayKTUBHBIX equHuIl y Trithuria occidentalis npeacraBnena AByMsi Hapy)KHBIMH MYTOBKaMH 10
nBa (UIIOMa U OJIHOM BHYTpeHHEH, B KoTopoi 4 ¢umioma.

Ham He ynamochk 0OHapyKHTh Maphl JEIECTKOB B X0/1€ H3ydeHHus pa3utus seTka N. lutea u
N. pumila. MeI mpefmosiaraem, 4To BCe JISECTKH B [BETKAX ITUX BUIOB PACIIOJIOKEHBI B OJTHOM KpyTe.
Taxum 00pa3zom, MBI TTOAJIEP)KUBAEM HICIO 00 YBEITMYCHUH MEPHOCTH TPETHETO KPyra OKOJIOIIBETHUKA
M0 CPaBHEHWIO C MEPBBIM W BTOPHIM, HO ITO YBEJIMYECHHE OOJiee 3HAYUTEILHO, YeM TOSIBIICHHE TIap
OpraHoB BMECTO CIUHHYHBIX OpraHoB. llepBbie 3a4aTKW JIENIECTKOB TOSBISIFOTCS HAa CEKTOPax
YaIIeIMCTHKOB HAPY)KHOTO KPyra, T03)Ke 3a4aTKH JISECTKOB BOSHUKAIOT U Ha CEKTOPaX YalICITHCTUKOB
BHYTpeHHEro kpyra. [1o Hamum HaOII0ICHUSIM, OTHOCHTENIbHBIC pa3Mepbl 3a4atkoB jenectkoB N. lutea
HE OTpPaXKAalT TMOPSIIOK WX ¢GopMupoBanus. bojee KpymHbIE TPUMOPIUH JICIECTKOB HHOTIA
pacroyiararoTcs Ha pajnycax MeX/Iy JalleTMCTUKaMU, 0COOCHHO Ha pajinyce MEXy YalleTUCTHKAaMU
1 u 3, TO eCTh B IMOJIO)KEHUH, TJI€ MOKHO IMPEIINOJIOKUTh HCUYC3HOBEHUE TUIIOTETHUYECKOTO TPETHEro
YaIIeNIMCTHKA BTOPOTO Kpyra, YTO, BEPOSTHO, OOYCIIOBJICHO IPOCTPAHCTBEHHBIMHU (HaKTOpaMHU.
Pacnionioxxenne MHOXecTBa jieriecTkoB Nuphar B 0IHOM Kpyre HallOMHUHAET CIydal PacIoJIOKEHHs B
OJTHOM KpYre MHOXECTBa THIYMHOK y HEKOTOPBIX HEPOJCTBEHHBIX KYOBIIIKaM MOKPHITOCEMEHHBIX
pacrenuii (Nuraliev et al., 2010; Wanntorp et al., 2011). K npumepy, Polyscias waialealae (=
Tetraplasandra waialealae, Araliaceae) mmeer 6-7 JienecTKOB W OMUH Kpyr u3 28-46 THIYUHOK, W
HEKOTOPbIC M3 THIYMHOK, YSPEAYIOIINXCS C JICTIECTKAMHU, MOTYT 3HAUUTEIBHO MPEBBINIATH [0 pa3Mepy
ocranbueie (Nuraliev et al., 2010).

[To-BuauMoOMy, pa3nuuus B pa3Butuu BeHunka Mexay N. lutea u N. advena He oueHb Benuku.
Bonee mononoit u3 userkos N. advena, nmokazanusix Ha puc. 9D B padote P.K. Endress (2001), umeer
TPH JIENIECTKA Ha CEKTOPE OJHOTO U3 YallleJIMCTUKOB HapyXHOro Kpyra. @opmMupoBaHue JernecTKOB Ha
CEKTOpax YallleJIMCTUKOB BHYTPEHHEr0 Kpyra MpOUCXOIUT Ha OoJiee MO3JHUX CTaausAX (0COOEHHO Ha

CeKTOpax IBYX W3 YalICIMCTUKOB BHYTpeHHero kpyra). Hama wHTepmperammsi BeHumka Nuphar
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coryiacyeTcst ¢ KpaTkuM omnucanuem, npegoctaBieHabiM M. Wolf (1991), kotopslii u3ydan oauH U3
BUJIOB KYOBIIIIKU C MATHIO YalIETUCTUKAMHU.

Crnenyer OTMETHUTh, YTO YBEITUYEHHUE MEPHOCTU TPETHEro Kpyra OpraHoB B I[BETKE SBISCTCA
pacrpocTpaHeHHBIM, HO He BCEOOIIUM SIBIICHHEM TSI ITpeacTaBuTeneii mopsaka Nymphaeales. MHorue
Buabl poxa Nymphaea subgen. Hydrocallis uMeoT HECKONBKO MPaBUIIBHO —YepPEAYHOLIMXCSI
TeTpamepHbix Kpyro senectkoB (Wiersema, 1987). Takum oOpa3oM, y mpeicTaBUTENeH ceMencTBa
Nymphaeaceae BcTpeuaroTcss TpH BapuaHTa CTPOCHHS BeHYWKa: (1) MHOTOYMCICHHBIE JICTIECTKH
PacroJIo’KeHbl B OJIHOM Kpyre, (2) MEpHOCTb IEPBOrO Kpyra JIEIECTKOB paBHA MEPHOCTH YalleuKu
(0OBIYHO ATOM CiIy4ae TaTpaMepHOi), a BO BTOPOM M TIOCIEAYIOIIEM Kpyrax 4HCIO OpPraHOB
yIBauBaeTCs M OHM PACIoararoTcs apaMu, HHOTAA C HEKOTOPHIMU OTKJIOHEHHSIMH OT TEOPETUUYECKH
0’KHUJJAEMOT0 PACIOJIOKEHHUS], (3) BEHUMK COCTOUT U3 MHOTHX MTPaBUIIBHO YEPETYIOIINXCS TETPAMEPHBIX
KpyroB JyienecTkoB. OcTaeTcst HesICHBIM, MOYKHO JIM PacCMaTPUBATh ONMCAHHBIE COCTOSIHUS KaK dTarlbl
OJTHOTO DBOJIFOIIMOHHOTO creHapus. HeoOXomuMbl NeTaabHBIE WCCIIECAOBAHUS PAa3BUTHS IIBETKOB
paznuunbix BuoB Nymphaea s.l., BKirouas O1eHKY OTHOCHTEIIBHBIX pa3MepOB IPHMOP/IUEB JICTIECTKOB

1 (prropasbHON MEPUCTEMBI.

4.8. PazBuTue anapouesi Nuphar u 3aKoHOMepHOCTH €ro OpraHoTaKcuca

Mol mpugepkuBaeMcsi uHTepnperanmd asapores Nuphar u  apyrux mnpencraBuTesnen
Nymphaeaceae kak HUKJINYECKOTO C TEMHU UM MHBIMHU OTKJIIOHEHUSIMH OT «HI€aIbHOI» HUKINYECKOM
monenu (Endress, 2001; Schneider et al., 2003). B pabore M. Wolf (1991) npuBeaeHsl aeTanbHbIe
naHHble 1Mo cTpoeHuio anmpories Nymphaea alba u ognoro u3 Bumos Nuphar. ABrop oGHapyxuIT
3HAYMTEIBHOC Pa3HOOOpa3Ke BapuaHTOB pacroyiokeHus ThiauHOK y Nymphaea (cm. Taxke Ronse De
Craene, Smets, 1993). B nekoropsix ciyuasx, omucanueix M. Wolf (1991), umciao mnpaBo- u
JIEBO3aKPYUYCHHBIX MApacTUX B aHJPOLIee COOTBETCTBOBANO (uuuioTakcucy no @uboHauyu (¢ yriom
muBepreHiuu o = 137.5°) umu ¢umtotakcucy mo Jlykacy (o = 99.5°). ABTop paccMaTpuBaeT JaHHbIE
cllydyau KaK HUCKIO4YeHHs. B OOJBIIMHCTBE M3Yy4EHHBIX MM IIBETKOB YHCIO TMapacTHX
CBUJICTEIHCTBOBAIO O OoJiee peakux Buaax (uiuiorakcuca. Hampumep, Oblin 0OHApYKEHBI I[BETKH,
nMeBire 8§ + 11 KOHTAaKTHBIX MapacTUX pasHbIX HampabieHui (o = 132.2°) u 9 + 10 KOHTAaKTHBIX
napactux (o = 37.4°). Taxke M. Wolf (1991) onuceiBaet ciyyan HEyMmOPAAOYEHHOTO PACIIOJI0KEHHS
THIYMHOK. DUILIOTAKCHUC aHAPOIes B IBETKaX M3yuyeHHOro aBTopoM Buaa Nuphar Taxkke pasiuyaics,
BCTpeUaINCh Kak IMKIMYECKHWe, TaK W CHOUpajdbHble BapuaHThl. B 1Berke ¢ 15 nemectkamu
(pacmoJIO)KEHHBIMH 10 TPU HAMPOTUB KAXKJOTO YalIeNUCTUKA) MPU TUIIMYHOM ITUKIUYECKOM
¢dunnotakcuce Obuto 30 OPTOCTHX, YTO MPEKPACHO COTJIACYETCS M C HAlIMMH JaHHBIMU. B pamkax
JTAHHOM MHTEpPIIpPETaIny, «HuaeaibHoe» coctosiHue i anapores N. lutea m N. pumila — takoe, npu

KOTOPOM YHUCIIO OPTOCTUX, MPOXOIAMIUX IO paanuyCaM MCKAY JICIICCTKaMH, PABHO YHUCITY OPTOCTHUX,
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npoxoasnmx mo paguycam jernectkoB. M. Wolf (1991) nokasan emie oJuH BapHaHT OpraHH3aldd
angpoues Nuphar, xotopelii OJM30K K TOMY, YTO Mbl HaOmromanu: aHjpoueit ¢ 16 + 17 + 33
MapacTUXaMy pa3HOro HamparieHus U KpyTu3Hsl (o0 = 21.7°). [To muenuro M. Wolf , nuauun, kotopsie
Ha puc. 1611 MBI paccMaTpuBaeM Kak OPTOCTHXH, Ha CAMOM JIeJie TAKXKe SBIISIOTCS IapacTuxaMu (OHU
JEWCTBUTENFHO HE BCErla MPOXOISAT CTPOTO BEPTUKAIBHO), M B 3TOM CJIydae B JAHHOM IIBETKE MOKHO
nposectu 14 + 15 + 29 napacTux.

Mpsl nonaraem, 4To KOppeKTHee paccMarpuBarh LBETKM ¢ N u N + 1 mapactuxamm Kak
UKIMYECKHE, HO C HEIeJIOW MepHOCThIO, paBHO# N+1/2. Hanpumep, iBeTok Ha puc. 16 T — x sBusieTcs
14,5-mepubim (El et al., 2020). Henenast MepHOCTh BO3HUKAET, B YaCTHOCTH, B CIIy4asix, KOTJIa OPraHbl
M3 COCEJHUX KPYTrOB cpacTaroTcsi Mexay coOoi. [1omoOHBIE cHTyaliii W3BECTHBI JUIsI HEKOTOPBIX
npencrasutenei Caryophyllales u mo-pazHomMy HHTEPNIPETUPYIOTCS Pa3HBIMU K CCIIEAOBATEISIMU (Harp.,
Ronse De Craene et al., 1998; O.B. IOprera, B.B. Uy6, 2005; B.B.Uy6, O.B. FOpuesa, 2007).

HHuTepecHoi 0cO0EHHOCTHIO IMKIMYECKUX IBETKOB C HEIENIOM MEPHOCTBIO SBIISIETCS TO, UTO BCE
KPYT'H B 3TOM CJIydae OKa3bIBAOTCS COCMHEHBI B AMHYIO OYECHB MOJIOTYIO criupaits (Ha puc. 167 yro
nuBepreHiuu o = 25°). Ilpu paccMOTpeHMH Kakoro-iu0o CEeKTopa JAAHHOIO LBETKa CKIIAJbIBaeTCs
BIIEYATIICHUE, YTO MBI BUJMM YEPEIYIOIIHECs KPYTH THIYMHOK, HO TIPH TOTIBITKE BBISIBUTH BCE OPTaHBI
OJTHOTO Kpyra OKa3bIBACTCs, YTO OJUH «Kpyr» mpomosbkaeT apyroi. [lomumo angpoues Nuphar u
HEKOTOPBIX MpUMEpOB Bpoae 1BeTkoB Aspidistra, momoOHOe sBIeHHE HAOMIOAaeTCs MpHU
TEpaTOJOTMUYECKUX H3MEHEHMSIX BEreTaTUBHBIX MOOEroB HEKOOPBIX MOKPHITOCEMEHHBIX PACTEHUI,
rojoceMeHHbIX pactenuii (Gnetum) um mamoporHukooOpasHeix (EqQuisetum), KOTOpbIM B HOpMeE
CBOMCTBEHHO HAKpECT MOIMEPEYHOE WM MYTOBYATOE JHCTOpacrosiokenue (Hamp., Venema, 1937;
Snow, 1942; Bierhorst, 1971; Rutishauser, 1999).

Hcnonp3oBanue MOHATHSA HElenol MepHoCTH Kak noaxoaa (FOpuesa, Uy0, 2005; Uy6, IOpuera,
2007; Yy0, 2010), momosHSIOMEro TPaAWIIMOHHBIA B3IJISII HA OIMCAHHBIE BHIIIC IBETKH KaK Ha
CHUpajbHbIe, KaXeTcs LeaecooOpa3HbIM Ui TPYII PACTEHUH C LUKINYECKHUM (PHIJIOTAKCHCOM B
BeTkax U HecrabwibHOM MepHOocThio. N.A. Vislobokov ¢ coaBropamu (2014) uszyuamu momoOHOE
SIBJICHUE ISl poJia OJHOMOJBbHBIX pacteHuit Aspidistra (Asparagaceae). L[BeTku mpencraBuTesei
Asparagaceac B HopMe umeroT 3+3 nemectka W 3+3 TerumHkH. [Tomumo TpumepHbix, y Aspidistra
OTIMCAHBI TAKXKE JUMEPHBIE, TETpaMEpPHBIC 1 IEHTaMepHbIE IIBETKU. [IoMHMO 3TOT0, H3BECTHBI PUMEPHI
IIBETKOB C HEYETHBIM YHCIJIOM OPraHOB, HAIIpUMED, C 7 JeNecTKaMH U 7 ThIYMHKaMH (WK 5 enecTkaMu
U 5 TerunHKamMu). IHTEeprpeTalus Takux [BETKOB Kak 3,5- (2,5-) MepHBIX sABjIseTCS Hanboiee MPOCThIM
criocobom oObsicHeHus Takux ciaydaes (Vislobokov et al., 2014), B Tom uucie mpu U3y4eHUH IBOTIOLMN
MIPU3HAKOB. AJIbTEPHATUBHAS UHTEPIPETALNs JaHHBIX [IBETKOB IIPEJIIOJIAraeT, 4YTO OHU ABJISIOTCS JINOO
TPEXKPYTOBBIMH, HO Jpyrue TPEXKpPYroBble IIBETKM HE BCTpedaroTcs y Asparagales, nubo kak

CIHMpaJibHbIC, HO CIMPAJIbHBIC IIBETKH HE M3BECTHI I OAHOA0JIBHBIX (Remizowa et al., 2010b). Eciu
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MBI NPHHUMAEM, 4TO aHupolued B mBerkax Nuphar moxer obnamarh Kak LENOW, Tak M HELENIOW
MEpPHOCTBbIO, TOTJa IPU aHAIU3€ OBOJIONMU IpHU3HAKA «(PUIUIOTAKCUC aHIPOLES» Pa3yMHO
paccmarpuBath Guiuiotakcuc anapoues Nuphar kak nukinnyeckuii gaxe B ciydae Hanmuunst N u N + 1
[apacTUX POTUBOIOJIOKHBIX HAIIPABJIEHUH, IPU KOTOPOM ThIUMHKH OKa3bIBAIOTCSI PACIIOJIOKEHHBIMHU 110
OUYeHb MMOJIOTOW crhupanu. Takum 00pa3oM, HCIOIB30BAHUE IMOHSITHS HELEIOH MEPHOCTH XOPOIIO
coryiacyercs ¢ Mjaeei 0 IMKINYEeCKON mpupoae IBeTKoB y Bcex Nymphaeales. B mpotuBHOM cityuae
HEO0X0IMMO paccMaTpUBATh MPU3HAK PACIIONOKEHUS THIYMHOK Y 9THX PACTEHHH KaK MOJTMMOP(HBIH,

BapbHUPYIOUINHA MEX/Ty KpaifHe CBOC0Opa3HbIM CIHPATLHBIM U IUKIUIECKUM.

4.9.  Ocobennoctu ruHeness Nuphar

[Mpu3Hak Hammuus OoJiee JIOMACTHOTO PBHUIBIIEBOTO JUCKA TPATUIIMOHHO HCIIONB30BaICA Kak
KkaroueBoi mpu onpeaencaun Buaa N. pumila (Padgett, 2007). Hamie wccienoBaHue MOKa3bIBaeT
HE0OX0JMMOCTh 00Jiee IeTaJbHOrO M3ydeHHs pa3BuTus ruHenes N. pumila Ha marepuane U3 pa3HbIX
MECTOHAXOKJCHUH. MBI HaOMIOaNM 3HAYUTEIHHOE BAPHUPOBAHWE B CTPOCHUM THHEIES Yy JaHHOTO
Buja. PagnansHo pacxoasiiuecs: 60po3aKu MKy AUCTATbHBIMU YacTAMHE T1001ucTHKOB y N. pumila
XOPOIIO BBIPAKEHBI, XOTSI HEKOTOPBIE U3 3THX OOPO3J0K HE JOXOMIAT JI0 Kpasi PhLIbLIEBOTO JucKa (puc.
17). ¥ N. lutea Takue 00Opo3aKH HAOIFOJATUCH JIMIIb B PEIKUX CIyYasx HA CAMbIX MO3HUX CTAAUAX
pa3BUTHS [IBETKA, U OHM HUKOT 1A HE JIOCTUT AN KPasi PhLIBIIEBOTO JMCKA. Y CEBEpOAMEPHKAHCKOTO BUIA
N. advena 60po3aKku MeXIy IUI0I0JMCTHKAMHU MOJHOCTRI0 oTcyTcTBYIOT (Igersheim, Endress, 1998).
Takum o6Opaszom, y Nuphar nabmomaroTcs BapHaHTBI IOJIHOTO M HEMOJHOTO KOHTE€HHTAIbHOIO
cpactaHus MEXAy co0OW aciuauatHbiX IwiogoiucTikoB. Y N. pumila 3to BaphHpoBaHHE MOXKET
HaOrO/IaThCsl aKe B Tpeieiax OJHOTO IBeTKa. Korja mMeeT MecTo HEMOJIHOC KOHTEHHTEIhHOE
cpactaHue, ero MOXHO Ki1acCH(HUIIMPOBATh KaK «paHHee KOHreHuTenbHoe cpactanue» (Sokoloff et al.,
2018b), mockoibKy 00PO3 KK MEKTY ILUIOJ0THCTHKAME OTCYTCTBYIOT YK€ Ha PAHHUX CTaJUAX PA3BUTHS
THHETesI.

Mb1 BriepBbie OOHAPY)KWIIM CIy4ad BO3HHKHOBEHHs BTOporo Kkpyra ruseries y N. pumila,
COCTOSIIETO U3 CTEPUIIBHBIX TUIOJIOJIMCTHKOB. JTO SBISETCS €IIe OJHUM MPOSBICHUEM JIAOMIBLHOCTH
nporiecca pa3Butus 1entpa Betka Nuphar. ¥V N. lutea (o mosydennsim Hamu qanubsiM) 1y N. advena
(Igersheim, Endress, 1998; Endress, 2001) moBepXHOCTh THHEIES B IIEHTPE HECKOJHLKO BOTHYTa Ha
pPaHHUX CTaJMAX Pa3BUTHUs, a Ha OoJiee MO3AHMX 3Tamax B IICHTPE TMHELEs 3aMETHBI OoJiee-MeHee
OecropsiIOYHO pacmoiokeHHbie 6opo3aku (puc. 32 y Igersheim, Endress, 1998 u puc. 158, r Hamei
paboThI), KOTOPBIE MPEACTABISIOT COOO0M MMOOOYHBIN PE3yabTAT 3aKPBITHS LIEHTPAIBLHOTO YrITyOICHHUS.
3akphIBIIEECs IEHTPAJIbHOE YIITYOJICHHE MOYKHO BHJCTh Ha MPOJIOJIBHBIX CPE3axX MOJIOJBIX U 3PEIbIX
nBetkoB (Moseley, 1965, 1972). CrpykTypa, KOTOPYIO MBI HMHTEPHPETHPYEM KaK OJUHOYHBIN

LEHTPATBHBIN I1JI0I0JTUCTUK, IPUCYTCTBYIOIMINI B HeKOTOpBIX BeTKax N. pumila (puc. 17), He sBisieTcs
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noOOYHBIM TPOJIYKTOM «3alleyaThIBAaHUS» I[IEHTPAIBHOTO YIIIYOJNEHHs, NOTOMY YTO OHa HMEET
MIPOIOJIBHYIO IIEJb, PACHIOJIOKEHHYIO Ha BEPUINHE KYIOJI000pa3HOTO BO3BBIIICHNUS, B TOYHOCTH TaK XK€,
KaK y OKPYXaIIUX JTaHHYIO CTPYKTYypy IO TNepu(epuH IUIOJ0INCTUKOB. boiee TOro, MbI He
HaOmoaanu Hamuuus yriyonenus B nentpe runenes N. pumila (puc. 10 r, 1) Ha paHHUX cTamUsIX
pa3BuTHs 1BeTKa. Emie 6osee moka3aTeabHBIM SBISIETCS [IBETOK, ONMMMCAHHBIN HAMU KaK UMEIOIINAN TPU
CTEPHJIbHBIX TUIOJIONUCTHKA BHYTpeHHEro kpyra ruHenes (puc. 10e). /laHHbI HBETOK HaxXOOUTCS Ha
Oouiee paHHel cTaauu pa3BuThs, 4eM BeTkr N. lutead, y KoTOpBIX MPOUCXOIUT 3aKPITHE IIEHTPAILHOTO
yriryonenust runenes (puc. 158, r). Cyzs 1o ypOBHIO pa3BUTHSI TUIOJOIUCTHKOB U THIYMHOK (Y KOTOPBIX
elle He pa3InYuMbl MUKpocropanrun), nBetok N. pumila, n3o0paxennsiii Ha puc. 10e, HaX0IUTCS Ha
CTaJMu pa3BUTHUs, OJIM3KOH K TakoBoil y BeTka N. lutea na puc. 156. Takium 00pa3om, TpH IEJICBUIHBIC
OOpO3IKM B IEHTPAIBbHON YacTW THHeNes nBeTka Ha puc. 10e pa3yMHee HHTEPIPETHPOBATH Kak
LIEJIEBUJIHBIE OTBEPCTHSI CTEPUIIBHBIX IJIOJI0JIMCTUKOB BHYTPEHHETrO Kpyra. MajoBeposiTHO, UTO 3TU
yrayOneHusl TpeACTaBIsAOT COO0M TOJIBKO TOSABIAIOIIMECS OOPO3IKH MeXAy (GepTUIbHBIMU
IJI0JIOJIMCTUKAMU, TTOCKOJIbKY JaHHAsl CTa/us SIBJISIETCS CIMIIKOM PaHHEW JUIs MOSIBICHUS O0PO3JI0K
Mexay miofoiaucTukamu. IlomMmuMo 3Toro, ofgHa W3 IIENEBUAHBIX OOpO3/, KOTOPYIO MBI CUHTAEM
MpUHAIeKAIEH CTepUIbHOMY IUIOJOJIMCTUKY BHYTPEHHEro Kpyra, pacrojoeHa O] 3aMeTHbIM

YIJI0M TI0 OTHOIICHHIO K TPaHKIIe MEKIY OMMKaiMu GepTHILHBIMU TUI010aucTHKaMu (puc. 10e).

4.10. PoJb 3HAOTEHHBIX H IK30TeHHBIX ()aKTOPOB B X01e pa3BuTHsa uBerka Nuphar

L.P. Ronse De Craene (2018) mam 0030p mpeacTaBiaCHH O BO3MOXHON POJIH MEXaHUIECKOTO
JaBIICHUSI TIPH Pa3BUTHH IIBETKOB MOKPBHITOCEMEHHBIX. OH IMOTYCPKUBACT PA3THIUSI MEKIY TaBICHUEM
OpraHoB Jpyr Ha JIpyra Ha PaHHUX M Ha IMO3JHUX CTAIHMSIX pa3BUTHs IBeTka Ha mo3mHuX craamsx
JIaBJICHUE HCTBITHIBAIOT YK€ COPMHUPOBAHHBIC OPraHbl, KOT/Ia BIMSHUE Ha MX PACIIOJIOKEHUE yKe
otcyrctByeT (Ronse De Craene, 2018). Pe3yabTaToM Takoro AaBICHHUS CTAHOBATCS OTIICUATKH YaCTEH
CMEKHBIX OPraHOB APYr Ha JpPYyre BCICACTBHE PAa3BHTHUs B Mpejeiax OTPAHUYCHHOTO MPOCTPAHCTBA
(Endress, 2008). IIprmepom BO3ACHCTBUS AaBICHHS HA MO3JHUX CTAUIX Pa3BUTHS ABJISCTCS aHAPOLIEH
Nuphar. Moo ipie 3a4aTKH THIYHHOK BCE UMEIOT 00Jice-MeHee 0TMHAKOBYIO MOJTyChepruuecKkyio popmy
y 000uX paccMOTpeHHBIX HamMu BHIOB (puc. 10B. 1, 16). Ha mo3mHux cTagusx pa3BUTHS HEKOTOPHIC
MBUTBHUKH UMEIOT HEOOBIYHYIO (DOPMY MJTH OKa3bIBAIOTCSI OPUEHTUPOBAHBI HEOOBIYHBIM 00pa3oM. D10
MOKET OBITh OOYCIOBJICHO OTKJIOHCHUSIMH OT CTPOTO IHMKIUYECKOTO OPraHOTAaKCHCa aHAPOIEs.
Hampumep, B 1iBeTke, n300pakeHHOM Ha puc. 15r, B mo3uiuu, rie MOXKHO ObUIO 0’KHIATh MOSBICHUE
OJIHOM THIYMHKH, pacroJiaraeTcs napa THIYMHOK (ITOKa3aHbl OEIBIMH 3BE3/I0UKaMH). DTU IBE THIUMHKU
HUMEIOT HEOOBIYHYIO (OPMY, UTO 0OYCIOBIEHO, BEPOSTHO, MEXaHUYECKUM BO3JICHCTBUEM OKPYKAIOIINX
TBIYMHOK. B 3TOM ke 1IBEeTKE ecTh JIB€ aCHMMETPHUYHBIC THIYMHKH BO BHYTPEHHUX Kpyrax aHapores

(HOKaBaHLI KCITBIMU 3BCSI[O‘-IKaMI/I). B nmanHom CJIyda€ aCUMMCETPHU BO3HUKIIA B PEIYIIbLTATC JABJICHUSA
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CoCelHEH, caMOll BHYTpEHHEH, ThIUMHKHU (paclioyiokeHa cieBa Ha puc. 195r). ThIUMHKM BHYTPEHHEIO
Kpyra, B CBOIO 04epe/ib, IPETEPIEBAIOT CIABINBAHUE B IIPOIIECCE MPOUCXOISAIIETO HA TIO3THUX CTAAUAX
pacuMpeHusl pbUIBLEBOIO JIUCKa. B pe3ympTare TOro, 4TO OPTOCTUXM HA JAHHOM CEKTOPE LBETKA
M30THYTHI, 3TO JAaBJICHUE OKA3bIBACTCS HAINPABIEHO IOJ YIJIOM K IUIOCKOCTH CHMMETPHH THIYMHKH,
OTMEYECHHOMN KEJITOM 3BE3J0YKOM, M NMPHUBOIUT K €€ acuMmmeTpuu. Ha cekropax, rie opToCcTUXH He
WCKPUBJIEHBI (HalpuMep, B IpaBoi yacTu puc. 17r), acuMMeTpHsi BHYTPEHHUX ThIUMHOK HE BbIPAXKEHA.
VY N. pumila ppuiblieBbIii TUCK TITyOOKO JIOTACTHBIN. YBEINYMBAIONINECS HA MO3THUX CTAIUAX PA3BUTHS
JIOTIACTH OKa3bIBAIOT OCOOEHHO CHJIbHOE BIIMSHUE Ha OPHEHTAIMIO THIYMHOK BHYTPEHHETO Kpyra.
HexoTopsie MbUTbHUKN OKa3bIBAIOTCS MOBEPHYTHI 1O yriioM 90° (HampuMep, yroj MexIy «Ih» | «I1» Ha
puc. 17B). JlaBieHue, BO3JCHCTBYIOLIEE Ha pPAHHUX CTAaaUSAX pa3BUTUSA 1IBETKAa, BIUSET Ha
pAacIioyioKeHNEe OPraHOB M MOKET MPUBOJIUTH K «HCYE3HOBEHHUIO» HMITH YABOCHUIO HEKOTOPHIX OPTaHOB
(Ronse De Craene, 2018). B Teopun, HET HUKAKUX COMHEHHIA, 4TO 3 PEKThI TAKOTO POJIa UTPAIOT POJIb
B XOJ¢ pa3BUTHs 1BeTka. OMHAKO MPOBEPHUTH POJIb ATHX d(H(HEKTOB IKCIIEPUMEHTAITBHO OKa3bIBACTCS
3aTpyAHUTENBHBIM. B 9acTHOCTH, y 000MX pacCMOTPEHHBIX HAMU BHJIOB pOJIa MBI HAOIIOIAH CIIydan
«M3YE3HOBEHHS» IUIOJOJIMCTUKOB HA pajinycaX HEOOBIYHO PACIOJIOKEHHBIX THIYMHOK. OUYeBHIHO, B
MOMOOHBIX CITydasiX WAET Iepeaada MO3WIMOHHON WHQPOPMAIWH OT aHApOles K THHENEe, OJHAKO
MPOUCXOJUT JIM 3TO Ha yYpOBHE MEXAHUYECKUX HaBJICHUN WM Oojiee paHHEH pa3MeTKu OymyIIux
OpraHoB, CKa3aTh 3aTPyJHHUTENBHO (CM. Takke Karpunina et al., 2019).

[TonyueHHble HAMHM JaHHBIC IO pPACHOJOXKEHHIO opraHoB B mBeTkax N. pumila Obutu
ucnoan3oBansl J.-P. Walch u S. Blaise B paboTe o MmaTeMaTH4eCKOMY MOICTHPOBAHUIO OPraHOTaKCHCa
LIBETKOB HEKOTOPBIX apXaW4yHBIX MOKPHITOCEMEHHBIX (OTIENbHBIX MpPEJICTaBUTENICH TaK Ha3bIBaeMo il
ANA-Tpanp1). ABTOpHI TOBITATUCh A KaXKIOTO W3 PACCMOTPEHHBIX UMHU pAcTeHHM Mojo0parh
mapaMeTpsl MoOJeNH, paspaborannoit panee J.-P. Walch (2022) takum o6pasom, 4YToOBI mpH
MOJICTAHOBKE STHX IapaMeTpPOB BBIMOIHSUIMCH J[BA YCJIOBHUS: PACCUMTAHHBIC W HAOIIOJaeMble YIJbl
MEXy OpraHaMu I[BETKa COBIAJalld U MOPSI0K PACIOJIOKEHUS OPraHOB JPYr OTHOCUTENBHO ApYyra
COOTBETCTBOBAJ TAKOBOMY B IBETKax (YTOObI OpraHbl HE OKAa3aJUCh «IOMEHSHBI MecTaMu»). B
pe3yibTate Takoro mojenupoBanus mis N. pumila aBTOpsl TPHUILIA K BBIBOLY, YTO THIYUHKH
pacIoNoKeHsl «Ha 000uX BUTKax jJorapudmudeckoii cmpanm» (Walch, Blaise, 2022). Mureprperars
opranoTakcuca anzaporess Nuphar kak COOTBETCTBYIOIIETO OYE€Hb HEOOBIYHOMY THITYy CIHPAIHHOTO
OpraHOTaKCHCa MOKET pacCMaTPUBATHCS KaK allbTepPHATUBHAS 10 OTHOIICHUIO K MPEATIOKEHHOW HaMU
MHTEPHpPETAIMH [IBETKOB KaK IUKINYECKUX C HEIeJI0 MEepHOCThI0. MBI IoJjlaraeM, 4To HHTepIpeTanus
IIBETKOB KaK IIMKJINYECKUX C HEIe0N MEPHOCTBIO sBJIseTCsl 0oJiee YAaYHBIM CIIOCOOOM OOBSICHEHUS
HEKOTOPBIX M3 HaONIONAaeMbIX BapUAHTOB PACMOJIO0XKEHUs THIUMHOK, IMOCKOJIBKY 3aKI0ouaeT B cebe
MOTBITKY ONHMCAaTh HE TOJIbKO HaOII0JaeMOe pPACHOJIOKEHHE OPraHoB, HO M MCXOJHOE COCTOSIHUE,

OTHOCUTCIIBHO KOTOPOTO IMPOU30IICTT «cOoi».


https://www.frontiersin.org/articles/10.3389/fcell.2020.00303/full?&utm_source=Email_to_authors_&utm_medium=Email&utm_content=T1_11.5e1_author&utm_campaign=Email_publication&field=&journalName=Frontiers_in_Cell_and_Developmental_Biology&id=525899#B76
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4.11. 3aKoHOMEpPHOCTH PaCHOJIOKeHHs DOKOBBIX M00ETr0B U PEeNPOAYKTHUBHBIX €IUHUL Y

Ceratophyllum

[Tomy4eHHbIe HAMU TAaHHBIE TIOATBEPIKIAIOT HAOIOICHUS aBTOPOB O0JIee paHHUX MCCIIeIOBaHUN
mo C. demersum u C. submersum (Strasburger, 1902; Schaeppi, 1935; Raynal-Roques, 1981;
Rutishauser, Sattler, 1987; Rutishauser, 1999; Ilwamoto et al., 2015), a Takke MOKa3bIBAlOT, YTO
crpoenue moderoB C. tanaiticum momuuHseTCS TEeM K€ OOLUIMM 3aKOHOMEpHOCTsM. [Ipu 3TOoM Ha
ararpammax Ae(UHUTHBHBIX 100ETOB (puc. 28) pacmosoxkenne OOKOBBIX CTPYKTYD BBITJISIAUT MEHEE
YIIOPSIIOYEHHBIM, YeM Ha (OTO paHHHUX CTaauil pa3BuTHs oOeroB (puc. 23, 27, 29). 310 MOXKET OBITH
CBSI3aHO C TPOCTPAHCTBEHHBIM BJIHMSHHEM OOKOBBIX CTPYKTYp, BO3HHKIIUX TO3[THEE, a TaKXKe C
BO3MO’KHBIM M3MEHEHHEM OpPHEHTAIH No0era OTHOCUTEIBHO MOBEPXHOCTH BOJBI B XOJI€ OHTOTEHE3a
(Sokoloff et al., 2022a). HecmoTpst Ha 3T0, ¥ pH H3yueHHH (HOTO BEpXYIIEK MOOETOB, U NIPU aHAJIH3e
ararpaMM Ie(UHATHBHBIX TOOETOB BHJIHO, YTO PACHOJIOKEHHE OOKOBBIX CTPYKTYP COOTBETCTBYET
HEKOMY «oOmiemy tiany» crpoenus moberos Ceratophyllum (puc. 25). BokoBsie ocu Ha moberax
porojucTHUKa (OPMUPYIOT O YETHIpEX OPTOCTUX, IPHYEM BEreTaTHBHBIE OOKOBBIE BETOUYKH
YEpeyIOTCS C PENPOIYKTUBHBIME €AMHHUIIAMU BJIOJL OPTOCTUXH (pHC. 25a). B mpenenax oxHoro y3na
BEreTaTUBHBIE OOKOBBIE MOOETH W PENPOAYKTHBHBIE CTPYKTYPBI TaKXKe UYEPEAYIOTCS MEXTy COOOii:
OOKOBBIE OCH OJMHAKOBOW MPHUPOJIbI PACIIOIAralOTCsl Ha MPOTUBOIOIOKHBIX paanycax y3ia, U Kaxaas
O0KOBasg OChb B Mpelenax y3jia 3aHMMAaeT CMEXKHYIO MO3UIHUI0 ¢ OOKOBOM OCHIO MPOTHBOIOJIOKHON
npupo il (puc. 25a). B 60IBITMHCTBE Y37I0B UMEIOTCSI HE BCE YETHIPE BO3MOKHBIE OOKOBBIE CTPYKTYPHI,
OJIHAaKO OTCYTCTBHE HUX B HEKOTOPBIX MO3MIIMSIX HE OKA3bIBAET BIUSHUS HA B3aMMHOE PACIOJIOKEHUE
BEreTaTUBHBIX U T€HEPATUBHBIX OOKOBBIX OCeil B mocieayromux y3nax. Kak u 6os1ee paHHUM aBTOpam,
HaM yJajaoCch HaOMIOJaTh HAJWYME BEIAYIIMX OpTocTUX Ha mnobOerax Ceratophyllum, kotopbiM
MIPUHAUICKUT OOJIbIIast 4aCTh OOKOBBIX BETOYEK U )KEHCKUX PENPOAYKTUBHBIX €IUHUL. BOJIBIIUHCTBO
M3YYEHHBIX HaMH [10OETOB POTOJIMCTHUKA UMEIH JIUIIb OJIHY BEAYIIYI0 opTocTHXY. Kak u B cBoe Bpems
A. Raynal-Roques (1981), mam ymanoch HaOMIOAaTh CIydad Iepexoja POJH BEIyIIeHd OT OJIHOM
OPTOCTUXHM K JPYroi, 4TO, BEPOSITHO, CBSI3aHO C M3MEHEHHEM OpPHUEHTAIMH Mo0era OTHOCUTENIBHO
noBepxHocTH Boibl. Ha oHoM u3 moGeros C. tanaiticum 66110 1B BeayIne OPTOCTUXHU, YTO, BEPOSITHO,
TAK)Ke CBS3aHO C MOJIOKEHHEM JIAHHOTO MoOera OTHOCHTEIBHO MOBEpXHOCTH Bojbl (puc. 316). Ha
(dbparMeHTe emie 0THOTO U3YYEHHOTO HaMU 100era 3TOro BU/1a TP KEHCKUE PEMPOTYKTHBHbBIC €TUHUIIBI
pacrionarajuch MO TPEeM OpPTOCTUXaM, MPUYEM JBE W3 3TUX JKEHCKUX PENpOIyKTUBHBIX E€IUHUI
MPUHAIISKATIN OJJHOMY Y3I1y, a TPEThsl — CMEXKHOMY HIDKeJexalemMy y3iy (puc. 246). CkinaapiBaeTcs
BrevyariieHune, yro aas C. tanaiticum meHee CTpPOro IeTEpPMHHHPOBAHA HMPHUYPOUYCHHOCTH KEHCKUX

PENpOIyKTUBHBIX SIUHUII K OJIHOU Beyiei opToctuxe, yeM s C. demersum u C. submersum.
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[Tpuypo4eHHOCTb B PSJIC CIy4acB BCEX OOKOBBIX IIOOETOB K JIBYM COCEIHUM OPTOCTUXAM MOYHO
paciieHuBaTh Kak pe3ysbTaT cekTopayibHOW anu3okiaamuu (Rutishauser, 1999) — cucremaruueckoit
CYIIPECCUU Pa3BUTHUS OJHOM M3 IBYX Ma3yIIHBIX MOYEK KAXK/OTO y3Jia, BCICACTBUE YEro IIaBHbIH o0er
nmpuoOpeTaeT  JOp3WBEHTpaibHOe  cTpoeHue  (puc. 250). I[lposBieHmeM  TEHACHIMHU K
nop3uBeHTpasibHOCTH TIoOeroB Ceratophyllum B ciydae Hamuumsi 4eThIpeX OPTOCTUX, 0OPA30BAHHBIX
OOKOBBIMU CTPYKTYpPaMH, MOYKHO CYHMTaTh OTKJIOHCHHE 3HAYCHUI YIJIOB MEXKIY OPTOCTUXaMH OT
oxxugaembix 90°. [TonoOHOe siBieHNME HAOII0JAEeTCs TAKXKE y APYTUX PACTEHUM ¢ JOP3UBEHTPAIbHBIM
CTPOEHHEM T0OEroB M HAKpeCT CynpOTHBHBIM (riuioTakcucom, Hanpumep, y Selaginella. B pamkax
HHTEepOpeTanuu (QUUTOTaKCMca pOrOJUCTHHKA Kak aypsaHoro (Raynal-Roques, 1981) yrusr
JTUBEPTreHIIUU MEX]ly COCEAHUMHM JIUCThSIMU CHJIBHO PA3JIMYarOTCsl MEXy cOO0ON M cOCTaBisAOT 8(0°—
280°—80°—280°—80°—280> — sBIEHUE, W3BECTHOE Yy psla IOKPHITOCEMEHHBIX pACTEHUN Kak
JOP3UBEHTPAIBHBIN TUI IBYPSIHOTO (HIUIOTAKCHCA, MM TaK Ha3blBacMas MAasSTHHUKOBAS CHUMMETpPUS
(Goebel, 1882, Schneider, 1925, Charlton, 1998).

Hawm ynanoce oOHapyXUTh O4eHb peAKHil cllydail KapIUHAIBHOTO UMEHEHHS CPOPMUPOBAHHOM
3aKOHOMEPHOCTH PACIIOJIOKEHHUST OOKOBBIX OPraHOB B Mpejeiax 0JHoro noodera (puc 28B).

B nureparype BcTpewarorcs otaensHbie ymomuHanus (Rutishauser, Sattler, 1987) cimyuaes
BHEIMA3YIITHOTO PACIOIOKeH s 00KOBBIX BeTouek y Ceratophyllum Ha paguycax Mex 1y JTHCTOBHIHBIMA
opranamu. VIHBIMU CcIIOBaMH, y 3THX OOKOBBIX MTOOETOB OTCYTCTBYET KPOIOIIUHN JIMCTOBUIHBIN OpraH.
Hawm toe ymanoch HabII0AaTh TakKe Cliydan pu u3ydennu marepuana C. submersum u C. tanaiticum.
C nmpyro#i cropoHsl, OJ00HO aBTOpaM OoJiee paHHuX ucciaemoBanuii (Strasburger, 1902, Schaeppi,
1935, Aboy, 1936, Les, 1986, Raynal-Roques, 1981, Rutishauser; Sattler, 1987, Rutishauser, 1999,
Iwamoto et al., 2015), Mbl He OOHAPYKWJIM HH OJHOIO CIydas PacIOJIOKEHHUS PEIpOTyKTHBHOM
SIMHUIIBI B Ma3yXe JUCTOBUIHOTO OpraHa — HU OJIHA U3 HUX HE UMelia KPOIOIIEro JINCTOBOTO CETMEHTA.
Ot HAOMIONCHHUS MOKHO OOBSICHHTH pPA3JIMUMsIMU B TIPOIECCAX Pa3BUTHUS BErCTaTHBHBIX U
TCHEPATUBHBIX OOKOBBIX oOceil moOera. JIMCTOBUAHBIC OpraHbl, CMEKHBIC C 3a4aTKaMU OOKOBBIX
mo0OeroB, 3aJePXKUBAIOTCSA B Pa3BUTHH OTHOCUTEILHO OCTAIBHBIX JIMCTOBHIHBIX OPraHOB Yy3ja.
OCOOCHHO 9TO Kacaercsi JIUCTOBUIHBIX OPraHOB, CMEXHBIX C KPYIMHBIMH 3a4aTKaMH paHO
pasBuBaronuxcs OokoBbix Betouek (Rutishauser; Sattler, 1987). JluctoBo#t cermeHt ysia,
pacIoIOKEHHBI Ha OJHOM pajuyce ¢ OOKOBOM BETOYKOW (KpOIOLIME JHUCT OOKOBOrO mobera)
3a7Iep’KUBACTCS B Pa3BUTUH HanOoJyiee CHIIBHO U, TIO-BHIMMOMY, B HEKOTOPBIX CIIydasX OH M BOBCE HE
¢dopmupyetcs. PenpoayKkTHBHBIE €AMHUIIBI BCETAa BO3HUKAIOT HAa Pagnycax MEXKAY JHCTOBUIHBIMHU
OpraHaMu y3ja H, 4T0 XapaKTepHO, Ha OJTHOM YPOBHE C HUMH (B OTJIMYHE OT 3a4aTKOB OOKOBBIX BETOUEK,
KOTOpPBIE pAaCIOJIaraloTcs 4YyTh BBIIIE YPOBHS JIMCTOBUAHBIX OpraHoB y3na). Takum oOpazom,

3aTPYAHUTCIIBHO MPCACTABUTDh PACIIOJIOKCHHUC perOﬂYKTHBHOﬁ CANHUIBI HA paguyCC JIMCTOBUAHOT'O
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oprasa y3Jja Kak pe3yJbTaT 3aKOHOMEPHOCTEH pa3BUTHs MoOera u ero 0okoBbix opraHoB (Sokoloff et
al., 2022a).

Kak ynoMuHasoch Bblllie, B pad0oTax pa3HbIX UCCIIEA0BATEICH MOKHO BBIICIIUTD TPU PA3IHUHbBIC
MHTEpIIpeTaluu cTpoeHus nooderoseix cucrem Ceratophyllum, B ocHOBY KOTOPBIX MMOJIOKEHBI Pa3HbIC
npeacrasiacHus o ¢puuioTakcuce y poroauctauka (Rutishauser; Sattler, 1987, Rutishauser, 1999): (1)
MYTOBYATOE JINCTOPACIIONIOKEHHUE; (2) HAKPECT-CYNPOTHUBHBIN (PUIUIOTAKCHC C YACTO TPOSBIISFOLICHCS
CeKTOpalbHOW  aHW3oKiIamued; (3) JOp3UBEHTPAIbHOEC CTPOCHUE TOOETOB C  JBYPSIHBIM
mucropacnonoxenuem (Raynal-Roques, 1981). ['umoTe3a 0 MyroB4aToM (PHIUTOTAKCHCE TOKHA OBITH
OTBEPrHYyTa Ha OCHOBE TOT0, YTO PACIIOI0KEHHIE TUCTOBUIHBIX OPIaHOB Y POTOJIMCTHHKA ropasio 0oJjiee
BaprabebHO, YeM PACIOJIOXKeHne OOKOBBIX Ocel, Kak ObLIO MoKa3aHo B psje padot (Schaeppi, 1935,
Loiseau et al., 1963, Raynal-Roques, 1981), a Takke cieayer u3 Hammx HaOmoaeHni. Konmenmms o
JBYPSIHOM JIMCTOPACIIONIOKCHUH M JIOP3UBCHTPAIBHOCTH T00eroB, npemaioxenHas A. Raynal-Roques
(1981), Taxke sBISETCS COMHHUTENILHOM, MOCKOJIbKY BEreTaTUBHBIC OOKOBBIC IOOETH AJICKO HE BCer/a
MPUYPOYEHbl K JIBYM opToctuxam (puc. 48a, 0), kak 3To ObLJIO B Marepuale, U3ydeHHOM JaHHBIM
aBTopoM. A. lwamoto ¢ coaBropamu (2015) npuBenu npumepsl MoOETOB, Ha KOTOPHIX OOKOBBIE BETOUKH
(GOpMUPYIOT TPH SIBHO BBIpaKEHHBIC OpTOCTHXU. MBI 00Hapyxwiu moder C. submersum, y kotoporo
OOKOBBIC BETOUKH OBLIH PACIIOIOKESHBI IO BCEM YeThIpeM opTocTuxam (puc. 28a). Ha Hari B3riisi 1, TUiib
MPEACTaBJICHHE O HAKPECT CYNMPOTUBHOM (uuIoTakcuce oObsicHseT HaOmogaembie y Ceratophyllum
3aKOHOMEPHOCTH PACIIOJIOKEHUsSI OOKOBBIX OCEH. DTa THUNOTE3a MOITBEPKAACTCS M JAHHBIMH TIO

passutHio mobera y 3apojsimia C. submersum (Sokoloff et al., 2022a).
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Puc. 48. O600UIeHHBIE AUarpaMMbI-pa3BePTKH PACIOJIOKEHHS OOKOBBIX CTPYKTYp Ha mobderax
Ceratophyllum. a., 6. luarpamMmmsI pacroioxenus: 60koBbix cTpykTyp Ceratophyllum B cootBercTBHU C
UHTEpIpeTanueil GUUIoTaKcuca Kak JBYPSAAHOTO. a. J(narpamMma pacrofiokeHust OOKOBBIX CTPYKTYD,
Py KOTOPOM BCE BEreTaTHBHBIE OOKOBBIC MOOErd (POPMHPYIOT JBE OPTOCTHXH, U B KaXKIOM Yy3JI€
uMeercsi Be (pexe — 4YeThipe) pernpoayKTHBHbIC eIuHHIBI. COrAacHO JAHHOW WHTEPIPETAlHH,
PEIPOIyKTHBHBIC SIHHUIIBI (POPMUPYIOTCS U3 KOJUIATEPAIbHBIX MOYEK. 6. J[MarpaMMbl pacroioKeHUs
ookoBsix cTpykryp Ceratophyllum B cootBercTBUE ¢ MHTEpIpeTanueil GuiUToTaKCHCca KaK IBYPSAHOTO
C [JOp3UBEHTPAIbHBIM CTpOCHHEM mobOera. B. JlMarpaMMbl pacrosiOKEHHsS OOKOBBIX CTPYKTYP
Ceratophyllum B cootrBerctBuu ¢ wuuTepmperanmein A. Iwamoto et al. (2015). r. Jluarpammbl
pacnonoxenust 60koBbIx cTpykryp Ceratophyllum B cootBercTBuM ¢ Hamielt unTeprnperanueii (Sokoloff
et al, 2022a). JIucToBHIHBIC OPraHbl, SBISIOIIKECS, COTTIACHO HAlleH HHTEPIPETALUH, TIPOU3BOHBIMH
JIMCTBhEB Pa3HbIX OJHHUX M TEX € OPTOCTHX, MOKa3aHbl OJMHAKOBBIMH OTTCHKaMu 3eieHoro. Ha
JMarpaMMax B., I'. O0KOBBIE CTPYKTYPbI (QOPMHUPYIOT YeThIpe OPTOCTUXH, & HA JHarpaMMax a. u 0. — JiBe

OPTOCTHUXHU. OI[I/IHaKOBLIMI/I OTTCHKaMH 3CJICHOI'O MOKa3aHbl JINCTOBUJAHBIC OPraHbl, COOTBCTCTBYIOIIIUC
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JIUCTBSIM, TPUHAUICKAIIUM OJHOM M TOM K€ OPTOCTHXE. benbiMu 3BE310YKAMU OTMEYEHBI
JIMCTOBUIHBIE OpraHbl, HHTEPIPETUPYEMbIE KaK JIMCTOBbIE MIACTUHKU. OpaHKeBble TPEYrOJIbHUKHA —
KEHCKHUE JTN00 MYKCKHE PErPOIyKTUBHBIC ¢IMHUIBI. CHHUE 3BE3/IbI — BETreTaTUBHBIC OOKOBBIC ITOOETH.
UepHble MyHKTUPHBIE CTPEJIKU MOKA3bIBAIOT HAIIPABICHUE TUITOTETUYECKUX CABUTOB PEMPOTYKTUBHBIX

SIIMHHMII, KOTOPbIC MPEAINOJIAraloTCs B paMKax JBYX Pa3IMuHbIX HHTEpIpeTanui (B., T.).

OcHoBHasi TpoOJieMa KOHIENIUK HaKpecT-CynpoTuBHOro ¢umiotakcuca y Ceratophyllum
CBsi3aHA C OOBSICHEHHEM DPACIIOJIOKEHHS PENnpoayKTUBHBIX exuuuil. Kak u B caygae Nuphar, mpu
MEPBOM PACCMOTPCHUHM OHM TPOW3BOISAT BIIEYATICHHE BHEMA3YIIHBIX. EIMHCTBEHHOE OOBSICHEHHE,
KOTOPO€ BCTPEUAETCs B JIUTEpAType Ha ATOT cUeT, mpeioxkeno A. lwamoto ¢ coasropamu (2015) u
NoJ[pasyMeBaeT  BO3HUKHOBEHHE  PEMPOMYKTHBHBIX  EAMHWI[ W3  TepU(EPHUECKUX  TOUEK
KOJUTATEPAILHOTO KOMILUICKCa, IEHTpalbHAs MOYKa KOTOPOTO JAeT HAYAI0 BErETATUBHOW BETOUKE
(Rutishauser, Sattler, 1987, lwamoto et al., 2015). JlanHoe 0ObsSICHEHIE HAM Ka)KETCS TPOOIEMaTHIHBIM
0 POy NMPHYKMH. Bo-TIepBBIX, PENPOAYKTUBHBIE €IUHHUIBI B MOJABISIONIEM OOJBIIMHCTBE CIy4acn
PACIIOJIATaroTCs Ha OJTHOM PaIHyce C BEreTaTUBHBIME OOKOBBIMH TIOOETaMU COCETHUX Y3JI0B — Ha OHON
oproctuxe ¢ HuMH (puc. 25). Ecnu mpuHSTH, YTO JIMCTOPACIIONOXKEHHE SBIISICTCS HAKPECT-
CYIPOTUBHBIM, TO Kak[aas pPENpOIyKTHBHAs €IWHHUIA HAXOIWUTCS CTPOTO MEXKIY IBYMS JIUCThAMH
COOTBETCTBYIONIETO y37a (CM. puc. 25, T MPEeANOOKHUTEbHbIC MPOU3BOJHBIC Pa3HBIX JUCTHEB
MOKa3aHbl Pa3HBIMH OTTEHKAMH 3€JI€HOr0). J[JIsi MOKPBITOCEMEHHBIX PACTCHUI XapaKTEpHBI CIIydau
(bopMHUpOBaHUsT KOMILJICKCOB KOJIATEPATIbHBIX MOYEK B IIMPOKUX JIMCTOBBIX MA3yxax, TAKUM 00pa3oMm,
YTO TJIABHAS U JIOTIOJTHUTEIbHBIC MIOYKU OKA3bIBAIOTCS PACIIONOKEHBI Ha CEKTOPE OCHOBAHUS KPOIOIIIETO
JIMCTa, HEe BBIXOJIS 3a TPAHUIIBI KpaeB ocHoBaHus jucta. Toraa B ciydae Ceratophyllum reo6xoanmo
OPUHATH  JIONOJHUTEIBHOE TMPEANOJI0KEHHEe O JIaTepaibHOM  CMEIIEHHMH OOKOBBIX — MMOYEK
KOJUTATEPAIbHOTO  KOMIUIEKCA — CMEIIEHHHM K HUX HaOmogaeMbiM — mo3unusM.  Takue
MPE/NOJIOKHUTENIbHBIC JIaTepaIbHbIe CABUIM MOKa3aHbl MyHKTHPHBIMH CTpesikamMu Ha puc. 48s. [lpu
3TOM, TEOPETHUYUECKH, KaXKIasi PEIPOAYKTUBHAS CIUHHIIA MOKET MPOUCXOIUTh KaK M3 Ma3yX JIUCTA,
PacIoJIOKEHHOTO ClIeBa OT Hee, TaK M PacIo0KEHHOT0 CIpaBa, OJHAKO Ha MPAKTHKE ONPEICIUTh, U3
KOJUTATEPAIbHOTO KOMIUIEKCA KaKOTO JIMCTa BO3HMKIA JaHHAs PENpOAYyKTHBHAs CIUHHIA, HE
MPEICTABIACTC BO3MOXKHBIM. K TOMY K€, OCTAeTCsl HEMOHITEH MEXaHNW3M TaKOTO TOYHOTO OOKOBOTO
CIIBUTA MOYKH, B PE3YJbTaTe KOTOPOrO OHA OKA3bIBACTCS HA OJJHOM OPTOCTHXE C PENpPOTyKTHBHBIMH
eTMHHUIIAMH U OOKOBBIMHU BETOYKAMH JIPYTUX Y3JIOB.

Bo-BTOpBIX, KaKk OTMEUECHO BBIIIE, 3a4aTKH OOKOBBIX BETOUYEK MPHUKPEIISIOTCSA YyTh BBIIIC
YPOBHS JINCTOBHIHBIX OPraHOB, YTO OXHIAEMO ISl MA3YIIHBIX CTPYKTYp, KOWMH SIBISIIOTCS |
TMITOTETHYECKAE TOYKHM  KOJUIaTepalbHOro Komiuiekca. OMHAKO —PErnpoOayKTHBHBIC — CIHHHIIBI

(I)OpMI/IpyIOTCH Ha OJHOM YPOBHC C JIMCTOBUJHBIMU OpraHaMH COOTBCTCTBYIOLICTO Y3Jia. K TOMY K€,
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CMEXHBIE C PEMPOTYKTUBHBIMHU €AWHHUIIAMH JTMCTOBUIHBIE OPraHbl y3ja, B OTIHYHE OT JIUCTOBHIHBIX
OpraHoOB, CMEXKHBIX C 3a9aTKOM OOKOBOTO OOEra, HE UCTIBITHIBAIOT 33ICPIKKH B 3JI0)KCHUU U PA3BUTHH.
DT 3aKOHOMEPHOCTH CJIOKHO OOBSCHUTH B PAMKHX IPEICTABICHUS O KOJUIATEPAIBHOW MPHPOIC
3a4aTKOB PEMPOAYKTHBHBIX C€MHHI[ — HE3aBHCHMO OT TOTO, CYHUTAEM JM MBI (PHIUIOTAKCHC HAKPECT-
CYNpPOTUBHBIM (puc. 25) WM ABYPSAHBIM C JOP30BEHTPAIBHBIM CTpOeHHEM T1obOeroB (puc. 480).
OCHOBBIBaSICH HAa BBINICCKA3aHHOM, MbI TPEJIaraéM HOBYIO HMHTEPIPETAUIO PACIIOI0KCHUSI
penpoayktuBHbIX ctpyktyp Ceratophyllum (puc. 48r), corisacHo KOTOpOM pENpPOAYKTHBHAS SIUHUIA
BO3HHKAET W3 MOYKH HE KOJUIATEPAIbHOTO, a CEPUATBHOTO KOMIUICKCA, KPOIOMIMH JIUCT KOTOPOTO
MPUHAUISKAT HIDKENIexanemMy y3iny mooOera. Takum o0pa3om, mMouka, Jdaromas Havalio
PETPOIyKTHBHOMN €MHHIIE, MOP(HOIOTHUCCKH MTPUHAICKHUT COCETHEMY HIKENIEKAIEMY y3i1y. B aTom
Cllydae CTAaHOBHTCSI TOHSATHBIM, IOYEMY PENPOIYKTHBHBIC EIMHMIIBI PACIIOJIATAOTCS HA OJHUX
OPTOCTHXaX C BEreTATHBHBIMH OOKOBBIMH IMOOEraMH COCEIHHX Y3JI0B, BeIb Hallla THIOTe3a
MPEIOJaraeT He JaTepaibHbli, a aKCHAIbHBIN CABUT PEMPOAYKTUBHOM eUHUIBI. Takon CIBUT MOKET
ObITh OOBACHEH U C TOYKM 3pEHUS MOPQOJOruMM pa3BUTUS MobOera (MOHATHE KOHKAyJeCUEHIUH,
Weberling, 1989). 3anoxeHue na3yIHo# MOYKA MPOUCXOAUT PaHbIIIE POCTA MEXKIOY3INIHUS, U YIATHHECHHE
MOCJIEIHETO HIDKE YPOBHS MA3yIIHOW MOYKH MPHBOJUT K SIBICHHIO KOHKAYJIECIIEHIINH, KOTOPOE C
OHTOTE€HETHYECKOH TOYKH 3pEHHs Hambosiee MmoapoOHo u3ydeHo y 3imakoB (CepebpsikoBa, 1971).
Bo3HHKHOBEHHE KOMIUIEKCOB CEPHATBbHBIX MTOYEK, HHOT/IA B COYETAHUH C KOHKAYJICCICHIINCH, N3BECTHO
y MHOTHX T'PYIII MOKpeIToceMeHHbIX pactenuii (Weberling, 1989; Bell et al., 2008; Endress, 2010). Tax,
cepHasbHbIC MOYKH M3BECTHBI B COIBETHSIX psla WICHOB ceMeiicTBa Laurales, y KOTOpbIX OHU JalOT
Hayajo JOTOJHUTEIBHBIM I[BETKaM WM BeTouykam couseruit (Endress, Lorence, 2020). ¥V Laurales
TaKKe HAOIIOMAIOTCS U CIy4ad peKayJeCIeHIMH (CMEIIEHHs KPOIOIIEro JKCTa Ha Ma3yIIHbld mooer,
Endress, Lorence, 2020). J[lonmoiaHHTeabHBIC [BETKM BCTpewaroTcs B comserusix Amborella
(Amborellales, Endress, Igersheim, 2000). /{ns ananu3sa ctpoeHus moderosbix cucrem Ceratophyllum
Ba)XEH TOT (DAaKT, YTO HAJIMYHE CEPUATBHBIX KOMIUIEKCOB MOYEK B COYETAHMU C KOHKAYJICCIICHIHEH
obuapyxero y Hedyosmum (Chloranthaceae). Kak moapo6uo mokazano A.F. Skutch (1927), a taxxke
yIOMHHAETCs B psjie nocneayromux pador (Todzia, 1988a, b; Todzia, Wood, 1988; Doria et al, 2012),
B masyxe sucra HedyosSmum pasBuBaercsi rpyiia W3 IBYX CEepHalIbHBIX MOo4Yek. OCHOBaHHS JBYX
aucTheB y3ia Hedyosmum oGpa3syroT obliee Biaraiuiie, 3alyiiaoliee 30Hy HHTEPKAIIPHOTO POCTa
MeKI0y3HsL. TToce yITHHEHUS MEKI0Y3ITHsI TOYKH OKA3bIBAIOTCS PACIIONIOKEHBI CYIIIECTBEHHO BBIIIIE
y3J1a — Ha YpOBHE, T'JI¢ 3aKaHYMBAETCSI BIIArJIMIIE WIH eie Bbiiie. CepraibHbIe MOYKH TAKXKE, BEPOSITHO,
umenuch y Alcainea eklundiae — uckomaemoro yena cemeiictBa Chloranthaceae, HaiizeHHOTO B
paHHeIeBOHCKUX oTiokeHusx Mcnanuu (Sender et al, 2021). P.K. Endress a. J.Doyle (2009, 2015) na
OCHOBE OCMBICIICHHS aHHBIX CPaBHUTEIBHOW MOP(OIOTHH MOACPXKATH THIIOTE3Y O TOM, YTO

npeaACTaBUTCIIN ceMeicTBa XJIOPAHTOBLIX  ABJIAIOTCA OMMKAWIIIMKM ~ HBIHE CYHICCTBYIOIIIUMU
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poacrBenHukamu porosuctauka (Antonov et al, 2000; Moore et al., 2011; Zeng et al., 2014; cm. Takxe
Xue et al, 2021). D10 npencTaBieHUE TAKKE MOATBEPAMIN PE3YJIbTaThl (PUIOTCHETHIECKOTO aHaJIN3a,
BKJIIOYABIIIETO MMPHU3HAKKM UCKomaeMbiX, Onmm3kux k Chloranthaceae u Ceratophyllum (Doyle, Endress,
2018; Kvacek et al, 2016; Gomez et al, 2020). HecmoTps Ha paauMKajdbHbIC pa3IHuds B
MECTOOOUTAHUSAX OSTHX TPYII PACTCHUH (MIPEJCTABUTEIM XJIOPAHTOBBIX SBIISIOTCS Ha3eMHBIMU
KyCTapHUKaMHU ¥ TPaBaMH C MIPOCTHIMHU CYIIPOTHBHBIMH JIUCThsIMHK), X 00beaunsiet ¢ Ceratophyllaceae
MHOXECTBO 4Y€pT, Cpeaud KOTOPBIX — OJHOTHE3JHBIM TI'MHENEHd C EIMHCTBEHHOW CBUCAIOLIEH
opToTpornHO# cemsmouko. [Ipocteie cynmporuBHbIe nucThs npeacraButeneii Chloranthaceae mmeror
napHble MPUIMCTHUKH, 3aHUMAFOIIIE TPOCTPAHCTBO MEX/Y YePEUIKAMHU JIBYX JIMCTHEB OJIHOTO y3Jia —
COCTOSTHHE, KOTOPO€ MOXKHO MPEACTABHTh KaK THIOTETUYECKOE MPEJKOBOE CTPOCHHE, Ha OCHOBE
KOTOporo chopMupoBaiics crenupuIeckuii MOATHUI HAKPECT-CYIPOTUBHOTO THNA (UILIOTaKCHCa
Ceratophyllum (Sokoloff et al, 2022a). [Tepexoa k 3ToMy crielupUuIecKOMY BapHaHTy (PHIIOTAKCHCA,
BEPOSITHO, MOTPEOOBA TaKXKe MpPEBpAICHHUS NPUIMCTHUKOB B Y3KHE IUIACTUHYATHIC BBIPOCTHI C
MOCJICYIONUM YBEIMYCHUEM UX YKCIIa, KaK MPEAOJIOKIINA B cBoel pabore A. lwamoto et al. (2015).
TeHaeHIMIO K YBEIWYCHUIO W BAapbUPOBAHMIO YHCIA MPUIMCTHUKOB MOKHO TMPOCIEAUTh M CPEIH
XJIOPaHTOBBIX, Hampumep, y Ascarina lucida u Hedyosmum (D’Arcy, Liesner, 1981). Myxckue
PENpOIyKTUBHBIC €IUHMIIBI peacTaBuTeci poga Hedyosmum (Chloranthaceae), kotopsriit siBisieTcs
CECTPMHCKMM K TPEM OCTalbHBIM pOJaM CEMEWCTBa, CHJIbHO HamoMuHaroT TakoBbie Ceratophyllum
(Endress, Doyle, 2009, 2015, Doyle, Endress, 2018, Sokoloff et al, 2022a).

[TogBoast WTOr BBINIECKA3aHHOMY, Hallla HMHTEpHpeTarys MOpP(OJOrUd MOOETOBBIX CHCTEM
npeacrasuteneii poaa Ceratophyllum moapasymesaer:

1) HAKpPECT-CYMPOTUBHBIN TUI (QUILIOTAKCHUCA;

2) HAJIMYUE CCepUATbHBIX IOYCK, HIKHsA (IJIaBHAas) H3 KOTOPBIX [aeT Hadvaio
BEreTaTUBHOMY MMOOEry, a BepXHsisl (JOMOTHUTEIbHAS) — PEIPOAYKTUBHOW SIUHHMIIE;

3) KOHKAyYJICCLICHIINIO, B pE3yJbTaTe KOTOPOW BEPXHSSA IMOYKAa KOMILUICKCA KaKeTCs
MpUHAICKAIIEH TOCICIYIONIEMY Y3y,

4) BO3MOXHOCTh IOJIHOTO TOJIABJICHUS HUYKHEH, BEpHEH WM 00CHUX MOYEK CEPUATbHOTO

KOMIUICKCA B MMa3yXaX HCKOTOPLIX JIMCTHCB.

JlanHoe  mpejacTaBIeHHWE OOBACHSAET YacTO  HAOIIONAEMyI0  IIOCIENOBATENBHOCTh B
pacroyoKeHUN OOKOBBIX CTPYKTYp BIOJIb OPTOCTHXHU: ... XKpe, O, X, X, kpe, 01, X, X, xkpe, 01, X, X ...,
rae «Om» — OOKOBOM MOOer, «Kpe» — JKEHCKasl PernpoayKTUBHAs €IMHHUIA, «X» - y3el, rje OOKOBbIe
CTPYKTYPBI OTCYTCTBYIOT, & TAK)K€ XOPOIILO COTJIACyeTCsl CO CTPOSHHEM MoberoBbix cucreM Hedyosmum.

B pamkax mpeioskeHHOW THIIOTE3bl MonpodyeM oObsicHUTH ommcanHeie A. Raynal-Roques

(1981) ciyyam Hammuust B oxHoM y3ie Ceratophyllum gersipex MyKCKHX penpoOIyKTHBHBIX €IHHUIL,
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JIBE€ U3 KOTOPBIX OBLIM KpynHee ABYX JApyrux (puc. 48a). ABTOp NpeAnosokuia, YTO BCE YEThIPE
PENPOAYKTUBHBIC €IMHUIIBI SIBJISIOTCS TMPOM3BOJHBIMU JIOMOJTHUTEIBHBIX KOJUIATEPAIBHBIX MOYEK,
BO3HHKIIKX B [1a3yXe OJHOTO JIKCTa (B paMKaX MPEICTABICHUS O JIOP3UBEHTPAIBHOM CTPOCHUH TI0OETOB
U JIBypsITHOM THITE usutotakcuca). Hama runoresa, Ha epBbIil B3TJIsLI, MPEAIONIAraeT, 9YTo B KaXJI0M
y3JIe JO/DKHO ObITh HE Oojice IBYX penpoayKTHBHbIX emunmil (puc. 48r). UtoOwl, He oTBepras ee,
o0bscHuTh HaOmoneHue A. Raynal-Roques (1981), MokHO npuBeCTH psiJi apryMeHTOB. Bo-miepBbIX,
aBTOp HE npenocraBmia GoTorpaduil y3a0B ¢ YETBHIPbMS PEIIPOAYKTUBHBIME CAWHULIAMH, 3aIIe4YaTiicB
UX JIMIIb HA PUCYHKAX; Y IPYIMX aBTOPOB OIMCAHUS TAKHUX Y3JIOB OTCYTCTBYIOT. BO-BTOPBIX, My»XCKHE
PENpOYKTHBHBIC €IMHHIBI B TaKMX y3iax, no jgaHHbiM A. Raynal-Roques (1981), pacmonaramuchk
napami, B KaXJI0W U3 KOTOPBIX 0oJiee pa3BUTAasl PEPOIyKTHBHAS €MHUIIA CUIEa BIUIOTHYIO K OoJiee
MOJI0/10¥1. MOXHO TPEANOJI0KUTh, YTO 00JIee MOJIOasl SIUHMIIA SBJISIIACH BTOPUYHBIM OTBETBIICHHEM
Oosiee kpymHOi. BeTBieHne *eHCKUX penpoAykTuBHBIX eaunui; Ceratophyllum nmerampHO omucHO B
pabore H.E. Aboy (1936). UtoObl mpoBEpUTh THUIIOTE3Y O BETBJIEHHUH MY)KCKHX PEMPOTyKTHBHBIX
SIMHUII, HEOOXOIMMO MPOBECTH AHAIIU3 PA3HBIX CTAJUN pPa3BUTHs MOOETOB C TAaKUMH y3JaMH, Kak
onucansl A. Raynal-Roques (1981). B-tpethux, cOriacHo Haileil THnoTe3e, B HEKOTOPBIX CIydasx W3
JBYX MOTEHIMAILHO BO3MOXKHBIX CEPHAITbHBIX MOYEK Ha JIeJIe MOXKET MPUCYTCTBOBATh TOJBKO OJIHA:
nnbo TiaBHas (HWXKHAS), KOTOpas JacT Hadajo BereTaTMBHOMY OokoBoMy mobery, Jsmbo
JOTIONTHUTEIbHAS (BEPXHSsI), U3 KOTOPOH pa3oBBETCS PENpOAYKTHBHas enuHHUIa. OTMETHM, YTO
AHAJIOTUYHOE JIOTYIIEHHE CIIEYET U3 THIOTE3bI O KOJUIATEPAIBHBIX TIOYKAX MPH TMOMBITKE MPUMEHUTH
ee k moberam Ceratophyllum ¢ 60koBBIMH BETOUKaMH, MPUYPOUECHHBIMU K CAUHCTBCHHOM OPTOCTHXE

(puc. 29).

4.12. BapuaHThl MHTEpPHpeTalM¥ THHeles mpeacraBuTesaeid kiaaabl Ceratophyllum +
Chloranthaceae

A. Iwamoto et al. (2003) oOHapyXWJIM MaJCHBKUIA CIU3EBBIICISAIONIMNA BBIPOCT THHENES Yy
Ceratophyllum demersum, cxoaHbIi CO CIM3UCTBIMU KEJIE3KAMH Ha KOHIIAX JINCTOBHIHBIX OPraHOB U
Ha BEPXYIIKax TBIYMHOK y JaHHOTO BHJA. [I0 JaHHBIM aBTOPOB, KOTOPBIC TIOATBEPXKIAIOTCS HAIIUMHU
HAOJIIOICHUSIMH, 3TOT JKEJIE3MCThIA BBIPOCT pacroyiaraerTcsi B a0aKCHaJbHOW 4YacTH THHEIEs
TEPMUHAIbHEE 3aBSI3M W BBISIBISCTCS JIMIIb HAa PAaHHUX CTaJWAX pa3BUTUs [BeTka. [lo3aHee oOH
OTMHUPAET, U HA CTAJMHU ILBETCHHS METOJOM CBETOBOW MHKPOCKOIMH YacTO HE BBISBIISCTCS, a C
MTOMOIIBI0 METOJIA AJIEKTPOHHONW MUKPOCKOIUU MOKHO OOHApYKUTh JUIIL pyOer oT He€. BeposiTHo,
HMMEHHO 3TO OOBSICHSET TOT (akT, 4YTO MO00HAs CTPYKTYypa HEe Ha0Io1anach aBTopaMu 0ojiee paHHUX
pabot, Bxmouas J.-E.-F. de Klercker (1885), xoTs oH B cBoeil paboTe MpeaoCTaBUIl KaueCTBEHHBIE
WJLTIOCTPAIMH TPOJIOJIBHBIX cpe30oB ruHeress C. demersum Ha pa3HbIX CTaausIX Pa3BUTHS, U KaXKETCS

MaJIOBEPOSTHBIM, 4TO Takue aBTopsl, Kak A. lgersheim a. P.K. Endress (1998) u P.K. Endress (1994,
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2001), MoriM MPOCTO «HE 3aMETUTH» €€ B XOJ¢ CBOMX HCCieaoBaHui. TpyOdaras 4acTh THHELES
POTOJIMCTHUKA (OPMHUPYETCA IMyTEM MHTEPKAJISIPHOTO POCTA BBIIIE YPOBHS JKEJIE3UCTOTO MPUIATKa, B
pe3yibTare 4ero Ha 0ojee MO3AHUX CTAAMAX JKEIE3UCThIM BBIPOCT (WM CJEN OT HEro) OKa3bIBaeTCs
pacIoNIOKeH 3HAYUTEIbHO Oas3alibHEe OTBEPCTUS THHELEs W Oa3aJibHEee MecTa TPHUKPEIUICHUS
MAaCCHUBHOTO aJakcuaibHOro oTpoctka. CormnacHo npeamnosioxenuto A. Iwamoto et al. (2003), nannbrit
KEJE3UCTBIN BBIPOCT SIBISIETCS HICTUHHOM BEPXYIIKOH TUIOJOJIMCTHKA, U TOT (PaKT, YTO TAKOW BBIPOCT
BCET0 O/IMH, OKA3bIBAET, YTO THHEIIEH POTOJMCTHUKA SBISIETCS MOHOMEPHBIM. ClieIyeT OTMETHTD, UTO,
cormacHo uHTeprperanuu A. Iwamoto et al. (2003), MHHBINA agaKCHaIbHBINA HEXETIE3UCTHIH BBIPOCT
HE SIBJIIETCS] BEPXYIIKOH IJI0JOJMCTHKA.

Xene3ucTeiii BBIPOCT THHEIEs, MOJA00HBIM TakoBomy y C. demersum, Obl1 OOHapyKeH
E. Strasburger (1902) u B uBetkax C. submersum.

Hamm HabmroneHust MOATBEPKAAIOT HAIMUYUE KEJIE3UCTOro BhIpocTa abaKCHAIbHOW CTOPOHBI
runenes C. demersum, omucannoro A. lwamoto et al. (2003). V sumos C. submersum u C. tanaiticum
JKEJIE3UCTHIH BBIPOCT HAM YAAJIOCHh BBISIBUTH JIMIIL B YacTH HM3yYCHHBIX I[BETKOB. B mBerkax C.
submersum skene3ucThIi BBIPOCT, €CIIM MPHUCYTCTBOBAJ, ObLI OYCHb MaJCHBKHM. BeposiTHO, y 3TOro
BHJa OH TpPEACTaBIseT CcOO0OW pPYIUMEHT CIIM3EBBLACISIIOMEH Kkene3ku. [lomydeHHBIe Hamu
aHATOMUYECKHE JaHHbIE CBUJICTENICTBYIOT O HaJIMYUU PYIAUMEHTAa Kele3KH Jaxke B TeX uperkax C.
submersum u C. tanaiticum, B KOTOPBIX JK€JI€3UCThINH BHIPOCT BHEITHE HE BISBIIACTCS.

Ha ocHoBe (akra Hanmuuusi CXOJHBIX KeJIe30K Ha KOHIAX JIMCTOBUIHBIX OPraHOB IOOera,
AJIEMEHCTOB O0EPTKU M Ha BEepXyIIKax ThIYMHOK, A. Iwamoto et al. (2003) ¢ coaBTOpamMu BBIABHHYIU
MIPEIIOJI0KEHNUE, YTO ONMCAHHBIN JKEJIe3UCTHIM BBIPOCT TMHEIEs TAaKXKe ABIISIETCS BEPXYIIKOH (usuioma,
B JIaHHOM Clly4yae, BepXyLIKoi muiogonuctuka. OqHako, MpuHUMAas BO BHUMaHUE MOJyYeHHbIE HaMU
JAHHBIE O PACIIOJNIOKEHUH JKEJIE3UCTOr0 BHIPOCTA B 3pENbIX LIBETKAX 3HAYUTEIHLHO HUXKE OTBEPCTHUS
TUHeIles, Takas TUIOTe3a MPEACTaBIISAETCS MaJOBEPOATHOM, MOCKOJIBKY B ATOM Ciydae TpyoOuaras
YAJMHEHHAsl 4YacTh THHELes OKa3bIBA€TCsS TePMUHAIbHEE BEPXYIIKU MIIOA0IUCTUKA. [loMuMo 3TOTO, B
OJTHOM M3 M3y4eHHbIX Hamu 1BeTkoB C. demersum ¢ oIHOTHE3IHOW 3aBA3bI0 HAOIOAATOCh HATMYHE
JIBYX JK€JIe30K Ha TMHeIlee, YTO TaKKe MPOTHBOPEUUT mpeanosoxkernto A. lwamoto et al. (2003).

Ham mpencrasisercs 6ojice BEpPOSATHBIM, YTO JKEJIE3HCThI BhIpocT runeriest Ceratophyllum
SIBJIIETCS BEPXYIIKOW peAyIIMPOBAHHOTO JIMCTOYKA OKOJOIBETHUKA JINOO craMuHoaus. B aTom ciiyuae
3aBs3b Y POTOJUCTHHUKA OKa3bIBaeTCs HIDKHEH. JlaHHas TUIOTe3a COTNIacyeTcsl U ¢ MPEANoIoKEeHHEM O
poactee mexay poaom Ceratophyllum u cemeiictBom Chloranthacee, BbICKa3aHHBIM PSIZIOM aBTOPOB
(Antonov et al., 2000; Endress, Doyle, 2009, 2015; Zeng et al., 2014). CemMelCTBO XJIOpPaHTOBBIC
MpPUBJIEKAI0 BHUMaHHE psjla MCCIeI0BaTeNlel Kak MOTEHIMAIbHO cecTpuHcKas poxay Ceratophyllum
rpynmna. B cocTaB cemelicTBa BXOJMT YETHIPE HBIHE CYIISCTBYIOIIMX poja pacTeHmii: Ascarina,

Chloranthus, Hedyosmum, Sarcandra. V mpeacraButeneii poja HedyosSmum HuxHsisl 3aBsi3b U TPU
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nucrouka okosonserHuka (Endress 1971, 1987; Doyle, Endress, 2014; Sokoloff et al., 2018b). V
Ascarina »KeHCKHIi IIBETOK PeAyLIUPOBAH JI0 MECTHKA, B CBS3H C YeM YCTAHOBUTH THII 3aBSI3H HE yIaeTCs
(Endress, 1987; Doyle, Endress, 2014). B nByx HbIHE CYIIECTBYIOIIMX POJaX XJOPAHTOBBIX C
oboenonbivu 1Betkamu (Sarcandra u Chloranthus) anapoueit, npeacTaBaeHHbIA OIHONM THIYMHKON Y
Sarcandra u tpemst — y Chloranthus, kpenutcst k abakcuanbHOW cTopoHe 3aBsi3u (Swamy, 1953;
Endress, 1987b), rue y Ceratophyllum pacnonaraercs sxenesuctsiit opran. J. Doyle a. P.K. Endress
(2014) ne ynotpebistor no otHorreHuto k Sarcandra u Chloranthus repmut «HKHSS 3aBsA3b», OJJHAKO
3TO B OOJIBIICH CTEMEHU BOMPOC TEPMHUHOJIOTHH, HeXeIH nHTepnperaui. CyIecTBEHHBIM SBIISICTCS
OTMEYEHHOE CXOJICTBO B CTPOCHHM THHEIes MpeACTaBUTeNel 3THX pojaoB u pojaa Ceratophyllum. ¥V
HEKOTOPBIX UCKOMAEMbIX POJICTBEHHUKOB XJIOPAHTOBBIX M POTOJIMCTHUKOBBIX, B yacTHOCTH, Canrightia
(Friis, Pedersen, 2011) u Zlatkocarpus (Kvacek, Friis, 2010), a Taxxe y BbIMEpIIEro MpeACTaBUTEIS
xnopantoBeix Canrightiopsis (Friis et al., 2015) Toxe Oblla HIKHAS 3aBsA3b. [lo pe3ysibTaram
nposeaennoro J. Kvacek et al. (2016) mopdomoro-¢punorenernueckoro anamusa, Canrightia u
Zlatkocarpus mpeacTaBiasioT co00# JBE CECTPHHCKHE BETBM EAMHOW KiIa[bl, BKJIFOYAIOIICH TaKKe
Ceratophyllum u Chloranthaceae, u y o0iero npeaka mpeacTaBUTeNCH TaHHOW Kiaabl ObliIa HIDKHSIS
3aBs3b. [IpuMeuarenbHO, YTO MperoJiaraeMblii OKosoIBeTHHK Zlatkocarpus cymiectBenHo OoJiee
pa3BUT Kak pa3 ¢ abakcuanbHOM cTopoHsl 1BeTKa (Kvacek, Friis, 2010).

Hctopuueckn 3aBs3p y Ceratophyllum wunTepnpernpoBanach Kak BEpXHSS, OYEBHIHO,
BCJICZICTBUE TOTO, YTO MYTOBKA CTEPHJIbHBIX JIACTOBHIHBIX OPTaHOB B OCHOBAHMH IBETKA CUUTAIACH
okoJjiorBeTHUKOM. Eciii He paccmarpuBath qaHHble GuutoMbl Kak okosorseTHuk (Les, 1986, Endress,
1994, Endress, 2001, Endress, Doyle, 2009, 2015), To rumoTe3a 0 HWKHEH 3aBA3M POTrOJHCTHHKA
NPECTABIACTCA HAM MPaBIONOJOOHOM, W ciiydan 0Opa30oBaHUS ABYX JKEJIE3HCTBIX BBIPOCTOB Ha
runeriee C. demersum Take COrIacyroTcs C JAHHBIM MPEIOI0KECHHEM.

Yuciio MUCTANBHBIX BBIPOCTOB THHEIES y TMPEACTaBUTENCH TPeX M3YYCHHBIX HAMH BHJIOB
POTOJIMCTHUKA MOXKET BapbHpOBaTh. JlaHHBIC O CHOpaIUYecKOM (OPMHUPOBAHUH «Pa3aBOCHHOTO
pouibiiay y Ceratophyllum usBecTHbI 1aBHO, XOTSI ¥ HE OBUTH MIEPBOHAYAILHO IPEAMETOM CIICIIUATIBHOTO
paccmotpenus (Arber, 1920, Les, 1986). HabmaromaBuinecs HaMyd BapHaHThl YKCIA M PACIOJI0KEHHUS
JIMCTATbHBIX BRIPOCTOB ruHeres C. demersum moryt ObITh Kak (1) ciieZIcTBUEM CITy4aifHOTO pa3IBOCHHUS
JMCTAIBHOTO BBIPOCTA MO TUMY (acumarmu, Tak u (2) mposIBICHUEM 3BOIONMOHHON TEHICHIIUH K
(bOpPMHUPOBAHUIO TUIIMYHOTO JUTS POTOJMCTHUKA €IMHCTBEHHOTO MEIMaHHO-aJaKCHaTbHOTO BBIPOCTA B
pe3yibTarte MpOAOJBHOTO CpacTaHWs [BYX €ro TPaHCBEP3albHO-aJaKCHAIbHBIX YacTei, MpuyeM
MOCJIeIHAE MOTYT MIPHHAJICIKATD KaK OTHOMY U TOMY K€ MTPOIOJMCTHKY (THIoTe3a 2a), TaK ¥ K pa3HbIM
IJI0I0TUCTHKAM (THrnoTe3a 20).

Cnyuan (GOpMHPOBaHHS JBYX TpPAaHCBEP3aJbHBIX PBUIBIIEBBIX BBIPOCTOB HM3BECTHBI IS

HCKOTOPBIX IBETKOBLIX paCTCHHﬁ. B YaCTHOCTH, CpCan HpCI[CTaBHTeHGﬁ TaK Ha3bIBaeMOM ANA-FpaI[LI
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(Oa3anbHOI Ipaibl MOKPHITOCEMEHHBIX) TAKOE CTPOSHKE TUIOI0JMCTHKOB Habmomaetcs y Austrobaileya
(Igersheim, Endress, 1998); cpemu Marnosmua — y HpeacTaBUTENel ceMelcTB Annonaceae u
Aristolochiaceae (lgersheim, Endress, 1998). Hanuuwe IUIO0JMCTHKOB C JBYMs JIaTepabHBIMU
JIOTIACTSIMH XapaKTEPHO JIsi HEKOTOPBIX OJTHOJIOJBHBIX, B YACTHOCTH, JJISl IPECTaBUTENICH CeMeiicTBa
BoaHbIX pactennid Hydrocharitaceae (Igersheim et al., 2001). CymecTBeHHBIM sIBIISIETCS TOT (PAKT, YTO
y BCEX BBIIICNEPEUYHUCICHHBIX PAcTeHUI THHENeH o0pa30BaH HECKOJBKHMHU IUIOJOJUCTUKAMU. Y
POTOJIMCTHUKA, B OTJIMYHE OT APYIMX MOKPHITOCEMEHHBIX PACTEHHWH C JABYMsI JIONMACTSMH PBUIbLIA,
HAOJIIOAIOCh HAJIMYHME JBYX HEPABHBIX JUCTAJIBHBIX BBIPOCTOB THHEIES, MHOTNA CPACTAIOIIUXCS
MeXay cOO0H U pacrosioKEeHHbIX B Pa3HBIX YacTAX T'MHeles (M0YTH adakCHalIbHbIN BEIPOCT HaOI0AaCs
y C. submersum (puc. 43 1, 1, ¢) u C. tanaiticum (puc. 46a, 0). [lToaToMy Ham mpeaCTaBISCTCS
MaJIOBEPOSTHBIM, YTO 00a 3THUX BBIPOCTA MPHUHAJICKAT OJHOMY M TOMY K€ TUIOJIOJIUCTHKY (THUIIOTE3a
2a, CM. BBIIIIE).

He Tak mpocTo oTaaTh MpPEANOYTEHHE OJHOM M3 JBYX OCTaBIIUXCS Tumore3: rumorese (1)
(pactmarmst) wiau runotese (20) (HaaMuue HECKOJIBKUX IUIOMOJUCTUKOB). [10g00HBIE MPOOIEMBI
HE0OX0IMMO pelliaTh, aHATU3UPYS BapHAIIMOHHBIHN ps MOP(OIOrHueckux GopM B GUIOTE€HETUIECKOM
KOHTEKCTe, OJIHAKO B CiIydae POTOJMCTHHKA 3TO OKa3bIBAETCS 3aTPyJHHUTEIbHBIM. OOHapyKEeHHBIN
Hamu 1BeTok C. demersum ¢ AByXrHE3AHO# B MPOKCHMMAaIbHON YacTH M OJHOTHE3THON B AMCTAIbHOM
YacTH 3aBsA3bI0, MMEIONIMI JBa JMCTAbHBIX BBIPOCTAa paBHOTO pasmepa (puc. 37r, 41), sBiusercs
CYIIECTBEHHBIM apryMEHTOM B TIOJb3y THIIOTE3Bl O TCEBJIOMOHOMEPHOH TMpHpOJE THHEUEs
Ceratophyllum. IIpeamosnoxenrne o (GOPMHPOBAHUU ABYX IUCTAIBHBIX BBIPOCTOB THHELES IyTEM
dacupanuy TaKKe HE COrjacyercss ¢ OOIIMM CTPOCHHWEM THHeles JJaHHOTO IIBETKA: HaIM4ne
JBYXTHE3JHOH B MPOKCHUMAIBLHONW YacTH M OJHOTHE3JHOM B JUCTAIBLHOW YaCTH 3aBSI3U HE YHaeTCs
NPEACTaBUTh KaK Pe3yabTaT «yaBOeHHs» TunuuHoro ruueries Ceratophyllum. Takum oGpa3om, Mbl
pUICPKUBACMCSl TUTIOTE3bI (20) O TPUHAICKHOCTH OTIEIBHBIX JIUCTAIBHBIX BBIPOCTOB ITECTHKA
pasHBIM IIOJ0IMCTUKAM. B IByXTHE3HOW 4YacTh 3aBsi3W YKA3aHHOTO BBIIIE I[BETKA JIBE CEMSTIOYKH
KpemsITCs K TIePEropojke MEXIy THe3namu (akchalibHas IUIAllCHTAIUs), a TPETUH CeMs3adaTok
pacIoJIOKEeH B OCHOBAHWU JUCTAILHOW OJTHOTHE3THOW YaCTH 3aBs3M Ha IMAPHETAIbHOW IJIAllEHTE, TO
€CTh MIPUHAJISKUT OTHOBPEMEHHO 000MM IUIOA0IUCTHKAM. /[Ba rHe3/1a MPOKCUMAIIBHOW YacTH 3aBs3U
PacIoJIOKEHBI B MEJIMAHHOM IJIOCKOCTH IIBETKA (TO €CTh MEPEeropojKa MEXIy THEe3JaMu MPOXOIUT
TPaHCBEP3aJIbHO); JBa IUCTAJbHBIX BBIPOCTA PACIOJIOKEHBl B TpaHCBep3ajdbHOM miIockocTH. Ilo
PacIoNIOKEHUIO TUCTAIbHBIE BBIPOCTHI B JJAHHOM LIBETKE HAIOMMHAIOT KOMMUCCYpalbHbIE PBLIbIIA,
U3BECTHBIC, B YaCTHOCTH, y TIpeicTaBuTeneil cemeiictBa Papaveraceae (mopsimok Ranuncilales,
0a3zanbHasl TpyIMIa HACTOSIIMX JIBYJIOJBHBIX), a Takxke y mpeacraButeneil Aristolochiaceae (mopsaox
Piperales, marnonuuen) (Igersheim, Endress, 1998; Endress, Igersheim, 1999). B cunkapriHoM ruHeree

KOMMUCCYPAJIbHBIC  pbUIbLIA  PACIIOJIArarOTCA Ha  paauycCax, 4YCpCAYIUXCIA C paanycaMu
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TUTOZIOJTUCTUKOB, U TPEACTABISIIOT cO00M KOHTCHUTAJIBHO CPOCIIUECS TUCTAJIbHBIE YAaCTU COCEIHUX
TUTOZIOJTUCTUKOB.

Wutepriperanss THHENEs pPOTOJUCTHHKA KaK BO3HHKIIETO B pe3ylbTaTe PEAyKIUU
HEMOHOMEPHOTO0 CHHKapITHOIO T'MHEIes ¢ KOMMHCCYPaJbHBIMU PBUIBIIAMH — 3TO HauboJjee MpocToe
00bsICHEHHE HAOII0JAEMBIX BAPUAHTOB ero cTpoeHusl. OCHOBHBIM (haKTOM, IIPOTHBOPEUAIINM THIIOTE3E
O MOHOMEpHOUW MPHPOJIC THHEIEs POTOJMCTHHKA, SBIISETCS PACIIOJIOKCHHUE JUIMHHOTO JTHCTABHOTO
BBIPOCTA THHEIES] Ha OJHOM paJuyce C CEMSINOYKOW, B TO BpPEeMs KaKk B paMKax ajlbTePHATHBHOMN
MICEBJJOMOHOMEPHOW TEOPUHM JaHHBIM (aKT OKa3bIBaeTCsA JIETKO OOBSICHUM. PesymbraTom
MOCIIEIOBATEIIFHON PEIyKIINU aJaKCHAIBHOTO TUIOJOJIMCTHKA B THHEIEE, TIOJ0OHOM THHEIICI0 Ha PHC.
37T, MOrJIO cTaTh COCTOSIHME OJJHOTHE3IHOTO THHEIEs C JABYMs YHHJIATEPAIbHO CPOCIIMMUCS
JMCTAaTbHBIMH BBIPOCTAMH JIaKCHAJIBHOW YacTH. [IpM 3TOM OIpeneuTh, CHUMIUIMKATHOW WM
CHHACIIUIMATHOM 30HE MEeCTUKA MPUHAUICKUT SIMHCTBEHHAS CEMSIOYKA, B HOPME MPUCYTCTBYIOIIAS B
3aBsI3M, 3aTPYJAHUTEIBHO, TOCKOJBKY PAa3jM4YMTh 3TH 30HBI B HACTOJILKO CHJIBHO PEIylUPOBAHHOM
MICEBIOMOHOMEPHOM THHEIee HE MpeCTaBisieTcss BO3MOXHBIM (cM. Bachelier, Endress, 2007).
N.N. Hlampos (2009) obuapyxui nectuk Ceratophyllum ¢ qsyms cemsimoukamu — 1o 0IHOM Ha KaXK 101
CTOpPOHE OJHOTHE3MHOW 3aBs3HM. [IOCKONBKY 3aBs3b OJHOTHE3THAs, BEPOSTHO, UYTO CEMSTIOUYKH
PacIioNIOKEHBI B CHMIUIMKATHOW YacTh nectuka. K coxkaneHnro, aBTop He IpUBeT HHPOPMAIIUHU O YHCIIC
Y TI0JIO)KEHUU TUCTATHLHBIX BEIPOCTOB IMHEIIES IAHHOTO I[BETKA.

[MomBoast WTOT BBINIECKa3aHHOMY, HaM MpEICTaBIsETCS Hanbojee BEpPOSITHOM THUIOTE3a O
IICeBIOMOHOMEPHO# mpupo e rurenes Ceratophyllum, koTopas u paree BbIcKa3bIBaIach B IUTEPAType
(de Klercker, 1885; Illampos, 2009). B pamkax 3Toii WHTEpIpETalMd HAOII0JAEMOE B HEKOTOPBIX
I[BETKaX OOKOBOE CpacTaHWEe NOP3aIBHBIX BBIPOCTOB JBYX ILJIOJOJMCTHKOB, 3a4acTyl0 HEIMOJIHOE,
BEPOSTHO, SIBJSICTCS TPOSIBIICHUEM 3BOJIIOIIMOHHOTO Tpolecca (HOPMUPOBAHHS EIUHOTO KPYITHOT'O
aJIaKCHAIILHOTO ~ BBIPOCTA  TECTHKA, HWMEIOIIErocss B IIBETKaX OOJIBIIMHCTBA COBPEMEHHBIX
npexacrasureneit poxa Ceratophyllum. M3penka HaGmiomaemble ciiydad Haau4us TPEX, a HE IBYX,
MPOKaMOMAJIbHBIX TSKEH B CTCHKE 3aBsi3U POTOJIMCTHHKA, a TaKKe OOHapy)KeHHbIH Hamu I1BeTOK C.
demersum ¢ AByXTHE3AHOW B MPOKCUMATBHOW YaCTH 3aBSI3bI0 3aCTABJISACT MPE/IIONaraTh, YTO THHELCH
Ceratophyllum oGpa3zoBan Tpems, a He ABYMsI, CPOCHIUMHUCS UIoA0UCTHKaMu. C 3TOW THUIOTE30M
COTJIaCyeTCs M MPAKTHYECKH a0aKCUAIbHOE PACIIOIOKEHUE MEHBIIIETO U3 JIBYX JKEJIE3HCTHIX BBIPOCTOB
oauoro u3 nBetrkoB C. demersum, a taxke abakcHabHOE PACIONIOKEHHE 3YOOBUIHOTO THCTATBHOTO
BeIpocTa runeres C. tanaiticum.

B cooTBeTcTBUM ¢ O0IIENPUHITHIMU B HACTOSIIIEE BPEMs B3TJISIaMH, XapaKTePHBIM PU3HAKOM,
obommm st Ceratophyllum, Chloranthaceae u OONBIIMHCTBA OPYrHX MpeaCcTaBUTENCH Oa3albHBIX
MOKPBITOCEMEHHBIX PACTEHHH, SIBIISICTCSI HAINYNE aCIIUMATHBIX TIOJJOJHCTHKOB O€3 IIIMKaTHOM 30HBI,

4TO, BEPOSATHO, MPEACTABISET COOO0H MIIe3HOMOP(HOE COCTOSIHUE ISl IBETKOBBIX pacTeHuil (Endress,
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Igersheim, 2000; Endress, 2001, 2015; Doyle, Endress 2018). TpaauiiuoHHO THHEICH MTPeICTaBUTEICH
pona Ceratophyllum u cemeiictBa Chloranthaceae cumrancs MoHoMepHbiM. Ho ecim mpuHsTH
QTBTCPHATHBHYIO THUIIOTE3y CTPOCHHUS THHEIES POTOJMCTHHKA W paccMaTpuBaTh €ro Kak
MICEBJJOMOHOMEPHBI, C YYETOM MPEANOIaraeéMoro pOJICTBA POTOJUCTHUKA C MPEICTABUTCIISIMH
cemetictBa Chloranthaceae (Endress, Doyle, 2009, 2015) noruyso ObLI0 OBI IEPECMOTPETH U B3IJISA HA
BO3MO’KHOCTH IICEBJIOMOHOMEPHH Y xstopanToBbix (Edwards, 1920, Swamy, 1953; Sokoloff, 2015).
Bce npiHe )xuBymue npeacrapurenu cemeiicta Chloranthaceae MMEIOT OJTHOTHE3THYIO 3aBSI3b
co ceucaromei Bau3 cemsanoukoi. ITo muennro P.K. Endress, Takoii THIT THHEIES BIIOJHE MOT OBITH
chopMupOBaH OJHUM acuuauaTHEIM iogoaucTukoM (Endress, 1971, 1987, 2001) naxe HecMOTpst Ha
T0, uTO Y Hedyosmum cemsimouka HHHEPBUPYETCS OYSHD XapaKTepHbIM 00pa3zom. [ToapoOHOe omnrcanue
BacKyJaTypsl 1iBeTka Hedyosmum mpemocrtaBun B cBoeit padote Endress (1971) mms H. mexicanum.
3aBs3b HIOKHSISA, B €€ CTCHKE MapaJICIbHO JPYT JAPYry MPOXOAT TPH OCHOBHBIX MPOBOIAIINX ITYYKa,
MEIMaHHO-aIaKCHATIGHBIA M JIBA TpaHCBEp3abHO-a0aKCcHaIbHBIX. KaXJblii WX O3THX IyYKOB B
JTUCTATLHOM dYacTH pas3iBamBaeTcs, (OpMHPYS BHEIIHUW TSHK, HMHHEPBUPYIOIIHHA JIMCTOUYCK
OKOJIOIIBETHHKA, W BHYTPEHHUH, (OPMUPYIOIIUN IUPKYISIPHBIM MAacCUB MPOBOASILENH TKaHU
HEMOCPEJCTBEHHO TOJT OTBEpCTHEM THHeles. [IpoBOASIINI Ty4OK OT PhUIbIIA CIMBACTCS C ITHM
MaCcCHBOM C a0aKCHATbHOUM CTOPOHBI. TsDK MPOBOAIICH TKAHU, CHAOXKAIOIINKN CEMATIOYKY, OTXOIUT OT
BHYTPEHHETO OTBETBJICHUS MEIMAaHHO-aJJaKCHAIbHOIO IyuyKa CTEHKH 3aBSi3U HEMOCPEACTBEHHO O]
KOJIBIIEBBIM MAaCCHBOM ITPOBOJISAIICH TKaHW WX TouTh Ha ero ypoBHe (Endress, 1971). B HekoTophIix
ClIydasix OJIUH U3 ABYX TpaHCBEp3alibHO-a0aKCUaIbHBIX TPOBOASIINX ITyYKOB CTEHKU 3aBSI3U HE OTIAET
BHYTpPEHHEI BETBU, U MaCCUB MIPOBOIAIICH TKaHH 0a3ajbHEE OTBEPCTHUS TUHELIES IPU TOM OKa3bIBAETCS
HE KoJIblleBbIM, a ojgHocTopoHHUM (Endress, 1971). Taxke mnpencraBiasieTcss BEPOSATHBIM, 4YTO
JMCTAIbHBIA KOJIBIIEBOM MacCHB IPOBOJAINEH TKaHHM, MMEromuiics y H. mexicanum u omnucaHHbIH
Endress (1971), mpucyrctByer u y H. nutans (Swamy, 1953; Edwards, 1920), u ero cemsmouka
HHHEPBHUPYETCS MOJA00HO TOMY, KaK 3TO OMKMCAHO Y paHHEMEeI0BOro uckomnaemoro Canrightia.
Canrightia resinifera (Friis, Pedersen, 2011) sBiseTcss BEpOSTHBIM POJICTBEHHHKOM Kak
Chloranthaceae, Tak u Ceratophyllum (Kvacek et al., 2016; Doyle, Endress, 2018), u runereii 3toro
PacTeHUsI MOYKHO HHTEPIIPETHPOBATh KAK CHHKAPITHBINA B IIMPOKOM MOHUMaHUU 3T0oro Tepmuna (Friis,
Pedersen, 2011; Doyle, Endress, 2014, 2018). I'mueneii Canrightia moBoipHO HeOObIYEeH. Y 3TOrO
pacTeHust ObliIa TMOTYHIKHSSI OJHOTHE3HAS 3aBsI3b C CHMMETPUYHO PACTOJIOKEHHBIMU CBUCAIOIINMU
CEeMSIMIOYKAMH, KOTOPBIX ObUTIO OT NBYX A0 MATH. CHMMETPUYHO DPACIOJIOKEHHBIE B CTEHKE 3aBS3U
MPOBOJISAIINE MyYKH CIMBAIMCh BMECTE Ha ypoBHe mpukperuieHus cemsinouek (Friis, Pedersen, 2011),
4TO HAOMHUHAET BacKynaTypy runenes y Hedyosmum. Doyle a. Endress (2018) oGcy»xaatot runoresy,
COTJIacHO KOTOpo# oOmmumid npefaok Canrightia u kiiajibl, BKIIFOYArOIIEH COBPEMEHHBIX NPECTaBUTEIICH

Chloranthaceae u Ceratophyllum, umen Tpu cBoOOmHBIX MIOMOMUCTHKA. OJHAKO ATOT CIICHAPUI
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NpPEAIOoJIaraeT, YTo CIHMSHUE TPEX CBOOOIHBIX M, BEPOSTHO, ACIMIMATHBIX IUIOJOJHUCTHKOB 3TOTO
THIIOTETUYECKOTO Mpejka npuBesio B ciaydae Canrightia x ¢opmupoBaHHi0O HE MHOTOTHE3IHOM, a
OJTHOTHE3IHOW 3aBsizu. [lceBmomoHOMepHass uHTepnperauusi ruHenes Ceratophyllum seiauraer nHa
NepeHUi TUIaH aJbTEPHATUBHYIO THUIIOTE3Y, MPEAIOJArarollyl, 4TO Yy OOLIero mpeaka Kiajpl,
Bkirouaronieit Chloranthaceae u Ceratophyllum, runenieit ObUT CHHKAPITHBIM, CXOJHBIM C TaKOBBIM Y
Canrightia (Friis et al., 2015; Doyle, Endress, 2018).

[TpumeuatenbHBIM sIBISICTCS TOT (akT, 4To miogomctuku Canrightia (eciau npuHATH, 4TO Y Hee
CHHKAapIIHBI T'HHEIEH) SBIISIOTCS MOJHOCTHIO IUIMKATHBIMHM, W CHUHACUUAMATHAs 30HA THUHELEs
COBEpIICHHO OTCYTCTBYyeT. ECIM Takoe COCTOSHME THHEIes TNPHHATh HCXOJHBIM JUIS  KJIaJIbl
XJIOPAHTOBBIX M POTOJHUCTHUKA, TO, CJICJOBATEIbHO, THHEIEH COBPEMEHHBIX IPEIACTaBUTEINCH
cemeiictBa Chloranthaceae siBisieTcss mceBIOMOHOMEPHBIM U IPOSBISET MOPa3UTEIbHOE BTOPUYHOE
CXOJICTBO C OJIHMM aCUUJIUATHBIM IIJIOJ0JUCTHKOM. MBI JielaeM BBIBOJI, YTO B 3TOM CIIy4ae CXOJCTBO
THHEIes XJIOPAHTOBBIX U IUIOOJMCTUKOB MPECTaBUTENeH APYrux TakcoHoB (Hampumep, Amborella -
BEpOSITHAS CECTPUHCKAs TPYMNa MO OTHOUICHHIO KO BCEM OCTAJIbHBIM I[BETKOBBIM) SIBIISICTCSI
YIUBUTEIBHBIM TIPIMEPOM MapallieabHO 3Bomonuu mpusHakoB (Sokoloff et al., 2022b).

Hamm naHHBIE O CTPOCHUIO MYXCKHX PENPOIYKTHBHBIX SIUHHIl COTJIACYIOTCS C JIaHHBIMH
OoJiee paHHUX aBTOPOB, KOTOPBIE, OJHAKO, HHTEPIPETUPOBAIN MYKCKUE PEITPOTYKTHBHBIC €INHUIBI 1
ms Ceratophyllum, u mis Hedyosmum mo-pasHomy, cuutas uX JHOO TOMOJIOTAMH I[BETKa, JIHOO
COIBETHSIMHM C CHJIBHO peayrupoBanHbiMu niBeTkamu (Endress, 1987, 1994, 2001; Iwamoto et al., 2003,

2015; Endress, Doyle, 2009, 2015; Sokoloff et al., 2018b).

4.13. Ocobennoctn moderoBoix cucrem Nuphar um Ceratophyllum, npuBoasiue K
«HAPYHIEHHSIM» TeMMAaKCHIAPHOCTH

IpencraBureNd  JBYX HECECTPUHCKUX TPYII TMOKPBITOCEMEHHBIX PACTECHHUHM, KOTOPHIM
nmocBsieHa Hama pabora — Ceratophyllum u Nuphar, o6mamaror psgoM HEOOBIYHBIX OCOOCHHOCTEMH
OOEroBBIX CHCTEM, KOTOPBIE Y HUX OKa3bIBAOTCSI BO MHOI'OM CXOJHBIMU. TaK, U JIst MOOErOBBIX CHCTEM
POTOJIMCTHHKA, U JIISI KOPHEBUIL KYOBIIIKH XapaKTEPHO KaKYIIEeCs HapyIIEHHe OCHOBOIIOJIAraroIero
NpU3HAKA CEMEHHBIX pAaCTeHH — TEeMMaKCH/UIIPHOCTH, IPOSBIIAIONICECS B OTCYTCTBHH Y
PENPOIYKTHBHBIX E€IMHHUI] SBHO BBIPAKEHHBIX KpPOIOMMX JHCTheB. B cimydae Nuphar nsertku
NPOU3BOJIAT BIICYATIICHUE PACIOJIOKEHHBIX Ha Mobere «HapaBHE» C JHMCThIMH — KaK PaBHOIICHHbIE
YJICHBI T€HETHYeCKoW crupanu (uiiotakcruca. Kak 000CHOBAHO BBIIIE, IBETKU KYOBIIIKA HMEIOT
JaTepaNbHyl0, a He TEPMHUHAJIBHYIO TMPHUPOIY, B 3TOM IIJIaHE CHOBA HAIMOMHHAs PENpOJIyKTHBHBIC
enuHMIBI poroymctHka. Y Ceratophyllum dumnorakcuc, coracHo HHTEPIPETAIH, KOTOPas KaXKeTCst
HaM Haubosiee OOOCHOBAHHOM, SIBIACTCS HAKPECT-CYIIPOTHBHBIM, W PEMPOIYKTHBHBIC €IHHHIIBI

pacmoJyiararoTcsd B y3Jjax moOera Ha paanycax MCKAY JUCTOBUAHBIMU OpraHaMiu y3Jjid, TO €CThb JIMIIICHBI
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MIPOTHBOJIEKAILETO JTUCTOBUAHOTO oprana. [Ipu aTom y npencraBuresneir 000ux pogoB OOKOBbIE TOOETH
C BEreTaTUBHBIMHM JIMCTBSIMH HMEIOT $IBHO Ma3yLUIHOE IPOUCXOXKIEHHE (OTIENbHbIE Cllydau
pacnionoxenusi 0okoBbix Berouek Ceratophyllum na pagmycax Mexay JTMCTOBUAHBIME OpPraHaMH y3ia
SIBJIIFOTCSI, BEPOSATHO, PE3YJIbTaTOM PEAYKIUHU KPOIOIIETO JIUCTOBOIO CETMEHTA, TEHAECHLUS K KOTOPOi
MIPOSIBJIAETCSL B OTCTAaBaHUU 3TOT0 (QMIJIOMA B PA3BUTHHU OT OCTAJIbHBIX JINCTOBUAHBIX OPTaHOB Y371a).
XapakTepHo, YTO y 00eux IpylIl pacTeHUW BereTaTuBHbIE OOKOBbIE NMOOErM MMEIOT OINpEieiCHHbIE
3aKOHOMEPHOCTHU B PACIIOJIOKEHHU Ha riIaBHOM modere: y Nuphar oHu B nogasJisironieM OOJIBIIMHCTBE
ciyyacB (OPMHPYIOTCS Ha JIaTepajbHBIX CTOpPOHAax KopHeBwia, a y Ceratophyllum — npuypoucns
UCKJIIOYUTENBHO K BBIPQKEHHBIM Ha MOOEre OpTOCTUXaM, MAaKCHUMAaJIbHOE YHCIO KOTOPBIX pPaBHO
YEeThIPEM, U HE BCTPEYAIOTCS B MO3ULMSX, OTIMYHBIX OT T€X, KOTOPhIE MOKHO CUMTATh JIeXKAIIMMHU Ha
OJIHOM M3 3TUX YETHIPEX OPTOCTHUX.

CyllleCTBEHHBIM TaKK€ SIBJSETCS HaJUYME YCTOMUYMBBIX CBSA3€M B PACIOJIOKEHUH OOKOBBIX
mo0OeroB U penpoAyKTHBHBIX eauHuIl: y Nuphar 6okoBsie modern GopMUPYIOT ¢ IBETKAMHU «TPYIIIIBI,
3aHuMast no3uiuio N+2 win N-2 OTHOCHUTENbHO I[BETKa (TO €CTh «3aMellasy MepBbIM UM BTOPOM
usetok mapel). Y Ceratophyllum GokoBbie BeTOUKM YepeayroTcs ¢ PEenpOaAyKTUBHBIMHU EIUHHIIAMU
BJIOJIb OPTOCTHUX, a TaKXKe B Mpejesiax Kaxaoro y3na. Takum o6pa3oM, CTAaHOBUTCS MOHSATHO, YTO U Y
TeX, U y IPYTUX pacTeHUl pacnpe/esieHne O0KOBBIX TOOETrOB U peNpOyKTUBHBIX €MHUILL PETYITHPYETCS
o0muMu 1160, 1Mo KpaitHe# Mepe, TECHO CBA3aHHBIMHU MEXTy cO00# MexaHu3mMaMu. [Ipu aTom camu 3tn
MEXaHHU3Mbl MOTYT HMETh CYIIECTBEHHBIC PpazIuUMsl MEXAY MPEACTaBUTEIIMH [OaHHBIX TPYII.
['mnote3a o ABYXCTymeHYaTOW (PHIOTCHHOW W SK30TCHHOW) PETYISAIHMH PACIOJIOKEHUS OOKOBBIX
moberos Nuphar B «cBs3ke» ¢ IIBETKOM, TaKKe 00BACHSIOMIas JOPMHUPOBAHUE U COOCTBEHHO map (peke,
«Tpoek») 1BeTKoB B mo3unusax N, N+2 (N+4), npeninokeHa HaMu BbIII€ B COOTBETCTBYIOIIEM pa3felie
oOcyxneHust pe3ynbTatoB. [Ipu 3TOM mNpUypoUYeHHOCTh OOKOBBIX TIMOOEroOB K JaTepaibHBIM
MMOBEPXHOCTAM KOPHEBHUILA, BEPOSITHO, 00YCIIOBIIEHA BIUSHUEM SK30T€HHBIX (PAKTOPOB, & KOHKPETHO —
(dakTopa rpaBUTalUU, ACWCTBUE KOTOPOTO0 Ha FTOPU30HTAIBHO PACIIONIOKEHHOE MOJ3yuee KOPHEBUILE
co3fgaeT (YHKIUOHAIBHBIE pa3IUYUsI MEXIY €ro BEHTPaJbHOW, IOp3ajbHOW U JaTepallbHbIMU
croponamu. B ciyuae Ceratophyllum waGmomaemble 3aKOHOMEPHOCTH PACIOJOXKEHUS OOKOBBIX
MOOEroB M PENMpOIYKTUBHBIX €IUHUI] TaKXKe, MO-BUAMMOMY, SIBISIFOTCS PE3YyJIbTaTOM COBMECTHOTO
NeUCTBHUS psifa BHYTPEHHUX U BHemHHX (aktopoB. Kakyileecs BHeMa3ylIHbIM PacIoJIOKEHUE
PENpOyKTUBHBIX €MHHULI, a TAK)KE MPUYPOUCHHOCTh UX U OOKOBBIX OOETOB K YETBIPEM OPTOCTHUXAM,
B IIpeJiesiaX KOTOPhIX OOKOBBIE MOOETH U PENPOAYKTUBHBIE €MHUIIBI UEPEIYIOTCS MEXKIY co00# — aTn
3aKOHOMEPHOCTH, KaK MOAPOOHO 0O0CYXKAaJIoCh BBIIIE, BEPOSITHO, SBISIOTCS CIEACTBUEM HAKpECT-
CYIIPOTHBHOTI'O JIMCTOPACIIOJIOKEHNS U BOSHUKHOBEHHS CEPUAJIBHBIX KOMIIJIEKCOB ITOYEK B COYETAHNUU C
KOHKaysecueHuen. [Ipn 3ToM B cOCTaB CcepUAIbHOTO KOMIUIEKCA BXOJUT JIBE IMOYKHU: «TJIaBHAs

(HI/I)KHSISI) U3 KOTOpPBIX, ¢€CJIM Ppa3BUBACTCA, TO [JAa€T HA4YaJI0O BCrCTaTUBHOMY mooer Yy, a
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«IOTIOJIHUTENbHASDY (BEpXHss), €CIIM Pa3BUBAETCs, (POPMUPYET PENpOayKTUBHYIO eauHuIly. IloGern
Ceratophyllum, B otinuuue ot moderoB Nuphar, pacnosioxeHsl B Boje 0ojice-MeHEe BEPTHUKAIBHO C
HApaCTAIOIIUM HAKIOHOM NPHU NPUOIMKEHUHU K TIOBEPXHOCTH BOJIBI, U SK30I'€HHBIM (PAKTOPOM CPEIbl,
CO3/JIAIOMINM PA3INYHe MEX/ITYy CTOPOHAMH ITOOETOB U BIUSIONINM Ha pacrpeaeieHne O0KOBBIX CTPYKTYP
Ha HUX, SBJSIETCS TOJIOKEHUE MOOeTra OTHOCUTEIHHO TIOBEPXHOCTH BOABI. B pesynbraTe BO3AeHCTBUS
3TOrO (haKTOpa CPeir OPTOCTHX BBIACISCTCS OJHA WM, PEIKO, IBE BEIyIIHE, K KOTOPHIM IPUYPOUYCHBI
KEHCKHE PETPOYKTHBHBIC €INHUIIBI (MY>KCKHE TaKKe MOTYT SIBJIATHCS WICHAMHU BEAYIIEH OPTOCTUXH,
HO MOTYT M pacroJjararbcsi Ha JApyrux oprocTuxax noodera). MHpIMU ciioBaMu, pacroyiokeHue nooera
OTHOCHTEIIEHO MOBEPXHOCTH BOJIBI OKA3bIBAET BIMSHHUE HA CIEIYIONINE COOBITHS:

1) pa3oBBETCS M KOHKpPETHAs TMOYKa CEPHabHOTO KOMIUIEKca (B pe3yibrare OoJbliee
YUCJIO0 OOKOBBIX €IUHUIL (POPMUPYETCS HA CTOPOHE TTobera, KOTopasi 00pailieHa K TOBEPXHOCTH BO/IbI);

2) IJIaBHAsl WJIM JIOTIOJHUTENbHAs IOYKa KOMIUIEKCa pPa30BbeTCS C OoJblIei nosnei
BEPOSATHOCTH (HAa CTOpOHAaX TMoOera, pacroJIOKEHHBIX [alblle OT BOJHON ITOBEPXHOCTH, 4Yarle
MPHUCYTCTBYIOT BET€TaTUBHBIC BETOUKH, YeM PEIIPOTYKTHBHBIC EAUHUIIHI);

3) B Cllydae, €CITi pa3BUBaeTCsS MIOMOJNHHUTENbHAS IMOYKA, — MYXKCKYIO WIH >KEHCKYIO
PETPOYKTUBHYIO €IWHUILY OHa CPOpMHpYeT (PKEHCKHE PENpOJYyKTHBHBIC €IMHUIIBI, KaK IMPaBHUIIO,

Pa3BUBAIOTCS HA CTOPOHE Mo0era, 0OpaleHHON K BOJHOM MTOBEPXHOCTH).

Crnemyer OTMETHTh, YTO (POPMHPOBAHUE JAOTIOJHHUTEIIBHBIX MTOYEK B MA3yXaX JIMCTHEB SBISCTCS
HEO)KHUJIAHHBIM CXOJICTBOM JIByX HM3Y4CHHBIX Tpymnn pacrenuii. Omnako y Nuphar, B otiawume ot
Ceratophyllum, dopMupyroTcss KoJutaTepaidbHbIC, a HE CepHalbHBIC, KOMIUIEKCHI IMOYCK, W
(bopMHPYIOTCS OHU B Ma3yxax MOTEHIMAIBHO BeeX, kak y Ceratophyllum, a nuiibs oTaenbHBIX JINCTHEB.
Takum obpasom, y Nuphar ¢opMupoBanue IOMOJHUTEIBHBIX MOYEK SBISETCS SMU30JMUCCKUAM, a HE
TUTAHOMEPHBIM U ONPEACIISIONIMM BHEITHUAN BH T0OeroBoii cuctemsl, kak y Ceratophyllum. ITpu stom
y Nuphar B 000ux 00Hapy)KEHHBIX HaMH CITy4asix (pOpPMUPOBAHHUS KOJIIATEPAIbHBIX KOMILUIEKCOB 00€
MOYKH KOMILJIEKCA SBJISUTHCh BEr€TaTHBHBIMH.

Jlpyroe HMHTEpEeCHOE 3aKJIIOYCHHE TaKXKe CIEAYeT W3 TUIOTEe3, OOBSCHSIOIUX KaKyIleecs
BHEIMA3YIIHBIM PACHoJIoKeHHe penpoaykTuBHbIX emuaui] y Nuphar u Ceratophyllum, u kacaercs
MOP(}OJIOTHYECKUX TPeoOpa30BaHUil KOMIUIEKCA «KPOIOIIMK JIMCT + Ta3yliHas Todvka». B ciyuae
Ceratophyllum mnst 0ObsicHeHHST HAOIIOAAEMOTO TIOJIOKEHHST PEIPOAYKTUBHBIX SIMHHUI] Ha paguycax
MEX]ly JINCTOBHIHBIMH OpPraHAMHU Y3J1a THIIOTE€3y O CEPUAIBbHBIX KOMIUIEKCAX MOYEK HEO0OXOIMMO
JOTIOJTHUTD TIPEATNOJIOKEHHEM O KOHKAYJIECIICHIIMYA BEpXHEH MOYKU KOMILIEKCA, TO €CTh CMEIIICHUH €¢
13 MEePBOHAYAIBHOTO TIOJIOKEHUS BBEPX 10 M00eTy B clieayromui y3en. [Ipu paccykaeHnn o mopsiike
OCH, K KOTOPOU Ha caMoM Jienie mpuHaiexkaT usetku Nuphar, ogna us runores (Endress, Doyle, 2009)

npeanojaract, 4To I-ICIJ_IyCBI/I,E[HIJII\/'I (I)I/IJIHOM, HMEIOIIUMCS IIpHU OCHOBAHUH LIBECTOHOXKU, ITPEACTABIISCT
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co00i POU3BOTHOE TIIABHOTO 1MOOEra U KPOIOIIMIA JICT LBETKA, KOTOPBIK, TAKUM 00pa3oM, 3aBepIIacT
OCb BTOpOTO TMOpsAKa. DTa TUIOTE3a TPEeOyeT MOTOIHUTENILHOTO JOMYHICHHS O peKayJecleHINN
(cMeIeHnH KPOIOIIEro JINCTa Ha oCh masymHoro moOera) y Nuphar. Takum oOpasom, B ciyuae
KOPPEKTHOCTH OMMCAHHBIX TUIIOTE3, IS 00eHX TPYMI MOPQOoIoTHIecKoe mpeoOpa3oBaHNe HCXOIHOTO
B3aMMHOTO PACIIOJIOKEHUS KPOIOIIETO JINCTA U MAa3yIIHOTo nodera (B 000uX rpynmnax, TeHepaTHBHOTO)
MPOSIBJISICTCSL B HA0JIF01a€MOM BHEITHE HAPYIIEHUH TeMMaKCUJUTSIPHOCTH PEMPOIYKTUBHBIX €IUHHIL (Y

Ceratophyllum — B coueTanuu ¢ TUIIOM (QUITIOTAKCHCA).

4.14. TpaHunbl UBeTKAa B mNpeleax PpenpoayKTUBHOH cTpykrypbl Nuphar m
Ceratophyllum

U mis BumoB poma Nuphar, w mns npexacraBurteneit Ceratophyllum HerpuBuambHbIM
OKa3bIBAE€TCS BOMPOC O TOMOJIOTHM TE€X WIIM HMHBIX OPraHOB, OTHOCSIIUXCS K DPENpPOIyKTHBHBIM
CTPYKTypaM, u rpaHuiiax coocrBenno nserka. Jmst Nuphar ocHoBHBIM mpoOieMaTHUYHBIM MOMEHTOM
SIBJISIETCS BOIIPOC MPHHAIIEKHOCTH K IIBETKY YEIIYEBUIHOTO (PUIZIOMA TP OCHOBAHUH [BETOHOKKH, a
B Clly4yae HaJM4Msl JBYX YEHIYEBUIHBIX (PUILIOMOB — IPHHAIIEKHOCTH KAXKIOTO U3 HUX K IIBETKY JIHOO
K HECyIleMmy IBETOK mobery. J[pyroi BOmpoc, KOTOPOrO MbI KaCaJHCh BBIIIE, KACA€TCS TOMOJIOTHH
«YAIIEMCTUKOB» M «ICIMECTKOB»  KYBIIMHKOIIBETHBIX  TAKOBBIM  BBICHIMX  JBYHOJIBHBIX
PenponykruBubie emuuuiel - Ceratophyllum  wmMeroT NpPOKCHMANbHYIO MYTOBKY JIMCTOBHIHBIX
MPHUIATKOB, HAIIOMUHAIOIIYIO OKOJIOI[BETHHK, OJHAKO, IO-BUIMMOMY, TAaKOBBIM HE SIBJISFOIIYIOCS.
JlvcTanbHass 4acTh MYKCKHX PENPOAYKTHBHBIX EIMHHUI[ POTOJHCTHHKA IPEACTaBICHA COOpaHHEM
TBIYUHOK, KOTOpasi HHTEPIPETUPOBAINCH PA3HBIMH aBTOPaMH JIN0O KakK IBETOK, JIMOO Kak coOpaHue
uBeTkoB (Endress, 1987, 1994, 2001; Iwamoto et al., 2003, 2015; Endress, Doyle, 2009, 2015; Sokoloff
et al., 2018b). Hamu nabmonaenus mokaspiBaroT, urto y C. submersum gaxke Ha TO# CTaauu Pa3BHTHA,
KOTI'JIa HAPY)KHBIC THIYMHKH PEIPOYKTUBHOM €IHHHUIIBI YXKE CO3PEIIH, B €€ IIEHTPE €IIe KAKOe-TO BpeMs
IIPOIOJDKAIOT BO3HUKATH HOBBIE BHYTPEHHHUE THIYMHKU (pHC. 23 B — 1) — (haKT, KOTOPBIH HE MO3BOJISCT
CUUTATh MYKCKYIO DENpPOJYKTHBHYIO €IWHHIY POTOJMCTHHKA TOMOJIOTOM I[BETKA, & MYTOBKY
JUCTOBUIHBIX MPHIATKOB 00epTKu — okonouseTHukoM (Endress, 1994; Endress, 2001; Endress and
Doyle, 2009; Endress and Doyle, 2015). Takas >xe MyTOBKa JINCTOBHIHBIX PUIATKOB IPUCYTCTBYET H
B OCHOBaHHH JKCHCKOM pernpoayktuBHON equnuipl Ceratophyllum, u eciu, kak u B ciiydae My»KCKOM
PENPOAYKTUBHOW €MHUIIBI, HE TOMOJIOTU3UPOBATh €€ C OKOJIOIIBETHHKOM, TO COOCTBEHHO KEHCKHIA
[[BETOK TPHHAJICKUT KOPOTKOMY CICIHAIN3UPOBAHHOMY OOKOBOMY TOOEry, HeCyllleMy B CBOECH
MPOKCHMAJIbHON YacTH YIOMSHYTYIO MYTOBKY 3J€MEHTOB OOEpTKH. DTOT MOOEr SBISETCS, TaKUM
00pa3oM, OChIO KCHCKOW PENpOAYKTUBHOW €IUHHUIBL. [IpH 3TOM ONpENe/nTh, Kakas W3 CTOPOH

KCHCKOIo IBCTKa ABJISICTCA a6aKCHaHBHOﬁ, a Kakaid — aJaKCHallbHON OTHOCHUTEIBHO OCH
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PENpOIyKTUBHOM eIMHUIIBI, HECYIIEH JaHHBIN IBETOK, HE MpejicTaBissercs Bo3moxHbM (Sokoloff et al.,
2022b).

XKenckue penponyktuBHbie eauHuibl - Ceratophyllum BHYTpM MYTOBKM —JIMCTOBHIHBIX
NPUAATKOB OOCPTKH HECYT CIMHCTBCHHBIN MECTHK, KOTOPBI BO MHOTHX CIydYasiX MMEET KEJIC3HCThIH
BBIPOCT, HHTEPIIPETUPYEMBbIii HAMH KaK BEPXYILIKa MPUPOCIIEro K HEMY JINCTOYKA OKOJIOIIBETHHUKA (HJIH
CTaMHUHO/IUS), YTO, IMO-BUAMMOMY, MCKIFOUAET TOMOJIOTHIO MMPOKCHMAIBHON O0CPTKH OKOJIOIIBETHHUKY

(Sokoloff et al., 2022b).

4.15. Cra0ujbHble NMPU3HAKKH W BAPbUPOBAHHE YHUCJIA U PACHOJIOKEHHS OPraHoOB B

uBerkax Nuphar u Ceratophyllum

IMpu wusyuenun penpoaykruBHbix enuHuil Nuphar u Ceratophyllum mer crankuBaemcs c
MOCTOSIHCTBOM OJIHMX TPH3HAKOB M HM3MEHUYMBOCTBIO npyrux. Tak, B mBerkax Nuphar nambomee
CTaOMIIHBIM OKa3bIBACTCS YUCIIO W B3aWMHOE PACIOJIOKECHUE YAIICTHCTUKOB, B TO BpeMs KaK YHCIIO
JICTIECTKOB M, B 0COOCHHOCTH, THIYMHOK U ILJIOIOJTUCTUKOB, BapbHpyeT B HekoTopbix npenenax (El et al.,
2020). Kpyrosoii xapaktep (GHIIOTAKCHCA aHAPOIEs W THHEIEs, TJIABHOW M JIOBOJBHO YCTOMYHBOM
4epTOl KOTOPOTO SIBJISIETCS YepeOBaHUE UYICHOB COCEIHUX KPYroB, TaKKe TOJIBEpXKEH Ooiee Wi
MEHEe CYIIECTBEHHBIM W3MCHEHHsIM. BpIie ObUIM ONMMCaHBl Pa3IUYHbIC «COOM» M HApYIICHHUS B
pacIioIOKEHUN 3JIEMEHTOB aHJIpOIess W THHENes, B TOM YHCIE, NPHUBOMANIMNEC K HapYIICHUIO
yepenoBaHust KpyroB. Ciydan HW3MEHUYMBOCTH B PACIOJIOKEHWH OpPraHOB IBETKAa (B TOM YHCIIE
TOXOJISIIIETO JI0 Xa0THYECKOTO (PMITIOTAKCHCA) XOPOIIO U3BECTHBI IS PA3JIMYHBIX TIOKPHITOCEMEHHBIX,
0COOEHHO Ul BHIOB C MHOTOYHCIEHHBIMH opraHamu 1mBerka (Hamp., Endress, Doyle, 2007). Yem
OoJIbIlIee YHCIIO OPTaHOB (THIYMHOK W/WJIH TUIOJIOJMCTUKOB) UMEETCS B IIBETKE, TEM MEHBIIUI pa3mep
UMEIOT WX NPUMOPAWU OTHOCHTEIBHO arekca I[BETKA, BCJICACTBHE YEro OOJbIle BEPOSTHOCTH
«HapyiieHuii» B ux pacrnosnoxenuu (Endress, Armstrong, 2011; Rutishauser, 2016). B. Zagorska-Marek
(1994) B cBoeit paboTe MoOKa3ajga OrPOMHOE pa3HOOOpa3re BAPHAHTOB PACIIONIOKEHHUS ILIOI0IMCTHKOB
B nBetkax Magnolia, Bkiroyass HECKOJIBKO «IK30THUYECKUX» TUIOB. Kiaguctudeckuit moaxom tpedyer
yIpouieHuss Habopa JaHHbIX. [IpoBeeHNEe MUPOKOMACITAOHBIX UCCIICA0OBAHUI SBOJIFOIIMH TPH3HAKOB
C UCIOJIb30BAHUEM JOCTYITHBIX HA JIAHHBIH MOMEHT METOJIOB OKAa3bIBACTCSl HEBO3MOXKHBIM 0€3 TaKOTO
YIIPOIICHHS JIaHHBIX. PeajbHble TAaKCOHBI OOBIYHO pa3IMYarOTCs CKOpEe IO YacTOTE BCTPEYaeMOCTH
OT/ICNIbHBIX COCTOSIHUI NMPH3HAKOB, Ye€M M0 4Hciy Takux cocrosauit (Meyen, 1973). PazHooOpasue
BapUaHTOB (HHIIOTAKCHCA aHIPOLIest U THHelles B BeTkax Magnolia (B 0CHOBHOM pa3iiyHbIe BapUalliu
cnimpasipHOTO (prioTakcuca, cM. tarke XU, Rudall, 2006) u B uBetkax Nuphar (B ocHoBHOM
MPOM3BOHBIE OT HUKINYECKOro (DMILIOTaKCHCa) HATIISAHO WILTFOCTPUPYET JAHHYIO 3aKOHOMEPHOCTb.

MHorue Apyrue MOp(I)OJ'IOFI/I"ICCKI/Ie NNpHU3HAKH, CCJIN HEC 60J'IBIJ_II/IHCTBO, BO MHOI'MX TaKCOHaX TaKX¢C
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MOTYMHSIOTCS TI0JJOOHON 3aKOHOMEPHOCTH, M, €CIM BBIOOPKA JOCTATOYHO PENpE3CHTATHBHA, B HEH
BBISIBJISICTCS] BAPLUPOBAHKUE COCTOSIHUS TOTO HJIM MHOTO MPH3HAKa B Mpe/eiaX BUIA.

Jns xeHckux penponayktuBHbix equnul Ceratophyllum xapakrepHo BapeupoBaHue uucia,
pacIOJIOKEHUST W CTEIEHH CPACTaHWs TUCTAIbHBIX BBIPOCTOB THHEIES, YTO BBI3BAHO JIPYTUMHU
MPUYMHAMH, YeM OIMCAHHBIC BBIIIIE [T aHapoities u runerest Nuphar. [Ipu 3ToM 1ucTanbHbIe BHIPOCTHI,
MPUHAJICKABIINEG KMCXOJHO PAa3HBIM IUIOJOJUCTHKAM, HMMEIOT TEHICHIMIO K CpacTaHUIO W
(bopMHPOBaHHIO OOIIEr0 MAaCCHBHOTO JMCTAJIBHOTO OTPOCTKA IMECTHKA. YacTUYHOW peaiu3aimeit
MIPEKOBOTO COCTOSIHMS MOKHO CUUTAaTh W OOHApy)KECHHbIC HaMHU Cllydad BapbHPOBAHHUS YHCIIA
MPOKaMOMAIBHBIX TSOKEH B CTEHKE 3aBSI3H, a TAK)KE HAJTMYHUS B 3aBSI3U MPOKCUMAIIbHON M TUCTATBHON
yacTell ¢ pa3ubiM yuciiom rae3n (Sokoloff et al., 2022b).

Mopdomnoruueckue ocodennoctu rudenes Ceratophyllum creayer paccmarpuBaTh B KOHTEKCTE
aJlanTally dTHX PACTEHUH K MOTPY)KEHHOMY 00pa3y *Hu3HH. [IJIMHHBIC AUCTATbHBIC BRIPOCTHI THHEIES
POTOJMCTHHKA BHEIIHE HAIIOMHUHAIOT HUTEBUIHBIC CTPYKTYPhI — MPOUM3BOIHBIC Pa3IMUYHBIX OPraHOB
pas3HBIX BOIHBIX pacTenuii. OHaKo mpu 6osiee JeTaaIbHOM PACCMOTPEHHUH AUCTAIBHBIA BHIPO CT THHEIIES
Ceratophyllum cymiecTBeHHO OTIMYaeTCs OT €ro sSBHO OudarHaTbHBIX JHUCTOBUAHBIX OPraHOB MU
JTUCTOBHU/IHBIX MTPHIATKOB 00CPTKHU, HECYIIIUX Ha KOHIIAX OTHOKICTOYHbIC 3yOunku. Bo Bpems 1iBeTeHHS
JMCTABHBIC BBIPOCTHI THHEIES! POTOJIMCTHUKA PACTIONAraloTCs TapaJljIeIbHO MOBEPXHOCTH BOJBI U UX
POJITb, BEPOSITHO, 3aKITIOYACTCS B YJIaBIMBAHUH TBUIBIIEBBIX 3€PEH, KOTOPHIC BBHIMAIAIOT U3 TUIABAIOIINX
Ha MOBEPXHOCTH MbBUILHUKOB (e.g., Strasburger, 1902; Raynal-Roques, 1981; Illampos, 1983).
OOBSICHUTB C TOUKH 3pEHUS TUIPOTMHAMHUKH ¥ OMOJIOTHH OTBIIICHUS (PYHKITUIO KOPOTKOTO IUCTAITLHOTO
OTPOCTKA, MPUCYTCTBYIOMIETO B HEKOTOPHIX IIBETKAaX HApSAAY C JUTMHHBIM JHCTAEHBIM BBIPOCTOM,
3aTpyAHUTENLHO. BeposaTHO, HaTMUMEe KOPOTKUX BHIPOCTOB 00YCIIOBJICHO BapbUPOBaHKEM MOP(OI0THI
nsetka Ceratophyllum u e umeer agantusHoro 3uaucuus (Sokoloff et al., 2022b).

VHTEepecHbIM NPOSIBICHUEM BapHaOEIbHOCTH Pa3BUTHs IEHTPaAIbHON YacTu mBeTkoB Nuphar
HaOJI0/IaBIIceCsT HAMH B HECKOJbKHMX IBeTkax N. pumila ¢opmupoBanue BHYTpPEHHEro Kpyra
CTEPHIILHBIX IUJIOJOJMCTUKOB. ['MHEIel, COCTOSIUN U3 JABYX KPYrOB CBOOOIHBIX ILIOJJOJIMCTHKOB,
OMHCAaH y OJHOTO W3 mpeacraBuTenei cemeiictBa Cabombaceae, Brasenia (Endress, 2013), u
BHYTPEHHUH KpPYr MOXET OBbITh NPEACTABICH MEHBIIMM YHCJIOM ILJIOJOJIMCTUKOB, YeM HapYKHBIN
(Rudall et al., 2009). I'uxenen 6oBIIMHCTBA MTpeacTaBUTENEH rpymnbl Nymphaeoideae HMEIOT XOPOIIIO
3aMETHOE TPOJODKEHHE OCH I[BETKA, MPOJIOJDKAIOIIEECs BbIIIE YPOBHs IutogonucTukoB (Endress,
2013). Takoe mpoao/KEHHE OCH I[BETKA, Kak MpaBuiio, He omuchiBatoT aast Nuphar u s Barclaya
(Williamson, Schneider, 1994; Les et al., 1999; Borsch et al., 2008). M.F. Moseley (1972) mokaszai
HaJTMYHe BRIPOCTa arekca rseTka Nuphar japonica, pacrtoioskeHHOTO BHYTPHU IITyOOKOTO [IEHTPATbHOTO
yriyonenus. CymecTByroT omyonukoBanHble (ororpadun nerkoB Nuphar pumila ¢ BeipaxxeHHBIM

MMPpOAOJIKCHHUEM OCH LIBCTKA B ICHTPC. Ha onnoit 3 Takux ¢)0Torpa¢)1/1171 MMPOAOJDKCHUC OCU IBCTKA OYCHb
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CHJIbHO BBIPQXKEHO M PA3/ICIICHO Ha JIOJIM B qucTalibHOM yacTu (Bétrisey, 2018). MokHO npeanonoxKuTh,
YTO pa3JeJICHUE JaHHOTO BBIPOCTA HA JIOJH IMPOUCXOAUT BCIICACTBIEC BOSHUKHOBEHHUSI HA HEM BTOPOTO
Kpyra CTepHJIbHBIX ILIOJ0MCTUKOB. Halnune eHTpaabHOro BEIPOCTa HAOII0ACTCS Y Psi/ia TAKCOHOB,
B IIBETKaX KOTOPBIX IUIOJOJMCTHKH BO MHOXECTBE OOpa3ylOT OJUH Kpyr (WM psiji, B cilydae HX
cnimpaibHOro pacnoioxenus — llicium). DTu TakcOHBI MO3aUYHO pacIPeICICHBI 10 3BOJIIOIHOHHOMY
ApeBy NOKpbIToceMeHHbIX pacTenuit (Endress, 2013). He BbI3bIBacT yauBIICHHS, YTO JTAHHBIN MTPU3HAK
SBIIICTCS ~ TOMOIUTa3Wed i mpenacraBurenedi  cemeiictBa  Nymphaeaceae. C  yuerom
naneo00TaHNYECKUX JaHHBIX TOMOIUIA3Usl CTAHOBUTCS elie Oosiee BbIpakeHHOH (von Balthazar et al.,
2008; Friis et al., 2009). BozuukHOBeHHE B OTACNBHBIX I[BeTKax Nuphar meHTpaibsHOro BBIpOCTa OCH
wumocTpupyet npasmio Kpenke (Meyen, 1973): cocTosiHue npu3Haka, XapakTepHOE I KaKOT0-JITH00
TaKCOHA, MOKET ObITh OOHAPYKEHO B POJCTBEHHOM €My TaKCOHE B KQUECTBE PEIKOTO COCTOSIHUS IS

9TOI'0 pOACTBCHHOI'O TaKCOHA.

3aKkJIoueHmne

B x0/1e HaCTOSIIEro UCCIe0BaHUS N3YYCHBI 3aKOHOMEPHOCTH CTPOCHHUS U PA3BUTHSI TIOOETOBBIX
CHCTEM M PENPOJAYKTHBHBIX CTPYKTYp Y ABYX BHI0B poaa Nuphar u tpex Bumos pomxa Ceratophyllum.
Bei1 Mcronb30BaH KOMIUIEKC METOAWK, BKIFOYAMOUIMN CBETOBYIO M CKaHHPYIOLIYIO SJIEKTPOHHYIO
MHKPOCKOITHIO, a8 TaKKe OPHUIMHAJIBHBIA IMOJXOJ C IOCTPOCHHEM IMarpamMM-paszBepTok. [IpoBesieH
CPaBHUTEIEHO-MOP(OIOTHYESCKUI ~ aHANIW3 W NPEIJIOKEHBl  HWHTEpIpeTaluyd  HaOII0ZaeMbIX
ocobenHocteii. Ha HOBOM ypoBHE 3HaHHMII 000CHOBaHa KOHIICHIMS MOHOTIOJMAILHOTO HAapaCTaHUS
kopHeBun[ Nuphar u narepalbHOro IOJIOKEHHSI LBETKOB Ha HUX. VI3ydeHbl KOJIMYECTBEHHBIC
NOKa3aTelnu paclojioKeHHss dvarrenuctukoB  Nuphar, 4ro 1mamo BO3MOXKHOCTE  OOOCHOBAaTh
HPEJICTABICHNS. O PACIOJIOKCHUH IISITH YAIICIUCTHKOB B JBYX KPyrax, a HE B OJHOM IEHTaMEPHOM
kpyre. Mcnosp30BaHue 3TOrO jK€ METOIMYECKOTO aIlapara MO3BOJIUIO OIPOBEPIHYTH MPEII0KEHHYIO
paHee HHTEpIpETalMi0 opckoro uckomaemoro Nanjinganthus kak 1BeTka ¢ NEHTaMEPHBIM
OKOJIOIBETHUKOM. OIyOIMKOBaHbI HOBBIC JaHHBIC 0 CTPOCHHIO M PA3BUTHIO I[BETKA EBPOMEHUCKHX
KyOblllieK. BriepBble JTOKYMEHTUPOBAHBI Ciydan OOpa30BaHUs BTOPOrO Kpyra IUIOJOJHCTHKOB B
runenee Nuphar (y N. pumila). ITony4eHHbie faHHBIC [0 XapaKTepy PACIOJIOKCHUIO OPraHOB IIBETKA
KyOBIIIKA B&XHBI JUIsl PEKOHCTPYKIIMH [[BETKA OOLIEro MMpeiKa MOKpbIToceMeHHbIX. [Ipeioxkena HoBast
UHTepIpeTalus CTpoeHus: moderoBeix cucreM B poxe Ceratophyllum moapasymesaromiass Hamuuue
CepUAITbHBIX KOMIUICKCOB TOYEK B Ma3yXax JIMCThEB. BrHepBble ¢ HCIOIb30BAaHHEM CKaHUPYHOIICH
AIEKTPOHHOW MHKPOCKOMHMU H3YYeHbl OCOOCHHOCTH Pa3BUTHS BErETATHBHBIX U PENPOLYyKTUBHBIX
opranos Ceratophyllum tanaiticum. Briepseie o60ocHOBaHO nipencraBinenue o Hamnuun y Ceratophyllum
HIDKHEH 3aBsi3M, 4TO CYIICCTBEHHO /I TMOHHUMAaHHs SBOJIOLMU THHEles B OOLIMPHOW Kiaje,

BKJIIOYAIOIIEH OOJIBIIMHCTBO BUJIOB TOKPBITOCCMCHHBIX paCTeHHﬁ. HpoaHaJ'II/ISI/IpOBaHBI O6IJ.[I/Ie
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0COOCHHOCTH W3Y4YeHHBIX TpenactaButeneir mopsakoB Nymphaeales u Ceratophyllales, a Taxxke
(baxTopsl, BAUSIOMIE HAa (POPMHUPOBAHUE XaPAKTEPHBIX MOOETOBBIX CUCTEM U PETIPOTYKTUBHBIX OPraHOB
TaHHBIX pacTeHuil. [Ipu 3TOM psi BOIPOCOB 3acayKUBaeT AaJbHEHUIIEero u3ydeHus u npopadorku. Tak,
Tpebyercsi OOJbIIE MaHHBIX 10 PACIOJIOKEHHIO YEHTYyeBHIHBIX OpraHoB B mBeTkax Nuphar ¢ mByms
yemyidkamu. Jlns  JIydmiero  NMOHUMAaHWS — OCOOCHHOCTEH — CTPOCHMS — [IBETKA  apXamyHBIX
MOKPBITOCEMEHHBIX HEOOX0IMMO M3yueHHE BApUAHTOB CTpOeHHs IieHTpa nBetka Nuphar, kotopoe, kak
[I0Ka3aHO B HACTOIIEN paboTe, OTIMYAeTCs 3HAUNTENIbHOM 1a0MIbHOCTRIO. B pamkax u3syueHus paHHeu
HBOJIIOIUM THHEIEs] IBETKAa BAXHO PAcCMOTpEHHE OONBIIMX BBHIOOPOK pa3HBIX CTAIWid Pa3BHTHUS
nectukoB Ceratophyllum ¢ pa3sHbIM YHCITOM, PACIIONIOKEHHUEM U CTEIICHBIO CPACTaHMsI HEKETE3UCTBIX
JMCTANBHBIX BBIPOCTOB. VICHONB30BaHME KOJMYECTBEHHOTO IOAXOJa K HM3YYEHHUIO PACIIOIO0KECHUS
9acTeil IBeTKa pa3HbIX MOKPHITOCEMEHHBIX PACTEHUH MOXKET OBITh PEKOMEHJIOBAHO JIJISl YCTAHOBJICHUS
COOTBETCTBUSI MEXAY MPHHATBIMH JJISI TOTO WM WHOTO TIPEACTAaBUTENS HHTEPIPETALUSIMH

opraHoTakcuca 1 HaOJIr01aeéMbIMU 3HAUEHUSMHU YIJIOB MEXKAY OpraHaMHu.

BoIBOaBI

1. OTKIOHEHHS OT TUIIMYHOTO MMasymHOTro BETBJICHUSA, XapaKTCPHBIC I IBYX HC CBA3aHHBIX
ONMU3KUM POJACTBOM TPYII JPEBHEHIINX BOJHBIX MOKPHITOCEMEHHBIX PACTEHHM, MMEIOT pPa3HyIo
Mopdosornueckyto npupony. Y Ceratophyllaceae oHu CBsi3aHBI C OCEBBIM CIBHTOM BepxHEH (B
HEKOTOPBIX CITyJasX — eAMHCTBEHHON Pa3BUTOM ) MIOYKH CEpUaTILHOTO KOMILIEKca, a y Nymphaeaceae —

C TeHJIEHIMEH K yTpaTe Kporolero (pumuioma.

2. JHns moberoB Nuphar u Ceratophyllum xapakrepHbl YepThl JOP3UBCHTAIBHOCTH.
PacrosioskeHrne OOKOBBIX OCEH pa3HOro THIIA BJIOJb MATEPUHCKOTO MOOEra ONpenessieTcss CoYeTaHnEM
SHIOTEHHBIX (PAKTOPOB U MPHYPOUECHHOCTHIO BCEX HITH OJHOTO M3 THIIOB GOKOBBIX OCEH K JIOP3aIbHON

(Ceratophyllum) mim narepansabiM (Nuphar) cropoHam riiaBHOM OCH.

3. JIBOWHOI OKOJIOIIBETHHK C MEHTAMEPHOM YallleuKOW — peakas Uisi apXaudHbIX TPYIII
MOKPBITOCEMEHHBIX 0COOeHHOCTh. I[BeTkn BumoB Nuphar ¢ maThiO YalleaTHMCTHKAMH HE SIBISIOTCS
neHTamepHeIiMH. [IpencTaBieHuss O CyIIECTBOBAHWU IOPCKUX MOKPBITOCEMEHHBIX C TMEHTaMEpHOU
Yalleykoil OCHOBaHbI HAa HEBEPHON WHTEPIPETAUU HMCKOMAeMOTO MaTepuaja U JOJDKHBI OBITh

MEpCCMOTPCHBI.

4. Auaporeii B iBetkax Nuphar B THIHYHOM Cllydae IUKITHYECKHI ¢ OOJIBIINM U HEYCTOMYHBBIM
YHUCIOM 3JIEMEHTOB B Kpyre. AHJApOLEH HEKOTOPHIX IBETKOB MOKET ObITh OINUCaH B TEPMHUHAX
LUKIMYECKOTO (DUIIOTaKCcHca ¢ HELENOM MEpPHOCTBIO MM, albTEPHATUBHO, KaK MMEIOIIMN KpaiiHe

HETUITUYHBIN BapHUaHT CIIUPAJIBHOTO (I)HJIHOT&KCI/ICS..
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5. I'mueneit Nuphar nUKIMYECKUi, ¢ OJJHUM HIIH, PEIKO, ABYMs KPYraMH IUIOJIOJHMCTHKOB. B
IIOCJIEAHEM Cllydae IUIOAUCTUKHA BHYTPEHHOTO Kpyra crepuibHble. DakTopbl, ONpenessronme
BAPBUPOBAHUE CTPYKTYpbl THHELEs, HE CBOJATCS HCKIIOUUTEIBHO K XapakTepy pacloJIOKEHUs

BHYTPEHHUX 3JIEMEHTOB aHAPOILIEsl.

6. 'muenei Ceratophyllum siBisieTcst ICeBIOMOHOMEPHBIM C HIDKHEH 3aBSI3bIO0.

baaropapuocru
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HaMm Juis uccienoBanus Matepuan Ceratophyllum submersum u C. tanaiticum; 10.0. KombLioBy-
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