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Pegpepam. B Hacrosiliee BpeMs IIOABI IpeficTaBuTeNeil Arecaceae OCTalOTCsl HEJOCTATOYHO M3YYEHHBIMU, U CPaB-
HIITE/IbHO-KAPIIONIOTMYeCKIe MCC/IefOBAHNS TA/IbM SIB/ISIIOTCA aKTyaIbHBIMIL. [109TOMY HaMy GbIIN MCCTIEZOBAHBL MOP-
¢onornyeckre 0COOEHHOCTH 11 aHATOMIYECKast CTPYKTYpa IUI0f0B Beex 4 popos Tpub Cyclospatheae n Ceroxyleae op-
cemerictBa Ceroxyloideae (Arecaceae). Ilnonp! usydenusix npepcrasuteneit (Pseudophoenix sargentii, Ceroxylon alpinum,
C. vogelianum, C. utile, Juania australis, Oraniopsis appendiculata, Ravenea hildebrandtii, R. robustior) 6bII OTHeCEHDI
K mvpeHapuio Ilex-Tuma. VICXOZHBIM TUIIOM IIOJOB BHYTpPY IIOACEMENCTBA MOTYT PaCCMATPUBAThCS JIOMACTHbIE TPeX-
THe3/jHble IUIOibI, BBIIBIIEHHbIE Y Pseudophoenix, KOTOpble XapaKTepy3yeTcsl apeHXVMHBIM Me30KapIIieM C pacCesiH-
HBIMI CK/IepeVAAMY, KOHIIEHTPUPYIOLIMMILCS B ero Hepudepndeckoii 30He, 1 aINCcafHbIM CKIepUUIMPOBAHHBIM 9H-
nokapnueM. Iltopsr Ceroxyleae OTHeCeHBI HaMM K IIPOM3BOAHBIM THUIIAM IUIOfOB, A/ KOTOPBIX XapaKTePHBbI Pas/INIHbIe
MopdoreHeTndecke TpaHchopmanuy nepukapnust: gudpdepenmanns nog3ox Mesokapuus (Ceroxylon), obpasoBanue
nosica 6paxuckiepeus (Ceroxylon, Juania), unu ob6pasoBaHime pasHbix mo ¢popme cknepens (Ravenea hildebrandtii), unn
[OYTH [TO/THOE OTCYTCTBIeE cKiiepenf (Oraniopsis, Ravenea robustior). TpanchopMaryis SHFOKAPIINSL 1A IO Iy TH COKpa-
IeHVIs A/IMHBI TTIMCAHbIX cKiepuduuyposanHbix Knetok (Ceroxylon, Juania, Ravenea, Oraniopsis), a TaK>Xe 3aIonHe-
Hite ux prnobadpenamu (Ravenea, Oraniopsis).

Kniouesvie cnoea. anaromus nepukapnusi, MopdoreHes IJIofoB, mypeHapuit Ilex-tuma, Ceroxyloideae, Ceroxylon,
Juania, Oraniopsis, Pseudophoenix, Ravenea.

Summary. At present, the fruits of the representatives of Arecaceae remain insufficiently studied, therefore, studies
of comparative carpology of palms are relevant. We investigated fruit morphology and anatomy of all 4 genus of tribes
Cyclospatheae and Ceroxyleae of subfamily Ceroxylonideae (Arecaceae). The fruits of studied species (Pseudophoenix
sargentii, Ceroxylon alpinum, C. vogelianum, C. utile, Juania australis, Oraniopsis appendiculata, Ravenea hildebrandtii,
R. robustior) were revealed as pyrenarium of Ilex type. We can consider that the original fruit type within the subfamily
are lobate trimerous fruits of Pseudophoenix, with the pericarp differentiated into parenchymatous mesocarp, scattered
brachysclereids in the peripheral zone of the mesocarp and palisade sclerified endocarp. Fruits of Ceroxyleae are derived
types of fruits, which had morphogenetic transformation in different zones of pericarp. Transformations of mesocarp had
different ways: differentiation of mesocarp subzones (Ceroxylon), formation of belt of brachysclereids in the peripheral
zone of the mesocarp (Ceroxylon, Juania), or formation of sclereids with different shapes (Ravenea hildebrandtii), or almost
complete absence of sclereids (Oraniopsis, Ravenea robustior). Transformations of endocarp followed the path of reduction
of the length of the palisade sclerified cells (Ceroxylon, Juania, Ravenea, Oraniopsis) and its filling with phlobaphenes
(Ravenea, Oraniopsis).

Key words. Ceroxyloideae, Ceroxylon, fruit morphogenesis, Juania, Oraniopsis, pericarp anatomy, Pseudophoenix,
pyrenarium of Ilex type, Ravenea.

[TopcemeiictBo Ceroxyloideae Drude BknodaeT B ce6st Tpu MoHOunetndeckue Tpudst — Cyclospatheae
O. E. Cook, Ceroxyleae Satake u Phytelepheae Horan. (Dransfiled et al., 2008; Baker, Dransfield, 2016, Yao et
al., 2023). Cyclospatheae npencTaBieHa eqHCTBeHHBIM poioM Pseudophoenix H. Wendl. ex Sarg., pactipo-
crpaHeHHbIM B Kapn6ckom pernone (Dransfiled et al., 2008). Ceroxyleae Bko4aeT B ce6st 4 poaa, MMEOINX
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I3 BIOHKTUBHBIN apea: Ceroxylon Bonpl. ex DC. pacnpoctpanen B llentpanbubix u CeBepHbIX AHJ2X, Juania
Drude - Ha octpoBax Xyan-®epnanpec, Ravenea H. Wendl. ex C. D. Bouché - na Maparackape u Komopckux
octpoBax, Oraniopsis (Becc.) J. Dransf., A. K. Irvine et N. W. Uhl - B Ksuncnengne (Dransfiled et al., 2008).
Phytelepheae nipenctaBnena 3 pogamu: Ammandra O. E Cook, Phytelephas Ruiz et Pav. u Aphandra Barfod,
pacipocTpaHeHHBIMI Ha ceBepo-3anage H0xuoi Amepuku (Dransfiled et al., 2008). Hecmotps Ha 6onbiioe
KO/IMYECTBO MccnefoBanmit nmpepcrasureneit Ceroxyloideae, cTpoeHne UX IJIOf{0B M3y4eHO HETOCTATOYHO.

1141 BBIAB/IEHNA aHATOMUYECKMX 0COOEHHOCTeT U OIpefie/ieHNsl MOP(OreHeTMYeCKOTO THUIIA IIOH0B
ObIIM M3y4eHb! IUI0fibI TpencTaButeneit Ceroxyloideae: 1 Bup us Tpubser Cyclospatheae (Pseudophoenix sargentii
H. Wendl. ex Sarg.) n 7 Bunos u3 Tpu6sr Ceroxyleae (Ceroxylon alpinum Bonpl. ex DC., C. vogelianum (Engel)
H. Wendl,, C. utile (H. Karst.) H. Wendl., Juania australis (Mart.) Drude ex Hook. f., Oraniopsis appendiculata
(E. M. Bailey) J. Dransf., A. K. Irvine et N. W. Uhl, Ravenea hildebrandtii H. Wendl. ex C. D. Bouché, R. robustior
Jum. et H. Perrier), npu momouu cranpapTHeix MeTonuk (IIposuna, 1960; O’Brien, McCully, 1981).

Mopd¢onorus mnopos Ceroxyloideae

[Tnops! u3yueHHbIX npencTaButeneit Ceroxyloideae — BepXHMe CMHKapITHbIe, HEBCKPbIBAIOLINECS, KO-
CTAHKOBUJIHBIE, Pa3BUBAIOLIMECA U3 TPUMEPHOTO TMHelesA. Y OONbUIMHCTBA IPEACTABUTENE Pa3BUBAETCA
opHa kaprenna (Ceroxylon, Juania, Oraniopsis, Ravenea), v TonbKo y Pseudophoenix B Hopme pa3BuBaeTcs 2-3
KapriesUIbl. [1710/bI ap OBY/IHOI W/IV TIOYTY LIAPOBUIAHOI (POPMBI 1IN, €C/IU pa3BMBaeTCs OOJIbIIIE OfHO Kap-
Te/UIbI — ABYX- VLY TPEX/IONACcTHBIE (KaXK/Ias 4acTh TAK)Ke IIapOBUHOI (POpPMBI), AMaMeTp IIOLOB BapbupyeT
ot 1,5 cm (Ceroxylon utile) no 3 cm (Oraniopsis appendiculata).

Anaromus nnogos Ceroxyloideae

Pseudophoenix (Ps. sargentii)

OK30KapImil OIHOC/IONHBII ITPefiCTaB/IeH MEKMMMY, OKPYITIBIM) Ha IIONIePEeYHOM Cpe3e KIeTKaMU U
IIOKPBIT TOJICTBIM CTI0€M KYTUKY/bL. [JapeHXMMHBIN Me30KapIuii COCTOUT U3 65-75 C/10eB KJIETOK, B €ro Ie-
pudepnyeckoit YacTy KOHLIEHTPUPYIOTCS pacCessHHbIe OpaxmcKIepen/ibl. DHIOKAPINIT OFHOCIONHBIN Ipef-
CTaBJIeH KPYIHBIMY MaIVCAJHBIMI CKIepUPHUIMPOBAHHBIMM K/IETKAMIL.

Ceroxylon (C. alpinum, C. vogelianum, C. utile)

OK30KapImil OJHOC/IONHBI MPeCTaB/IeH HeOONbIIMMM KIeTKaMy (OT OKPYIIBIX O IIPSAMOYTOJb-
HBIX Ha nomnepeuHoM cpese: C. alpinum, C. vogelianum), n160 KIVMHOBUJHBIMM KJI€TKaMy, COOpaHHBIMM B
HeOonpuve rpymmnsl (o 5-7 knerok) (C. utile). Mesokapnuit coctout us 55 (C. alpinum, C. vogelianum) —
95 cnoes knetok (C. utile) u moapasaensercs Ha nepudepnudecKyio M BHYTPEHHIOKW Tororpaduyeckue 30HbI.
[Tepudepndeckas 30Ha Me30KapIys IpeAcTaBIeHa CPEJHET0 pasMepa CIeTKa TAHTeHTa/IbHO Y/IHEHHBIMU
OecI[BeTHBIMY TTapeHXVMHBIMI KaeTKamu. Ha nepudepnun 3Toit 30HBI pacrionaraeTcs MOYTH HeIpepbhIBHBIN
H05IC OpaxMCKIepens], COCTOSINI U3 2—4 C/I0eB KIeTOK. B 6ojiee 1ieHTpaIbHOI YacTy mepudepriecKoii 30HbI
Me30KapIus COJep>KaTcsi TOHKOCTEeHHbIe CKIepenpipl: Hebobline, cobpannble B rpynmnsl (C. alpinum), nnn
KpYIIHbIe, OfMHOYHbIe Wiy cobpanHble B rpynnsl (C. vogelianum, C. utile). BHyTpeHHss 30Ha Me30Kapnus
coctout u3 5-15 cnoes KpynHbix nsopnamerpudeckux (C. alpinum, C. vogelianum) wi/u pagyuanbHO yIIN-
HeHHbIX (C. utile) MapeHXMMHBIX KJIeTOK. DH/JOKAPIINIT IPefCcTaBIeH OJHNIM C/10eM HeOOJBbIINX Ma/ICafHbIX
cknepuduuyposanubix knetok (C. alpinum, C. vogelianum).

Juania (J. australis)

OK30KapIumii IpeCTaB/IeH OJJHUM CI0eM MeJIKIX, IIPSMOYTO/IbHBIX Ha ITONIepEeYHOM Cpe3e KIeToK. Me-
30Kapmuit coctout u3 60-80 c10eB, BapbUPYOIIUX 10 pasMepaM 1 popMaM IMapEeHXMMHBIX K/IETOK, Cpeau
KOTOPBIX PaccessHO OOJIbIIIOe KOMYECTBO KPYIIHBIX, TOJICTOCTEHHBIX, OAMHOYHBIX M/IV COOPAHHBIX B TPYIIIIbI
(mo 5 KIeTOK) CK/Iepen/, a TaK)Xe KPYIHBIX KJIeTOK, 3all0/IHeHHbIX Qrobadenamn. B nepudepnyeckoit yactu
Me30KapIns COfIeP>KUTCS HeIPePBIBHBII IOsIC OpaxuCKIepen, COCTOALMIA 3 1 3 clToeB. DHIOKAPIINIL COCTO-
UT 13 OJTHOTO C/IOS HeOOJIbIINX ITa/MCATHBIX CKIepUPUIMPOBAHHBIX KIETOK.

Oraniopsis (Or. appendiculata Ha 3 craguax pasBUTHA)

OK30KapIuil O[HOC/IONHBIN, COCTOUT U3 MENIKUX, IPAMOYTO/IbHBIX Ha ITOIIepeYHOM cpe3e KIeToK. Me-
3oKkapmuii npepcrasied 80-100 c/0AMYU pa3HOBENMMKMX MAPEHXVMHBIX KJIeTOK (BO BHYTPEHHEN YacTu Me30-
KapIys MeJIKIX), U30AMaMeTpUYecKuX (Clerka TaHTeHTaIbHO Y/IMHEHHbIX B LIEHTPA/IbHON YacTy Me30Kap-
nust). Ha nepudepun Mesokapnus pacronaraioTcsi OTAe/NbHbIe UM COOpaHHbIe B TPYIIIBI OpaxucKIepensl,
B LEHTPA/IbHOI 4acTU Me30KapIMs COfep)Karcsa HeOOoblINe TOICTOCTEHHbIE OT/ieIbHbIE VIV COOpaHHbIe B
HeOosblIVe rpymisl (o 2-3 K1eTKu) ckaepenpsl (Ha 1 craguu pasButusi). B mporecce passutus mnoga 6pa-
XVCKJIEPeV/Ibl, CIaTaolyie IIPEPhIBUCTDIN IIOSC HA paHHEI CTaiVM Pa3BUTHA, CMEIAIOTCA K CPEAMHHON 30He
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Me30KapIus, Ifie Takxke auddepeHunpyrTcs 60plne 0 pa3Mepy ckirepeussl (2 u 3 ctagum). DHTOKAPIINi
IpeCcTaBIeH ONHUM CI0eM HeOONMbIINX, OeCIBETHBIX, IPSAMOYTO/IbHBIX Ha MONIEPEYHOM cpe3e KIeToK (1 u
2 cTajuu), KOTOpble pasBUBAIOTCS B MOYTY NPSIMOYTO/IbHbIE CKIEPEN/Ibl, 3aMONHAITC ProbadeHamn, a ux
CTeHKJ HepaBHOMEPHO yTOMIIAIOTCS ¥ He3HAYUTEbHO OfjpeBeCHeBAIOT (3 cTagus).

Ravenea (R. hildebrandii, R. robustior)

OK30KapImii COCTOUT U3 OFHOTO CI0S1 HeOOMBIINX, PAMOYTONbHBIX Ha MOIEPEeYHOM Cpe3e K/IeTOK.
Mesokapmnuit npexcrasnen 25 (R. robustior) — 45 cnosimu (R. hildebrandii) cpenHepasMepHBIX ITapeHXVMHBIX
KJIETOK, KOTOpbIE CJJaB/IeHbl BO BHYTPEHHeT YacTu Me30Kapmus. B nepudepuyeckoit 30He Me3oKapmus copiep-
XKaTcsl HeOOJIBILOTO 1 CPeJHEro pasMepa TOJICTOCTeHHble ckaepeunbl (R. hildebrandii, R. robustior), Bo BHY-
TpeHHell 30He — KPYIIHbIe TOHKOCTeHHbIe cKiepenps! (R. hildebrandii). Ha pa3Hoit BbIcOoTe IIOfIa B HEKOTOPBIX
y94acTKaxX Me30KapIusi CKJIEPeN bl MOTYT OTCYTCTBOBATS (R. robustior). DHEOKapIINit OXHOCIOMHBIN, IPeCTaB-
JICHHBIII HeOObLIMMM TTa/TCAJHBIMY, TIOYTU KBAIPATHBIMIY, CKJIEPEeU/IaMI, 3alI0THEHHbIMY dr1o6adeHamu.

Hamu ycranoBseHo, uto mnonsl Pseudophoenix sargentii, Ceroxylon alpinum, C. vogelianum, C. utile,
Juania australis, Oraniopsis appendiculata, Ravenea hildebrandtii u R. robustior IMeIOT epUKapIINii, COCTOS-
L[VT1 Y3 OJHOC/IONHOTO 9K30KapINsl, MHOTOC/IOMHOTO MIAPEHXMMHOTO Me30KapIs, B IepudepudecKoii 4acTu
KOTOPOro pacronoxeH mnosic 6paxucknepens (Ceroxylon, J. australis) u/vnu oguHO4YHbIe WM COOpaHHbIE B
rpynmnsl cknepenst (Or. appendiculata, R. hildebrandtii n R. robustior), KoTOpble MHOTa KOHIIEHTPUPYIOTCS B
nepudepnyeckort 30He Mesokapms (Ps. sargentii), ¥ OLHOCIOHOTO CK/IepUPUIIVIPOBAHHOTO SHOKAPII, I,
COOTBETCTBEHHO, OTHOCATCSA K nupeHapusuM Ilex-tuma (Bobrov, Romanov, 2019).

JlonactHble 2-3-THe3Hble IIOAbI Pseudophoenix, xapakTepusyomyecs MapeHXVMHBIM Me30KapIu-
€M C pacCesHHbIMIU CK/IepelaMy, KOHLIEHTPUPYIOLUIMMIUCA B Iepudepudeckoil 30He Me30KapIus, U Malu-
CaJIHBIM CK/IepU(UIIPOBaHHBIM SH/IOKAPIIVEM, MOTYT PacCMaTPUBAThCS KaK VICXOIHBIN TUII IJIOf{OB BHYTPU
nopiceMericTBa. Y npepcraButeneit Tpubsl Ceroxyleae TIofsl, Tak)Ke pa3BUBAOIVECs U3 3 MEPHOTO TMHeLles,
B IIPOIIecce VX Pa3BUTHA CTAHOBATCA IICEBIOMOHOMEPHBIMY (Pa3BUBAETCsA TOIBKO OJHA KapIle/a), II03TOMY
OHM TIPEICTAB/IAIOT MPOU3BORHBIN Tul. I nepukapmusa Ceroxylon XxapaKTepHbBI HEKOTOpbIe YepPTHI CIIeIV-
amsaumy — fuddepeHnanysa Me3oKapIusa Ha JiBe 30HbL: IepudepriecKylo, KOToOpas COCTOUT U3 CPELHETO
pasMepa TaHTE€HTA/IbHO BBITAHYTHIX MAPEHXMMHBIX KIE€TOK U B KOTOPOI MOSAB/IAETCS MOSC OpaxuCKIepens
(otcytcTByet y Pseudophoenix); v BHyTPEHHIO 30HY, CIOKEHHYIO KPYITHBIMM KIeTKaMJ TApEHXVIMBI; TaKXKe
IPOVCXOAUT yMeHbIIIeHNe AIMHBI CKIepen SHJOKAPIIVS [0 CPaBHEHMIO € TAKOBbIMU Y Pseudophoenix. Ctpo-
eHue TepuKapIysA IUIOOB Juania mpeTepreBaeT MOp(GOreHeTYeCKye N3MeHeHNs, HEKOTOpbIe 13 KOTOPBIX
cxopHbI ¢ TakoBbIMI y Ceroxylon — o6pasyercs mosic Opaxuckiaepens B nepudepnun Me3oKapnus, yMeHbIla-
eTCs [IMHA KJIeTOK 9HJO0KapIMsA. VI3MeHeHus B cTpoeHun nepukapmus Oraniopsis u Ravenea 3aKII04anuch B
penyKuuu ofpeBecHeHNs — He fuddepeHpyercs nosc 6paxuckiepeny Ha nepudepnn Me3oKapmus, Ipo-
JO/DKaeT YMEHbBIIAThCs J/IMHA CKIIepens, SHAOKApINs, KOTOpble NPHOOPeTA0T MPaKTUYeCKV KBafpaTHbIE
O4epTaHus, a TaKKe Hab/mogaeTcs 3anonHeHne ux ¢rodapenamu.

Ha ocHoBe BblIIlIeCKa3aHHOTO HaMJ ObIIV BbIABICHBI BEPOSATHbIE HAIIPABIEHNA MOP(HOreHe TMYeCKIX
TpaHCcOpMALUIT Pa3HBIX 30H MEPUKAPINA y MCCTIEOBAaHHBIX TaKCOHOB Arecaceae — Ceroxyloideae. TpaHc-
(dopMarya Me3oKapIus Me/Ia pasHble HaIpaBIeHNs — Ipoucxopuia auddepeHnnanys nof30H Me30KapIys
(Ceroxylon), obpasoBaHye OYTY HEIPEPBIBHOTO Mosica OpaxycKiepeny B nepupepnieckoi 30He Me3oKap-
nus (Ceroxylon, Juania), v pas3Hbix 1o ¢popme cknepeus (R. hildebrandtii), vy moyTy onmHOE NCYE3HOBE-
Hue cknepeust (Oraniopsis, R. robustior). Tpanchopmanus sHEOKapIy LIIA 110 Y TY COKPALeHNs JJINHBI eT0
K1eToK. [lepBoHadabHOI POPMOI SHEOKAPINA ABJAIOTCA ManucagHble ckaepenasl (Pseudophoenix), B panp-
HejillleM IIPOMCXOAVIO YMeHbIIIeHte JIMHbI KneToK supokapnus (Ceroxylon, Juania, Oraniopsis, Ravenea),
KOTOpOE Y IBYX ITOC/IETHUX POJIOB COIIPOBOXKAAIOCH 3aIloNHeHneM ux ¢pnobadenamu (Oraniopsis, Ravenea).

Bnazooapnocmu. ViccnenoBanue BbInonHeHO B pamkax '3 ImaBHoro 6oranudeckoro capa nm. H. B. Inumuna PAH
Ne 1220427000026 na YHY «®onpnoBas opamxepesi», 3 Ne 121051100137-4 «IIpocTpaHCTBEHHO-BpeMeHHAs OPTaHNU-
3auMs 9KOCUCTEM B YCTIOBUAX M3MEHEHMIT OKpYy»Kalollell cpefibl» U B paMkax IIporpaMmbl passutus Mexpucimim-
HapHOJI HayYHO-00pa3oBaTe/IbHOI MIKOIBI MOCKOBCKOTO rOCYLapCTBEHHOrO YHMUBepcuTeTa uMeHu M. B. Jlomonocosa
«Byny1ee maHeTs! U I06aTbHbIe N3MEHEHUS OKPY>KAIOIIell CPefibl».
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