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Ha ocHoBaHMU HMCCeTOBaHMS pa3BUTUS U CTPOCHUS NbUIbHUKA Y Monanthes anagensis u M. muralis

BBISIBJICHBI YePThI CXOACTBA U pa3iu4us MexXay HUMU. YepThl cxoacTBa: 4-rHe3AHBINM U300MIaTe-
paJbHBI (Ha MOMEPEYHOM Cpe3e) MbUILHUK C 4-JIy4eBbIM CBSI3HUKOM; B 0a3ajibHOM 4acTH OH He

cpacTaeTcsl ¢ TBIYMHOYHOM HUTHIO U CBSI3HUK BBISBIISIETCS TOJILKO B CPEIHEI 4YacTH, a B BEpXHEW 1

HUXHEH 4acTSAX NbIJIbHMKA MUKPOCIIOPAHT MY KaXK 0¥ TEKU CPaCTalOTCsl OOKOBBIMM IIOBEPXHOCTSIMU;

CTEHKa MUKPOCIIOPAHTHUSI C JUCTAIBHOM CTOPOHBI (DOPMUPYETCS IO LIEHTPOOEKHOMY TUITY; CUMYJIb-
TaHHBII MUKPOCIIOPOreHe3, TeTPas3ApalibHbIe TETPaabl MUKPOCIIOP, 2-KJIETOUHBIE IBLIbLIEBbIC 3€PHA;

B KJIETKaX SMUACPMBI C IUCTAJIBLHOM CTOPOHBI CTEHKM MUKPOCIIOPAHT M HAKAIIJIUBAIOTCSI TAHUHBIL;

TaleTyM NapueTaJbHbINM (Bapualusa — aMeOOuaHBII TaneTyM). YepThl pa3audusi: IPOTSIXKEHHOCTD
30H NBLJIbHKKA; HaYaJIbHbIE CTaguu (DOPMUPOBAHUSI MUKPOCIIOPAHT U ; CTpOeHUE C(HOPMUPOBAHHOM

CTEHKUY MUKPOCTIOPaHTUS: U3 YeThipex (M. anagensis) nnu ity (M. muralis) c10eB KJIETOK, TIPU 3TOM

BUBI pa3JINYAIOTCS YUCIIOM CPEIHMX CJIOEB; MPOIIECC CIIeIIMaIN3allui KJIETOK S3HIOTELU S — KJISTKH

YBEJIMUMBAIOTCS B paJjualibHOM HampaBJIeHUU Tocie ctaguu npoda3ssl I meitoza y M. muralis, Torna

Kak 'y M. anagensis — ociie CTaiuy TeTpal MUKPOCIIOP; pa3pylleHUe KJIETOYHBIX CTEHOK B TAIIETyMe —
Ha CTaJuM TeTpal MUKpPOCIIOp y M. anagensis U OMMHOYHBIX MUKpoOcTiop y M. muralis.

ITo KoMMJIeKCY TIPU3HAKOB CTPOCHUS M Pa3BUTH S MBIJIbHUKA H3yYeHHBIe BUIBI poaa Monanthes TIpo-
SIBJISIIOT HauOOJIbllIee CXOACTBO C MPEACTaBUTENSIMU POAOB Aeonium n Sedum. ITonyyeHHbIE TaHHbIE
He TIPOTUBOpPEeYaT KJIaIuCTUIeCKUM nocTpoeHUusiM. 3ydyeHHble BUabI Aeonium balsamiferum v A. cil-
iatum, Monanthes anagensis © M. muralis BXOOST B ONHY KJIaay Aeonium, 3aHUMasi IPOMEXYTOUHOE
nojoxeHue Mexny Kinagamu Telephium (Sedum kamtschaticum) n Acre (S. palmeri).

Karoueente caoea: annpolieii, NblIbHUK, CTeHKA MUKpocropaHrus, Crassulaceae, Monanthes, M. an-
agensis, M. muralis

DOI: 10.31857/S0006813624050026, EDN: QKIPNX

DMbOpurosorus cemeirictsa Crassulaceaec aKTUBHO
u3yvaeTcs. B lieHTpe BHUMaHUS McclenoBaTeei
HaXOISATCS ITPEXIE BCEro IMbIJIBHUK U CeMsI3a4aToK.
Panee HaMu ObLIM MCCIIeNOBaHBI HEKOTOPBIE BUIbI
ponoB Aeonium, Crassula, Kalanchoe v Sedum (Anisimova,
2016, 2020; Anisimova, Shamrov, 2018, 2021a, b, 2022a,
b, 2023). Ilpu pecrpukrazHom anannse JHK xmo-
pornacToB B ceM. Crassulaceae BbIIENISIIOTCS 7 KJa:
Crassula, Kalanchoe, Telephium, Sempervivum, Aeonium,
Leucosedum 1 Acre. Kiraga Kalanchoe sBistercst Mmo-

HO(UIIETUIECKOI Y HAXOAUTCS IIOYTH B OCHOBAHU U
¢unorenernyeckoro npesa (Nikulin, Goncharov, 2017).
CrpykTypa noaucpuieTnyeckoro pona Sedum ocra-
€TCsI MaJIo MCClieNOBaHHOM. BONBIIMHCTBO €ro BUIOB,
BKJIIOUEHHBIX B TpUOY Sedeae, pacrioyioxXeHbl MexX 1Y
kiactepoM Leucosedum u knamoii Acre. Hekotopbie
BUIBI pona Sedum (S. surculosum Cosson, S. atlantica
Ball.) paccmarpuBanuchk B coctaBe poga Monanthes,
BEPOSITHOTO POACTBEHHOI'O TaKCOHA pona Aeonium
(Mes et al., 1996, 1997). CnenyeTr OTMETUTh, YTO
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Monanthes n Aeonium BMecTe ¢ Aichryson u Greenovia

BXOAAT B ogHY Aeonium Kiagy (Macaronesian clade),
MOHOMUIIN S KOTOPOI MOATBEPXK AACTCS MOJIEKYJISIPHO-
reHeTMYeCKNMU nccienoBanussMu (Mort et al., 2004).
JlaHHbBIE CPAaBHUTEIHLHOTO MOJIEKYJISIPHOTO aHAJIN3a
PHK nnactug (fRNA) noka3pIBaloT TaKxXKe TECHYIO

B3aMOCBSI3b pooB Monanthes n Aeonium (Han et al.,
2022).

Pon Monanthes Haworth Bkirogaer 10 BumoB u
2 moaBuaa. B HeM BbiieeHbl TpU ceKLuu: Monan-
thoidea (M. atlantica Ball, M. lowei (A. Paiva) P. Pérez
et Acebrs, M. brachycaulos (Webb et Berthel.) Lowe, M.
minima (Bolle) Christ, M. pallens (Webb et Christ) Christ,
M. icterica (Webb et Christ) Christ), Monanthes (M. poly-
phylla ssp. polyphylla Haw., M. polyphylla ssp. amydros
(Svent.) Nyfteler, M. muralis (Webb ex Bolle) Hook.f.),
Sedoidea (M. laxiflora (DC.) Christ, M. anagensis
Praeger). Bunbl u TakcoHOMUS poaa JaHbl HA OCHOBE
cpaBHUTENBHOI Mopdosoruu (Nyfleler, 1992).

N menHo Hannyue GUIoreHeTUYeCcKoi 0J11M30CTH
ponoB Aeonium, Monanthes n Sedum oOyI1I0 Hac
MIPOBECTH UCCIIETOBAHME 10 PA3BUTUIO U CTPOECHU IO
CTEHKM MbUIBHMKA Y ABYX BUIOB poaa Monanthes.

MATEPUAIT U METOINKA

Hns viccnenoBaHusl ObLIM BbIOpaHbl ABa BUIA
Monanthes: M. anagensis Praeger (MOHaHTeC aHaruH-
ckuif) u M. muralis (Webb ex Bolle) Hook.f. (MoHaHTec
HACTEHHBbI). B IpUpPOMHBIX YCIOBUSIX OHU SBJISIIOTCS
SHAEMUYHBIMU pacTeHus MU KaHnapckux u CanbBax-
CKMX OCTPOBOB, a TaKXe IIPOM3pacTaloT B MapoKKo
(Mes et al., 1996).

MarepuasioM AJj1s1 U3ydeHu s TIOCTYKUJIUA paCTEHUS
KoJutekuuu boranunyeckoro caga Iletpa Benukoro
boranunueckoro nncrutyta um. B. JI. Komaposa PAH.
MHoroJjieTHHUE CYKKYJIEHTHBIE BUIbI TPOM3PACTAIOT
B YCJIOBUSIX OpaHKepen.

ByToHBI 1 LIBETKY Ha pa3HBIX CTAANSIX PA3BUTHUS
¢ukcupoBasu Bcmecu FAA (70° — 3TUIOBBIN CITUPT,
40% — dbopmanuH, JeasiHasl YKCyCHast KMCJIOTa B IIPO-
ropuun 100 : 7 : 7). 3aTeM mpoBOIMIN WHPUIETPAIIAIO
napaguHoM. Cpe3sbl TOJIIMHON 12 MKM OKpallluBaaIu
GYKCUH-CEpHUCTOM KKUCIO0TO# 1o DEnbreny (sapa
KJIETOK) C TIOAKPACKOI FeMaTOKCHIMHOM I10 DPIINXY
(muTOMIa3Ma) U aJIIMaHOBBIM CUHUM (KJIETOYHBIE
cTeHKkHM), cappanuHoM no Kaprtucy, reHumaHBUO-
JeTToM 1o HbloTOHY ¢ momkpackoit opanxeM “G”
B reo3auuHoM MacJie (Pausheva, 1974).

[NocTostHHBIE ITpenapaThl UCCIIEIOBAIN C TOMOILBIO
cBeTOBOTO MUKpockorra Amplival (hupmer Carl Zeiss).
BOTAHUYECKUN XXYPHAJ
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MukpodoTocheMKa C IIpenapaToB IIPOBOIMIACH C HC-
M0JIb30BaHMEM CBETOBOIO MMKpocKora Axioplan-2 mot,
kamepbl AxioCam MRc 5 1 nmporpammbl AxioVision 4.8

(bupmbl Carl Zeiss). PucyHKu BBITIOJIHEHBI ¢ TTIOMOIIIBIO

pucoBabHOrO anmnapara. 2K1uBoii 1 puKCUpOBaHHBIM

MaTepHaJ UCCASTOBAIN C IIOMOIIBI0 OMHOKYIISIPHBIX

MukpockonoB MBC-1 u Stemy. CTpoeHue MbLIbLEBbIX

3epeH MCCIIENOBAHO C MTOMOIIBIO CKAHUPYIOILETO 3JIeK-
TpoHHOro Mukpockona Jeol JSM-6390 LA B LlenTpe

KoJekTuBHOro noiab3oBanuss bUH PAH.

PE3VIJIBTATBI UCCIEJOBAHUA

IIBeTok. CTpoeHMEe IBETKA MOXKET pa3IIaThCs IT0
YUCJy 3JIEMEHTOB, 00pa3yoiux Kpyru. ¥ Monanthes
anagensis BbISIBJIEHBI KaK 7-4JIEHHBIE, TaK U 6-4JIEHHbIE
LIBETKM, TOrna Kak y M. muralis oHY TIpeMYyIIIeCTBEH-
HO 6-usieHHbIe (puc. 1, I, 2), HO MHOIIa OTMEYAIOTCs
7-uneHHble U S-uiaeHHble (puc. 1, 3). IIBeToK xapak-
TepU3yeTcsl TBOMHBIM OKOJIOIBETHMKOM. Yallreuka
U BEHYMK — CPOCTHOIUCTHBIE. CBOOOMHEIE JIONACTU
Yyameykn TpeyroiabHOM (opmbl. OKpacka BeHUYMKaA
JKeJITOBaTO-3¢eJIeHOoro 1iBeTa. Ha srerecTkax v yaream-
CTUKAX POPMUPYIOTCS KeJIe3UCThIe BOJTOCKH (puc. 1, 1, 2),
pas3aryarIecs Mo YUCTY KJIETOK HOXKU: 4—5 KJe-
TOK Yy M. muralis v 2 KIeTKY B BUJIE psija JIMOO CIIos y
M. anagensis. Y TIoCIeTHETO BHIA XKeJIE3UCTHIC BOJIOCKH
PpAacIIoJIoKeHBI 00Jice KOMITIaKTHO. B HM>KHElT yacTn
LIBETKA HAXONSTCS HEKTAPHUKM, KOTOPHIE IJIOTHO
MPUMBIKAIOT K IUTOAOJUCTUKAM U CPACTAlOTCS C HUMU
B OCHOBaHUM.

TerymHKY pacmioyaraiorcs B AByX Kpyrax. OHM Haxo-
JSITCS Ha pa3/IMYHOM BBICOTE, U BHYTPEHHUE THIYMHKU
HUMEIOT 00Jiee TIIMHHbBIE THIYMHOYHBIE HUTH (puC. 1, 4),
YTO OCOOEHHO SIPKO MPOSIBIISIETCS HA pAHHUX CTaIu-
gax. B psne ciydaes B 7-4JIeHHBIX LIBeTKaX M. muralis
co37aeTcs BIIeUaTiieHUe O PACTIONOXEHNH THIYMHOK
HE B ABYX, a TPEX WJIM YeThIpeX Kpyrax. 3To CBSI3aHO
C T€M, YTO YaCTh THIYMHOK BHYTPEHHEr0 Kpyra uMeeT
KOPOTKME THIYMHOUYHBIE HUTU 1 OKa3bIBaETCS Ha OJI-
HOI1 BBICOTE ¢ HApy>XKHBIMH 1, HA000POT, HEKOTOPHIE
ThIYMHKH HAPY>KHOTO Kpyra (popMuUpyIOoT JJIMHHBIE
ThIYMHOYHBIE HUTHU U BBITJISASIT KaK BHYTPEHHUE.

ToeranHKY qudGepeHIrpPOBaHbI Ha MTBUTBHUK U ThI-
YUHOYHYIO HUTh (pucC. 1, 5, 6). B 6a3anbHOIl yacTn
MTBUTBHMK HE CPacTaeTcs ¢ TLIYMHOYHOM HUTEIO (puc. 1, 5;
2, 2). Ero Kkpas onycKarTcsl, HallOMWHas LIISNKY
rpu0a. B 1ileHTpe TBIYMHOYHOIM HUTH, COCTOSIIIEN 13
MapeHXUMHBIX KJIETOK, IIPOXOAUT IPOBOISIIMI ITYYOK.
IIpononkeHreM TBIYMHOYHOM HUTU, COEAUHSIOIIEN
TEKU NBLJIBHUKA, SIBJISIETCS CBSI3HUK.
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Puc. 1. CrpoeHue 11BeTKa, TBIYMHKY U bUTbHUKA Y Monanthes muralis (1-3, 5, 7) u M. anagensis (2, 6, §):

1—3 — 6-unennsiit (1), 7-wieHHBIN (2) ¥ S-4JeHHBIA (3) LIBETKM, BUIHBI XeJe3UCThIe BOJJOCKHM Ha YaIlleIUCTUKAX U Jie-
rectkax; 4 — MoJIOXeHWe THIYMHOK Ha I[BETOJIOXEe, BHYTPEHHNE THIYMHKY UMEIOT OoJiee JUTMHHBIE TRHIMMHOYHBIE HUTH;
5, 6 — ctpoeHue THIUMHKKU (COM), BUIHBI TeKU MbUIbHUKA (3) M BEpTUKAJIbHBIN IIOB B pe3yJibTaTe CpacTaHUs MUKPO-
CIIOpaHTMEB B BEpXHeEl YacTu NbIJIbHUKA (6); 7, & — CTpOeHMe NMBIJIBHUKA B HUXKHEH (7) U cpeaHeii (§) 4acTsiX; an — Nblab-
HUK, CN — CBSI3HUK, g — TUHEIIEH, p — JIETIeCTOK, § — YAIIeTUCTUK, Sg — PBIIbIIE, St — TBIYUHKA, St f — THIYMUHOYHAST HUTh,
v b — mpoBoasIMnit my4ok. MaciitabHast 1uHeiika, Mkm: 1, 4 — 50; 2, 3, 7—20; 5, 6 — 100; § — 5.

Fig. 1. Structure of flower, stamen and anther in Monanthes muralis (1-3, 5, 7) and M. anagensis (2, 6, 8):

1-3 — 6-merous (1), 7-merous (2) and 5-merous (3) flowers, glandular hairs are visible on the sepals and petals; 4 — position
of stamens on the receptacle, internal stamens have longer filaments; 5, 6 — anther structure (SEM), anther thecae (5) and
a vertical suture resulting from the fusion of microsporangia in the upper part of the anther are visible (6); 7, § — structure
of the anther in the lower (7) and middle (&) parts; an — anther, cn — connective, g — gynoecium, p — petal, s — sepal, sg —
stigma, st — stamen, st f — stamen filament, v b — vascular bundle. Scale bar, um: I, 4 — 50; 2, 3, 7—20; 5, 6 — 100; § — 5.

BOTAHUYECKUM XYPHAJL Ttom 109 Ne5 2024



OOPMUPOBAHMUE IIbINIbBHUKA V MONANTHES ANAGENSIS I M. MURALIS...

Y n3y4eHHBIX BUIOB CBSI3HUK XOPOIIIO Pa3INYaeTCs
TOJILKO B CpeAdHel yacTu nelibHuKa (puc. 1, 8; 2, 1, 3),
OJIHAKO ero MPOTSXKEHHOCTb pa3Hast: y M. muralis — Y4,
ay M. anagensis — % NIMHBI IbUIbHUKA. B MbIIbHUKE
000X BUJIOB B BepxHel (IpUMEPHO % ero AJIMHBI)
Y HUXHE (y M. anagensis COCTaBISIET TPUMEPHO % €T0
IJUHBL, a y M. muralis — 1o %) 4acTsx TKaHU CBA3HUKA
He (OPMUPYIOTCS, a MUKPOCIIOPAHT MY KaXKI0M TEKU
(xak abakcuabHbIe, TaK U aJaKCUaJbHbIE) CpacTa-
I0TCSI OOKOBBIMU TIOBEPXHOCTSIMU, TIOJOOHO TOMY,
KaK O0BbeIMHSIOTCS Kpasi CMEXHBIX ILJIOMOJIUCTUKOB
B CHHKApITHOM I'HElIee, M COXPAHSIOT 3TO COCTOSTHIE
B MOMEHT BCKpBIBaHU S ITbLIBHUKA. B BepxHeii yactu
MbIJIBHUKA 3TO BHIJISIIUT KaK BEPTUKAIbHBIIN I1I0B
(puc. 1, 6; 2, 4).

[1pUIBHUKY — TeTpacIOpaHTUaTHBIE, IIOYTH M30-
ounarepanbHble (puc.?2, [). Y udydeHHbIX BHUIOB

"'n‘}"';’ i \\.
o i
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BBISIBJIEHO 0c000e cTpoeHme cBsa3HuKa. Ero ¢popma
XapaKTepusyeTcs 4-1y4eBoii CTPYKTYpoii. B bIIbHMKE
MEXAY JIydaMU CBI3HMKA HaXOASITCSI MUKPOCIIOpaH-
I'M, KOTOPbIE SIBJSIOTCS OBaJbHO-TIPOIOJITOBAaTHIMH,
a CeIIThl B TeKaX OKa3bIBAIOTCSI OYEeHb KOPOTKUMH
(cMm. puc. 5, 4).

®opMupoBaHKe CTEHKH MUKpocnopanrus. Borpo-
Chl TUITM3allM1 CTEHKW MUKPOCIIOPAHTUS U MOCIe-
JIIOBaTEJIbHOCTh BO3HUKHOBEHHUSI €€ CJIOEB OOCYXK-
JalTcsd BJuTepaType. B Haiiem wucciaemoBaHUU
MBI MCIIOJIb3yeM IpeaCcTaBAeHUs, pa3paboTaHHbIC
H. 1. llamposeiM (Shamrov, 2008a, b) u rpymnmoit
ero xoyuter (Shamrov et al., 2019—-2021). 3y4yeHue
nbUTbHUKA Y M. anagensis i M. muralis moka3ano, 4To
B €ro cyOmnuaepMaJbHOM CJIO€ Ha paHHUX 3Tallax pa3-
BUTHS UG GepeHIUPYyeTCs TpyIina MHUIUAIbHBIX
KJIETOK (LeHTpaJibHas U JaTepaibHble — puc. 3, I; 4, 1),

Puc. 2. CtpoeHue nblibHUKA Yy Monanthes anagensis (onepeyHble Cpesbl):

1—3 — cTpoeHMe MBUIbHUKA: TIepell BCKPBIBAHUEM B CpeIHE 00J1aCTH, CPOCHIECHCS ¢ TBIYMHOYHOM HUTHIO (/), BO BCKPBIB-
IIeMcs BLJIBHUKE — B CBOOOMTHOM OT THIYMHOYHOI HUTHU 6a3anbHOI yacTu (2), B cpenHeii (3) u BepxHeit (4) yacTax; B
SHAOTELUU U GOTBITMHCTBE KJIETOK MbUIbHUKA (OPMUPYIOTC GUOPO3HBIE YTOIIIEHMSI, B KJIeTKaX SMUIASPMbI U BOKPYT
TIPOBOJISIIIETO MTYYKa BBISIBISIOTCS TAHUHBI, an — TAHUHBI, CN — CBSI3HUK, p g — TIBUIBIIEBOE 3€PHO, Sf f — THIYMHOYHAS
HUTb, tn — TAHUHBI, v b — IPOBOASIINI My4oK. MacitabHas nuHeiika, Mkum: 10.

Fig. 2. Anther structure in Monanthes anagensis (cross sections):

1—3 — anther structure: before dehiscence in the middle zone fused with the stamen filament (7), in dehisced anther — in the
basal part free from the filament (2), in the middle (3) and upper (4) parts; fibrous thickenings are formed in the endothecium
and most anther cells, tannins are visible in the epidermal cells and around the vascular bundle; an — anther, cn — connective,
p g — pollen grain, st f — stamen filament, z — tannins, v b — vascular bundle. Scale bars, um: 10.
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Puc. 3. PanHue ctaguu pa3BuTus nblibHUKa y Monanthes anagensis (TorepedHbIe CPE3bl):

1, 2 — GYropok IbUIbHUKA, JeJCHUS MHUIIHAJIeii MUKPOCIIOpaHTHs, (pOpMUpOBaHUE KJIETOK BHYTPEHHETO TalleTyMa, ap-
XECIOpMs U MHMLIMAJIE JIaTepaJibHbIX YacTeil CTEHKU; 3 — B pe3yJibTaTe AeJeHUsT apXeCrnopuaabHOM KJIETKU 00pa3yloT-
csl crioporeHHasi (BHyTpb) U IapueTajibHas (HapyxKy) KJeTKHU U 3aTeM Oyiarogapst GoOpMUPYIOUIUM JAeJeHUSIM TPOUCXOIUT
yBeJIMYCHNE UX UYMCa; 4 — 00pa3oBaHUE CJI0SI HAPYXKHOTO TalleTyMa U AeJICHUS KJIeTOK Hapy>KHOTO IMapreTaJIbHOTO CJIOS
Ha BHAOTELIMI U CPeIHU CII0M, B KJIeTKaX SNUAePMbI BBISIBJSIIOTCSI TAHUHBI; @ ¢ — apXecrioprajibHasl KJIeTKa, ¢ i mc — 1ieH-
TpaJibHasi UHULIMAb MUKPOCIIOPAHT WS, e — ANUAEpPMa, en — SHAOTELU, [ f — BHYTPEHHU TaneTyM, /i w mc — MHULIUAIU
JIaTepaJbHOM YaCcTU CTEHKHM MUKPOCITIOPaHTHs, [ f — JaTepalibHBIN TalleTyM, m [ — CpemHUI CIIOii, 0 p | — HapyXHBIi1 T1a-
pUeTaJbHBIN CJIOH, 0 t — HApYXXHBII TaNleTyM, p ¢ — NapyeTajibHas KJIeTKa, S ¢ — CIOpOreHHasl KJIeTKa, S f — CIOpOoreHHast
TKaHb, tn — TaHUHBI. MacitabHas 1uHeika, MKm: 10.

Fig. 3. Early stages of anther formation in Monanthes anagensis (transverse sections):

1, 2 — anther primordium, divisions of the microsporangium initials, the formation of cells of the inner tapetum, archespori-
um and the initials of the lateral parts of the wall; 3 — as a result of division of the archesporial cell, sporogenous (inside) and
parietal (outside) cells are formed and then, due to formative divisions, their number increases; 4 — formation of a layer of the
outer tapetum and cell divisions of the outer parietal layer into the endothecium and the middle layer, tannins are visible in the
epidermal cells; a ¢ — archesporial cell, ¢ i mc — central initial of microsporangium, e — epiderm, en — endothecium, i f — inner
tapetum, /i w mc — lateral initials of microsporangium wall, / # — lateral tapetum, m / — middle layer, o p [ — outer parietal layer,

o t — outer tapetum, p ¢ — parietal cell, s ¢ — sporogenous cell, s  — sporogenous tissue, tn — tannins. Scale bar, um: 10.

KOTOpbIE 00pa3yIOT KaK CJIOU CTEHKU CO BCEX CTOPOH
MMKPOCIIOPAHTHSI, TaK U CaM apXecropuii, a 3aTeM
CITIOPOTeHHbIE KJIETKX U MUKPOCTIOPOLUTHI. OqHaKO
y U3y4YEeHHBIX BUIOB BbISIBJIEHbI HEKOTOPbIE OCOOEH-
HOCTU MOBEIECHUS NHUIAATEN.

YV M. anagensis Kax IeHTpaJbHas1, TaK U JlaTepaib-
Hble MHUIIVAJIN IENISITCS CHHXPOHHO TEPUKJIMHABHO.
ITocne meneHus HEeHTpaJIbHOW CyOaNUAepMaIbHOM
KJIETKY HapyXy OTIEJISIETCS apXecroprasbHasi KieT-
Ka, a BHYTpb — KJIeTKa, U3 KOTOpPOii (hopMUpyeTCs
9acTh CTEHKM MUKPOCIIOPAHTHsI, TIpeoOpasytomasi-
sl B KJIETKU BHYTPEHHero Tanetyma. JlarepajibHbie
cy0anuaepMaIbHble MHUITNATbHbIE KIETKH 00pas3ytoT

0OOKOBbIE€ 00JJACTU CTEHKU MUKPOCIIOPAHTUS 1 BMe-
CTe C KJIETKaMU1 BHYTPEHHETO TaleTyMa OpraHu3yloT
B OKPY>XKEHUHU apXeCOopHaJbHOM KJIETKU CJIOK B hopMe
noJjiykoabla (puc. 3, 2). B pesynbraTe nepukianHa b-
HBIX JeJCHU I apXeCIOpralbHON KJIETKN BOSBHUKAIOT
Hapy>XXHBbII (MapyeTaabHble KJIETKW) U BHYTPEHHU I
(crioporeHHbI€ KJIETKH) cyiou. [1apueTaibHble KIETKU
JeJSTCS aHTUKJIMHAIBHO, B pe3yJIbTaTe Yero BOKPYT
(hopMupyIoLIerocss CHOPOreHHOro KOMILIEKCa CO31aeTCs
€IMHBIA IEPpBUYHBIN CJIOM CTECHKH MUKPOCITOParus
(pmc. 3, 3). I[loce TOro KJIeTKM IapueTaabHOIO CII0SI
JEeJSITCS NEPUKINHAIBHBIMU U aHTUKJIMHAJIbHBIMHU
IeJIeHUSIMU, 00pa3ysi CJIOM AUCTaIbHOM YaCTU CTEH-
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KM MUKpOcCTiopaHTyeB. [IepuKIHa bHbIC OCICHUS

IIPOUCXOMISIT B OIIPeIeICHHOM MOCIeI0BAaTCIBHOCTH.
ITocne neneHus KJIETOK UCXOAHOTO MaprueTaibHOTO

00pa3yloTcs ABa CJI0s, y4acTUE KOTOPBIX pa3JInYHO

B TaJIbHEHUIIIEM ITOCTPOEHUM CTEHKU MUKPOCIIOPaH-
rust. KneTky BHyTpeHHEro aprueTaJbHOrO CJI0S CTa-
HOBSITCS TAIIETyMOM, TOTIa KaK KJIETKM Hapy>KHOTO

cJIosl 00pa3yloT ABa CI0s1 (HapyXKHbII — S3HAOTEL U

U BHYTPEHHUI — CpeaHMI cioit) (puc. 3, 4).

YV M. muralis nepuKIuHaIbHO AENATCS CHadalia
TOJILKO JlaTepaJibHble MHUIIMAIU, KOTOPbIE BMECTe
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C KJIETKaMM, JIEXAIIMU IT01 HEHTPaJIbHOMN KJIETKOM,
HAaYMHAIOT (POPMUPOBATH SAUHBIN CIION C ITPOKCH-
MaJILHOI CTOPOHBI MUKpocTiopaHTus (puc. 4, 1, 2).
3areM Tak:Ke AeJIUTCS LIEHTpaabHasl MHUIIMATIbHAsI
KJIETKA, OTIEIsIs HapyKy apXecIopraIbHYI0 KJIETKY,
a BHYTPb KJIETKY OyIyIIIero BHyTPEHHEr o TaleTymMa,
KOTOpasl 3aIrycKaeT rpoiecc aupepeHIInanum KJIeToK
JarepanbHOro taneryma (puc. 4, 3). [IpousBogHbEIMU
apXecropraJbHOMI KJIETKH CTAHOBSITCS CIIOPOI€HHBIE
Y NapueTaibHble KJIeTKU. B najapHeliiiem napuetaabHble
KJIETKM AEJSTCS MepUKIMHAIBLHO, 00pa3ysl HapyX-

Puc. 4. HauanbHble cTanuu pa3BuTus NblIbHUKA Yy Monanthes muralis (monepeyHbie Cpe3bl):

1—3 — Gyropok mbelJIbHUKA, OeJICHUS MHULIMAJIeii MUKPOCTIOpaHTUsI, OpMUPOBaHUE KJIETOK BHYTPEHHETO TalleTyMa,
apxecropusi U MHUIIMAJeil JaTepaJlbHbIX YacTeil CTeHKU; 4 —MepUKJIMHAJIbHBIC NeJeHUS apXeCcImopualbHBIX KJIETOK Ha
CIIOpOreHHbIe (BHYTPb) U MapueTaabHble (HapyXy) KJIEeTKHU; 5 — oOpa3oBaHue CJIos TalleTyMa ¢ BHyTPEHHE! U JaTepalib-
HOI CTOPOH M HayaJIo ACJCHUM KJIETOK MapueTaIbHOTO CJI0STI Ha HApY>XXHBIM M BHYTPEHHHWU CJIOM, HA4aJIO OTIOXCHU S
TaHWHOB B 3IUJEPME; d ¢ — apXeCIopraabHas KJIeTKa, ¢ { mc — eHTpaJbHasi MHULIMAJIb MUKPOCIIOPAHT S, e — SITUIepMa,
i p | — BHYTpEHHMIA mapueTaJbHbIN CJIOM, i  — BHYTPEHHMIA TaneTyM, / i w mc — MHUILIMAIU JaTepalbHOI YaCcTU CTEH-
K1 MUKPOCIIOPAHTUS, [ t — JaTepaJbHBII TalleTyM, 0 p [ — Hapy>XXHBII MapueTaabHBIN CJIOM, 0 ¢t — Hapy>KHEBII TalleTyM,
p ¢ — TlapMeTaJibHas KJIeTKa, § ¢ — CIIOpOreHHas KJIeTKa, 1 — TaHWHbIL. MacitabHas TMHeiika, MKM: 5.

Fig. 4. Early stages of anther formation in Monanthes muralis (transverse sections):

1—3 — anther primordium, divisions of the microsporangium initials, the formation of cells of the inner tapetum, archesporium
and the initials of the lateral parts of the wall; 4 — periclinal divisions of the archesporial cells into sporogenous (inward) and
parietal (outward) cells; 5 — formation of the tapetum layer from inner and lateral sides and the beginning of divisions of the
cells of parietal layer into outer and inner layers, the beginning of tannin deposition in the epiderm; a ¢ — archesporial cell,
¢ i mc — central initial of microsporangium, e — epiderm, i p / — inner parietal layer, i  — inner tapetum, /i w mc — lateral
initials of microsporangium wall, / ¢ — lateral tapetum, o p / — outer parietal layer, o f — outer tapetum, p ¢ — parietal cell,

s ¢ — sporogenous cell, tn — tannins. Scale bar, um: 5.
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Puc. 5. CrpoeHue CTEHKU MUKPOCIIOPAHT U BO BpeMsl MUKpocTioporeHesa y Monanthes muralis (mornepedyHbie CPe3bl):

I — cTeHKa MUKPOCITOpaHTH S Tiepen Meiio30M; 2 — CTeHKa MUKPOCITOpaHTHsI Bo BpeMst Tpoda3ssl I Meiio3a, o6pa3oBaHme IBYX
CpeIHMX CJI0eB; 3, 4 — CTeHKa MUKPOCIIOPAHTHS Ha CTaAuy o0pa3oBaHus nuan saep (3) v cxema IMbIIbHUKA B CpelHeii yacTu (4),
B KJIETKaX 3MUIePMbl HAKATIJIMBAIOTCS TAHUHBI; € — SMUIEPMa, en — SHAOTEIM A, M — MUKPOCIIOPOIIUT, MC —MUKPOCIIOPAHT Ui,
m [ — cpenHuii CJIoi, t — TaneTyM, tn — TAHUHBI, V b — MpoBOAS NI My4oK. MaciuTabHas inHelika, MKM: /—3 — 5; 4 — 100.

Fig. 5. Microsporangium wall structure during micriospogenesis in Monanthes muralis (transverse sections):

1 — microsporangium wall before meiosis; 2 — microsporangium wall during the prophase I of meiosis, formation of two middle
layers; 3, 4 — microsporangium wall at the stage of diad of nuclei (3), and scheme of anther in the middle part (4), tannins
accumulate in epidermal cells; e — epiderm, en — endothecium, m — microsporocyte, mc — microsporangium, m / — middle
layer, ¢ — tapetum, tn — tannins, v b — vascular bundle. Scale bars, um: /-3 — 5; 4 — 100.

HbII M BHYTpeHHUI ciiou (puc. 4, 4, 5). BHyTpeHHM I 3aTeM BO BpeMsl MUKpOCIIoporeHesa u gopMupo-
cJI0¥1 (hopMUpyeT HAPYKHBIH TalleTyM, a HApY>KHbBII — BaHUS MbUIBLIEBLIX 36 PEH MPOUCXOIST ITpeodpa3oBa-
SHIOTEUNH 1 cpeaHuii cioit. [1pn neaeHm KJIeToK HUS CJIOeB CTEHKM MUKpocTopaHTus. PaccMoTpum
MOCJEIHEr0 BO3HUKAIOT BHYTPEHHUM U HAPYKHBIN  MTOAPOOHO XapaKTEPUCTUKY KaxXKAOIO CJI0SI CTEHKU
cpennue ciou (puc. 5, 1, 2). MUKPOCHOPAHTUSI.

Taxum 00pa3oM, 3aBepIIaOTCI HaYaIbHbIE CTaIuN Ha crtammy MUKpOCHOPOLIUTOB KJIETKW 3MUAEp-
(hopMuUpOBaHUS CTEHKN MUKPOCIIOPAHTHSI — BOSHUK- MAaJIbHOTO CJIOSI TMH30BUIHBIE, C KPYIITHBIM SIIPOM
HOBeHME 1 nud GepeHIInans ee cJI0eB (0T apXeClio- | IJIOTHOM IIMTOIJIa3MOM. 3aTeM OHM IIPUHUMAIOT
PUSI 10 CITOPOT€HHBIX KJIETOK 1 MUKPOCITOPOIIUTOB). IIPSIMOYTOJIbHYIO (POPMY C 3aKpYIJIEHHBIMM YTJja-
YcraHaBaMBaeTCs OKOHYATEIBLHOE YHUCIIO CJIOEB MU- MU. KJIeTKM TepsIloT COmEepXMMOE U CTaHOBSTCS
Kpocropanrus. ChopMrpoBaHHas CTEHKa MUKPOCIIO- CHJIBHO BaKYOJIM3UPOBAHHBIMU. 2—3 KJIETKHA 3TOTO
paHTUs COCTOUT Y M. anagensis 3 9eThIpex (IMUACPMBI, CJIOSI B 00JIaCTH CTOMUYMA OTANYAIOTCS MEHBITMMU
SHIOTELIMSI, CPEIHErO CJI0s U TaneTtyma), ay M. muralis  pa3mepaMu. Y o00MX M3YUYEHHBIX BUIOB B KJIETKaX
ATy (AMUASPMBI, SHAOTEI NS, IBYX CPEIHUX CJI0€B SMUAECPMbl HAKAILUIMBAIOTCSI TaHUHBI (B BUAE TLIOT-
1 TaIleTyMa) CJIOEB KJIETOK. HO pacHoJIOXKEHHBIX INI00YJI, Ha ITOCISTHUX CTaTUIX
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Pa3BUTHS IIBIIBHUKA PACCTOSTHUE MEXIY T100yia-
MU YMEHBIIAETCS U KaXKeTCs, YTO BECh MPOTOIIACT
3aII0JIHSIeTCS TAHMHAMM), 32 UCKIIOUEHUEM KJIETOK,
KOTOpEIe (hOpMUPYIOT cTOMUYM (puc. 3, 4; 4, 5; 5, 1-3;
6, 2—3; 7, 1—4). TakXe TAaHUHBI HE aKKYMYJIHPYIOTCS
B KJIETKAX SIUAEPMBI CO CTOPOHBI THIYMHOYHOM HUTHU
B HUXKHEM yacTu nblibHUKA (puc. 1, 5; 2, 2).

BBITSIHYTHIE KJIETKY S3HAOTENUSA TIOCTENIEHHO YBEINYH-
BalOTCS B paJlalbHOM HaripaBiaeHUU. Y M. muralis 5TOT
MIPOLIECC CTAHOBUTCS 3aMETHBIM Ha CTaauu Ipoda3kl
I meiioza (puc. 3, 2; 7, I—4), Torna kak 'y M. anagensis —
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Ha cTaauu TeTpag Mukpocnop (puc. 6, —3). CreHKu
KJIETOK SHIOTEIHsI K MOMEHTY CO3peBaHUsI IIbLIBHIKA
MpUOOPETaOT HEPaBHOMEPHO YTOIIEHHbIE (prOPO3-
HbIe yTOIIeHU (puc. 6, 3; 7, 4). Tonbko 1—2 KneTKu
SHIOTELM S, BXOISIIUE B COCTaB CTOMUYMa, OCTal0TCS
MEHBIINX pa3MepoB U 6e3 PUOPO3HBIX YTONIIECHU
(puc. 7, 4). CnenyeT OTMETUTD, YTO (PMOPO3HEIE YTOJI-
eH1s GOPMUPYIOTCS He TOJIBKO B KJIETKaX S9HIOTe-
LIY$1, HO U CBSI3HMKA B cpeaHeit (puc. 2, 1, 3), a Takxke
B MECTaX CpacTaHUSI MUKPOCIIOPAHTHEB B 0a3aJIbHOM
(puc. 2, 2) u BepxHeii (puc. 2, 4) yacTsIX NbUIbHUKA.

BOTAHUYECKHWU XYPHAIJI

en

Puc. 6. CTpoeHne CTEHKU MUKPOCIIOPAHT 1S BO BpeMsI (DOPMUPOBAaHUsI TETPal MUKPOCIIOP M ITbLIBLEBOro 3epHa y Monanthes
anagensis (MonepevyHble Cpe3bl):

I — cTeHKa MUKPOCIIOpaHTHUS BO BpeMsI (hOPMUPOBAHUS TeTpaa MUKPOCITOP, HaYaJIo AereHepallu KJIeTOK CPEIHETO CIIOs,
MIPOU3OIILIO pa3pyllIeHUe CTEHOK MEX Y KJIeTKaMU TalleTyMa, Ha BHyTPeHHel TareTaJbHOI MeMOpaHe BUIHBI OPOUKYIIbL;
2 — cTeHKa MUKPOCIIOPAHTHSI Ha CTaIMU OAMHOYHBIX MUKPOCIIOP, KJETKY CPEIHEr0 CJIOS TOYTH Pa3pyIlIvINCh, paaraibHble
CTEHKM KJICTOK 3HIOTELIUS YTOJIIIECHBI, B TalleTYMe YBEJINYNBAIOTCS pa3Mephl IIPOTOIJIACTOB, a CAMU KJIETKU CTAHOBST-
Cs1 CUJIBHO BaKyOJM3UPOBAHHBIMMU; 3, 4 — CTEHKAa MUKPOCIIOPAHTHS B MECTE CTOMHUYMa, B 00JIACTH BCKPBIBAHUS KJIETKU
MJIOTHO COMKHYTHI, OTJIOXEHHUE TAHMHOB B KJIeTKaX 3AMUAepMbI (3) U cXxeMa MbIJIbHUKA B CpeHel yacTu (4); e — snuaepma,
en — SHIOTeL i, m | — CpeaHW CII0M, ms — MUKPOCTIOPA, p g — MIBLUIBIIEBOE 3€PHO, { — TATIETYM, # ms — TeTpaja MUKPOCITOP,
tn — TaHUHBL. MaciurtabHas 1uHelika, MkMm: 1—3 — 10; 4 — 20.

Fig. 6. Microsporangium wall structure during formation of megaspore tetrads and pollen grain in Monanthes anagensis (trans-
verse sections):

1 — microsporangium wall during the formation of microspore tetrads, the beginning of cell degeneration of the middle layer,
destruction of the walls between the tapetum cells occurred, orbicules are visible on the inner tapetal membrane; 2 — wall of
the microsporangium at the stage of single microspores, the cells of the middle layer are almost destroyed, the radial walls of
the endothecium cells are thickened, the size of protoplasts in the tapetum increases, and the cells themselves become highly
vacuolated; 3, 4 — microsporangium wall at the stomium, the cells in the area of dehiscence are tightly closed, tannin deposi-
tion in the epidermal cells (3) and an anther scheme in its middle part (4); e — epiderm, en — endothecium, m / — middle layer,
ms — microspore, p g — pollen grain,  — tapetum, ¢ ms — tetrad of microspores, tn — tannins. Scale bars, um: /—3 — 10; 4 — 20.
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CpenHue CJIOM COCTOSIT 13 HEOOJBIINX Y3KUX KJICTOK. Tanerym. CyllecTBYIOIINUE ONPEICICHNS TUIIOB
VY M. anagensis opMUpyeTCs TOJIbKO OAUH CpeAHUil 1 (popM TameTyma KpakiHe MpoOTUBOPEYUBHI (0030p
cnoii (puc. 3, 4), ay M. muralis o0b1aHO X 1Ba (puc. 5, 2). mpobmemsl cM. Shamrov et al., 2021). OcobeHHO cI0XHOE
B xome pasBuUTHS OHM TIOCTEIIEHHO BHITSITUBAIOT- IIOJOXEHUE OOCTOUT C OMHUM M3 PACIIPOCTPaHEHHBIX
cq u paspymaiorcs. MIx octatku, mpencTaBieHHBIE TUIIOB TaleTyMa, KOTOPBI 4acTO Ha3bIBalOT CEKpe-
B BHJI€ TEMHOOKPAIIIEHHBIX CTYCTKOB, 00HAPY>XMBa- TOPHBIM (KJIeTOUHBIM). Takoit TUI TarleTyMa ormmcad
I0TCS TIocJIe cTaauu TeTpany M. anagensis (puc. 6, 1, 2), 'y UcciaeqoBaHHBIX BUIOB, M Mbl OyieM Ha3bIBaTh €ro
Torga Kak'y M. muralis — BO BpeMsl JUIMTENBHOM (pa3bl  MapueTaJbHbIM, KaK 3TO IPEIJIOKEHO B yIIOMSHYTOM
ONMHOYHBIX MUKpocnop (puc. 7, 2, 3). HCCIIeIOBAaHUU.

(
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N\ o
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Puc. 7. CTpoeHne CTeHKM MUKPOCIIOPAHTHsI BO BpeMst (hOpMUPOBAHMSI TETPa MUKPOCIIOP U IBLIBLEBOro 3epHa y Monanthes
muralis (monepevyHbIe Cpe3bl):

1 — cTeHKa MUKPOCTIOPAHT U BO BpeMsT POPMUPOBAHUS TETpa MUKPOCIIOp, HaYaJIo IeTeHepalluy KJIETOK Hapy>KHOTO Cpe/i-
HEro CJIOsI, IIPOM3OIILIO pa3pyIleHre CTEHOK MEXAY KJIETKaMU TalleTyMa, Ha BHYTPEHHeEl TareTaJlbHOi MeMOpaHe BUIHBI
OpOUKYJIBI; 2 — CTeHKAa MUKPOCIOPAHTYS Ha CTAINU PAHHUX OMMHOYHBIX MUKPOCIIOP, KJIETKA BHYTPEHHETO CPETHETO CIIOST
HauWHAIOT pa3pyllaThCs, paauaibHble CTCHKH KJIETOK SHIOTEIUS YTOJIIIEHBI, B TAIIETyMe YBEJIMYMBAIOTCS pa3Mephl ITPo-
TOILJIACTOB, 4 CAMU KJIETKM CTAHOBSATCS CUJIBHO BaKYOJIM3UPOBAHHBIMU; 3 — CTEHKA MUKDPOCIIOPAHTHS Ha CTAAMU MO3IHUX
ONIMHOYHBIX MUKPOCIIOP, BUAHBI OCTATKHU KJETOK TareTyMa, MPOM3O0LIJI0 pa3pyllieHUe CEIT B TeKax, B 00JacTU CTOMUYMa
KJIETKU MJIOTHO COMKHYTHI; 4 — CTeHKa MUKPOCIIOPAHTUS Mepel BCKPhIBAHUEM MBIJIBHUKA, ITPOUCXONST ACJICHUS B MU~
KpocCImopax 1 00pa3yIoTcs 2-KJIETOYHbIE IBLIbLEBBIE 36PHA; 5 — cXeMa BCKPBIBLIETOCs MBLIbHUKA B cpeaHeil vact. Ha Bcex
CTaAUsIX pa3BUTH HaOI0IaeTCsI OTIIOKEHME TAHWMHOB B KJIETKAX AMUICPMBI; e — SIUAepMa, en — SHAOTEUi, m [ — cpemHuit
CJIOU, ms — MUKPOCTIOPA, p g — MBUTBIIEBOE 3€PHO, ! — TAleTyM, ! ms — TeTpaga MUKPOCIIOp, 1 — TaHWHBI. MaciTabHast
JnuMHelka, MKM: -3 — 10; 4 — 20; 5 — 100.

Fig. 7. Microsporangium wall structure during formation of megaspore tetrads and pollen grain in Monanthes muralis (transverse
sections):

1 — microsporangium wall during the formation of microspore tetrads, the beginning of cell degeneration of the outer middle
layer, destruction of the walls between the tapetum cells occurred, orbicules are visible on the inner tapetal membrane; 2 — wall
of the microsporangium at the stage of early single microspores, the cells of the inner middle layer begin to destroy, the radial
walls of the endothecium cells are thickened, the size of protoplasts in the tapetum increases, and the cells themselves become
highly vacuolated; 3 — wall of the microsporangium at the stage of late single microspores, the remains of tapetum cells are
visible, the septa in thecae are destroyed, in the area of the stomium the cells are tightly closed; 4 — microsporangium wall before
the anther dehiscence, divisions occur in the microspores and 2-celled pollen grains are formed; 5 — scheme of the dehisced
anther in the middle part. At all stages of development, tannin deposition is observed in the cells of the epidermis; e — epiderm,
en — endothecium, m / — middle layer, ms — microspore, p g — pollen grain, f — tapetum, ms — tetrad of microspores, tn — tannins.
Scale bars, um: /-3 — 10; 4 — 20; 5 — 100.
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Tamerym y o6oux BUIOB reTepoMOp¢HBIi, 4TO
CBSI3aHO KaK C IIPOMCXOXICHUEM, TaK U TTOJIOXKECHUEM
B CTEHKE MUKpOcTHopaHTus. BHyTpeHHMIT TarleTyMm
IugdepeHLIMPYeTCs NEPBLIM 1 00pa3yeTcsl U3 Kiie-
TOK, KOTOpbIE€ BOSHMKAIOT IIPH I€JI€HUH LIEHTPaIbHbIX
WHULIKAeH MUKpocropaHrus. ClaeayomMy I0sIB-
JISTIOTCS KJIETKM JlaTepaJbHEIX 00JIacTell TaleTyMa,
KOTOpBIe (DOPMUPYIOTCS U3 JIaTepaJIbHbIX MHULIMAJICH
MuKkpocropanrus. [ocnenHumu nuddepeHIInpyoTCs
KJIETKY Hapy>KHOTO TalleTyMa U3 KJIeTOK BHYTPEHHETO
IMapueTaIbHOIO CJIOSL.

Y 060oux BUIOB KJIETKU TalleTyMa A0 Meio3a Bbl-
TsIHYTBIC (puC. 3, 4; 5, 1). C HaYaJIOM MUKPOCIIOPO-
reHe3a XopoIlo BUIHO, YTO TAIIETYM OJHOCIOMHBIN
C OMHOSIIEPHBIMU KJeTKaMu (puc. 5, 2, 3). Knetku
npuodpeTaroT TadbIUTYaTyI0 (OPMY U HAYMHAIOT
YBEJIMYMBAThCS B paauaabHOM HalpaBiaeHuu. [lo-
CTEeTICHHO B HUX IIPOMCXOMUT BaKyoIU3allusl.

Y U3y4eHHBIX BUIOB TAIIETYM B IIPEMEHOTHUECKOM
1 MEHOTYECKOM TTeprofaxX XapaKTepu3yeTcs KIeTou-
HOM cTpyKTypoii. OOQHAKO yKe Ha CTaIMsIX TeTpal
MUKpoctop y M. anagensis (puc. 6, 1) Wiy OTMHOYHBIX
MuKpoctop y M. muralis (puc. 7, 2) CTEHKY MEXTY KJIeT-
KaMM TarneTyMa HauMHAIOT pa3pymarbcs. CremyeT
OTMETUTD, YTO ITPOLIECC UCUE3HOBEHMSI KJICTOYHBIX
CTEHOK COIPOBOXKIAETCS BHIITSTYMBAHMEM IPOTOIIACTOB
BHYTPb IIOJIOCTH MUKPOCIIOPAHTHsI, a Ha BHYTPEHHUX
TaIeTaJbHBIX MeMOpaHaX HAYMHAIOT BBISIBJISITHCSI OpOM-
KVJIbI (puc. 6, 1, 2;7, 2). Y 060MX BUAOB IIPOTOILIACTHI
COXPaHSIOTCS T10 Kpalo MOJIOCTU MUKPOCITOPaHT S,
[JIe pa3pylIaloTcs, MPUYEM UX OCTaTKU C SIApaMu
COXPaHSIOTCS IIOYTU IO CO3pEBaHUS IbLJIbHHKA
(puc. 6, 3;7, 3). Takum 06pa3omM, y 0001X N3yYEHHBIX
BMJIOB BbISIBJIEHA BapUalysl 2 TapueTaabHOIO THIA —
amebouaHbIi Tanetym (Shamrov et al., 2019, 2021).

BckpbiBanue nbLIbBHUKA. MBI YK€ oTMeYalin, YTO
XapaKTepHOI YepTOl NMbIbHMKA M3YYEHHBIX BUIOB
SBJISIETCSI HEOOBIYHOE cTpoeHMe cBsI3HUKa. Ero ¢op-
Ma xapaKTepuayeTcs 4 JTydaMu, MeXIy KOTOPBIMH
HaXOISITCSI MUKPOCITOpaHTHU. BeeacTsue Toro, 4To
OHM MMEIOT OBaJIEHO-TIPOJIOJITOBATYI0 (hOPMY, CETITHI
B T€KaX OKa3bIBaIOTCS OUYeHb KOPOTKUMU (puc. 5, 4).

BckphiBaloTcs bIIBHUKU cenTalbHO (Zhinkina
etal., 2022), mpomoabHBIMY HIETSIMHU, TApTPO3HO. BCKphI-
BaHMe — 2-¢a3Hoe. CHavajia pa3pyIIaroTcs KOpOTKast
CerTa MeX Iy CMEXXHBIMY THE3IaMU U TPYIIIa MEJIKUX
KJIETOK, BXOASIIUX B CTOMUYM (puc. 3, 1), a Takxke
KJIETKU CBsI3HMKa (puc. 6, 4). C Hapy>KHOI CTOPOHBI
B 00JIACTH CTOMUYMA B KJIETKaX SHI0Te U (prdpo3-
HBIE yTOJIIeHN I He popMupytoTcs. HuxxHue yactn
BOTAHUYECKUN XXYPHAJ
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KJIETOK SHIOTELMS IJIOTHO CMBIKAIOTCS M, BO3MOXHO,
caumatored (puc. 2, I; 7, 4). 3aTreM mpoucxonuT 06e3B0-
XKMBaHME KJIETOK SHAOTELMS U UX CKaTHe, IIOT0OHO
IIPYy:KMHE, B pe3yJIbTaTe yKopadnBaHUs (PUOPO3HBIX
YTOJIILIEHUW . 3a CYET 3TOr0 YMEHbIIAIOTCS pa3Mephbl
KJIETOK DHIOTEILSI, KOTOPHEIE B 00JIaCTH CTOMUYMa
OTpBIBaIOTCA ApYT OT apyra. [IpoxoxneHue obenx
(a3 MpUBOAUT K BCKPBIBAHMIO TEK ITBIILHUKA, ITPU
3TOM BCSI CTEHKAa MUKPOCIIOPAHTHUSI pacCKphIBaeTCsI
HapyXy 1oa yrjoM 90° oTHOCUTEIbHO IIEJIU TEKU
(puc. 2, 2—4; 7, 5).

TeTpaasl MUKpoOCHIOp M TbLIbIEBbIE 3¢pHa. CTIOPO-
TreHHasi TKaHb MHOTOCJIOMiHAsI M pacroJjiaraeTcs CHa-
yaJia TpeMs TSKaMU KJIeTok (puc. 3, 4). 3aTeM yucio
TsKeil yBeauumBaeTcst 1o 6—8 (puc. 5, 7). Crieninalib-
HO MUKPOCIOpOreHe3 1 (popMUpoBaHUE IBLIbLEBOIO
3epHa y M3yUYEeHHBIX BUIOB He paccMaTpuBaauch. OHI
IIPOMCXOMISAT, KaK y OOJIBIIMHCTBA MPEACTaBUTEIICH
ceMm. Crassulaceae. B pe3ynbrare Meito3a (puc. 5, 3) u
MTOCJICAYIONINX ITPOIIECCOB IIMTOKMHE3a (MUKPOCIIOPO-
reHe3 CUMYJIbTaHHBII) 00pa3yIoTCs IPEeUMYIIeCTBEHHO
TeTpasIpalbHble, MHOTIA M3001IaTepaTbHble, TETPaIbl
rarIouIHBIX MUKpocnop (puc. 6, I; 7, 1). Kaxmas
MUKpOCIIOpa U TeTpaja B 11eJIOM OKPY>KEeHbI KaJlJlo-
3011, KOTOpasi OCTENEHHO Pe30pOUpyeTCs, a TeTpaabl
pacrnagaloTcs Ha OTAeIbHbIE MUKPOCIIOPHI (puc. 6, 2;
7, 2). Bckope MUKPOCIIOPHI AEATCSA U (POPMUPYIOTCS
2-KJIETOUYHbIE ITbUIbLIEBBIE 3epHa (puc. 6, 4; 7, 4).

3peiibie MbLIbLEBbIE 3€pHA M3YUYEHHBIX BUIOB
3-00pO3MHO-0POBLIE, IUIICOUAATBHBIE; B OUepTa-
HUM C IT0JI10ca 3-10IMacTHbIE, C 9KBaTOpa AJIUITHYC-
CKUe€, C 3aKpYIJICHHBIMU TToNocamu (puc. 8, 1, 2, 4—6).
ATnepTyphl CJIOXKHBIE, COCTOSIT U3 BHEIITHE MEepUIM-
OHAaJIbHO OPUEHTUPOBAHHOK OOPO31bl U BHYTPEHHEM
B5KBaTOpPUAIbHO PACIOJOXEHHOU Opbl. Bopo3ab! (3K-
30aIepTypsl) OJINHHBIE, INIYOOKHE, IIMPOKHE, CY-
JKalouMecs K MoJirocaM, Co clierka 3aKpyrIeHHbIMU
KOHLIAaMMU 1 0oJiee UIv MeHee POBHBIMU KpasiMu. Opbl
(@HOoanepTyphl) y MbLIbLbI C HEUETKUMU, YACTO He-
POBHBIMU KpasiMu. OHU HEOOJIbILIME, paCcIIoaraloTcs
B LIEHTpe 00031 U HEe 3aX0IAT 32 MX TpaHULIbI (puc. 8, 4).
Ckyabntypa crpyituaras (puc. 8, 3). C nomouibio
3JIEKTPOHHOI'0 CKaHUPYIOIIEr0 MUKPOCKOIIA BUJ-
HO, YTO IJIMHA U LIMPUHA CTPYI pa3nnyaroTcs, a ux
MepenyeTeHus B pa3HbIX HAIlpaBJIEHUSIX 00pa3yloT
HeOOJIbIINE TOKAJIbHbIE YITyOJeHUS M BO3BBILIECHUSI.
Habnronanuck cTepubHbIe MTbLIbLEBbIE 36pHA, KOTO-
pbie ObLIM MEHBIIIMX pa3MEPOB, OCTHBI LIMTOIIA3MOM
1 9acTO 1e(hOPMUPOBAHBL.
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Puc. 8. Crpoenue 3-60p0o31HO-0OPOBBIX MBLIBLEBLIX 3epeH Y Monanthes muralis (1—3) w M. anagensis (4—6):

1, 4 — BUI NBUIBLEBOrO 3€pHA ¢ 9KBATopa; 2, 5, 6 — oOIIMi BUA MbIJIbLEBBIX 3¢PEH, BUIHBI allepTyphl; 3 — MOBEPXHOCTh
MBIIBLIEBOrO 3epHa. MacirabHas TuHeika, MKM: [ — 10; 2, 4—6—5; 3 — 1.

Fig. 8. Structure of 3-colporate pollen grains in Monanthes muralis (1—-3) and M. anagensis (4—6):

1, 4— equatorial view of pollen grain; 2, 5, 6 — general view of the pollen grains, apertures are visible; 3 — surface of pollen
grain. Scale bars, um: 7 — 10; 2, 4—6—5; 3 — 1.

OBCYXJIEHHWE MHorue ucciienoBaTeId Ha paHHUX (pa3ax pa3BU-

BriepBbic M3yueHO (hOPMUpOBAHME MbiTbHuKa 1A HE BULAT pasinuns B AuddepeHLuann KIeTok

y Monanthes anagensis v M. muralis. Tlonyuennple NPUIPHUKA, 00Pa3yIolIMX CTEHKY MUKPOCTIOPAHT UL,
HAMM JaHHbIE TOMONHSIOT SMOPHOIOrNYECKyIo Xa- HaM yIaloch IPOCIENUTD NIePBbie CTAINM Pa3BUTU
pakTtepuctuky cem. Crassulaceae (Nikiticheva, 1985; MHUKpocrnopaHrusi eie 1o auddepeHunanm apxe-
Kamelina, 2009; Anisimova, 2016, 2020; Anisimova, cropus. Mbl TOATBEPANIA UMEIOLLYIOCA TOUKY 3pe-
Shamrov, 2022a, b, 2023). Hus (Shamrov, 2008a, b; Shamrov et al., 2019, 2020),
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COIJIaCHO KOTOPO# B Cy03MUIepMaIbHOM CJIOE Pa3BU-
BaloOIIEerocs MbIbHUKA TUddepeHIIupyeTcs Tpynia
MHUILIMATbHBIX KJIETOK (LIEHTpaJIbHAS U JJaTepaIbHBIE),
KOTOpBIe 00pa3yIoT KaK CJIOV CTEHKW MUKPOCIIOpaH-
I'YsI, TaK ¥ CaM apXeCIIOpHii, a 3aTeM ITapreTaJIbHEIC
U crioporeHHble KiaeTku. [lonyyeHHbIe JaHHBIE IT0-
3BOJIMJIN BBISIBUTH Yy U3YYEHHBIX BUIOB HEKOTOPHIC
pasnyus, Kacalliuecss BpeMeH! aKTUBalluM 1LIeH-
TPaJIbHOI U JlaTepajibHbIX UHUIIMAEN 1 CITIOCOOOB
mugdepeHIanun Taneryma. Y M. muralis iepn-
KJIMHAJIBHO CHavaJja AeJsITCSA TOJAbKO JlaTepajibHbIe
WHUIIMAIN, KOTOPHIE BMECTE C KJIETKAMM, JIEXKAIITUMUI
MO, LIEHTPaJIbHOM KJIETKOM, HaUMHAIOT (DOPMUPOBATh
€IHBINA CJION C IIPOKCUMAJIbHOM CTOPOHBI MUKPO-
CIIOpaHTH. 3aTeM TaKXKe NMePUKINMHAIBHO ACTUTCS
LIEHTpajIbHasI MHUIIMAIbHAS KJIETKA, OTAEISISI HAPYXKY
apxecropraIbHYIO KJIETKY, @ BHYTPb KJIETKY OyAYIIEro
BHYTPEHHETO TalleTyMa, KOTopasl 3aIlyCKaeT IIPOo1IecC
nuddepeHIal g KJIeTOK JJaTepaJbHOIo TareTyMa.
Y M. anagensis KaK lieHTpaJibHasl, TaK U JaTepabHbIE
WHUIIMAIU AEJISITCS CMHXPOHHO IEPUKJIMHAJIBHO.
IMocne neneHus LieHTpadbHOM CyO3nuaepMaabHON
KJIETKM HapyXy OTHeJIsIeTCsI apXecIioprabHasi KJIeTKa,
a BHYTpb — KJIETKA, U3 KOTOPOIi (hOpMUPYETCs YacTh
CTEHKHU MUKPOCIIOPaHTHSI, IIpe00pa3yroasics B KJIETKN
BHYTpPEHHero Taretyma. JlarepaiabHble cyoanuaep-
MaJIbHBIC MHUIIMAJIbHBIE KJIETKH 3a CUeT MePUKII-
HaJIbHBIX IeJIeHU i 00pa3yloT O0KOBbIE 001aCTH CTEHKH
MUKPOCITOPAHTHS ¥ BMECTE C KJIETKAMH BHYTPEHHETO
TaneTyMa OpraHM3yIOT B OKPYKEHHM U apXecropuabHOR
KJIETKU cJioii B popme MoJryKoJibla. Criocodbl aug-
¢epeHLIMalluY MHULIMAIe MUKPOCIIOPAaHT U U UX
BO3MOXHOCTH (DOPMUPOBATh pa3HbIE CEKTOPA CTEHKU
MUKPOCIOPAHTHsI OKa3aJKUCh YIUBUTEIbHBIM 00pa-
30M BeCbMa CXOXXHUMMU CO CriocobamMu hopMUPOBaHUS
CIIOpPaHTIUS Y JIEITOCIIOPAHTMAaTHHIX ITAIIOPOTHUKOB
(Shamrov, 2008b). JlenTocriopaHTuaTHBIE TATTOPOTHU-
KM 0Ka3aJIMCh IPEKPACHBIMU 00bEKTaMU, Y KOTOPBIX
CHIOpaHTUii 0Opa3yeTcsl U3 OAHOI MuAepMabHOMN
KJIETKU. YMCII0 KJIETOK B CLIOPAHTHHY HEOOJIBIIIOE, UTO
MO3BOJISIET HA0JII0AATh BCE CTaM OT OMHOMI KJIETKH 10
MHOT'OKJIETOYHOTO criopaHrus. IlepBoiii cnoco6 Obl1
onucan y Asplenium trichomanes Rasbach, K. Rasbach,
Reichst et Bennert (Sachs, 1882). UnuninanbpHas KieTka
IOCJIe TTOIEePEYHOro NejIeHUsI 00pa3yeT IBe KISTKM.
BHyTpeHHS S K1eTKa ocTaeTcs B TeJie pacTeHMUSI, a Ha-
PY>KHasl TaKXKe IeJIUTCS ITOIIePEYHON IEPErOPOAKOIA,
TIpY 3TOM IIPOU3BOIHEIE HUKHEM KJIETKN (DOPMUPYIOT
HOXKY CIIOpaHTHSI, a BEPXHsISI 3a CUeT 00pa30BaHMsI
HAKJIOHHBIX CTEHOK 1aeT HayaJo JlaTepaJbHbIM UHUIIU-
aJISIM CIIOPAHTHS ¥ KPYITHOM KJIETKe CHApYKH, KOTOpast
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C JaTepaJIbHBIMKA MHULIAJISIMHU, ¥ apXeCTIOPUAIBHYIO

KkJaeTKy. IlocnenHsisi oopasyeT cyOanuaepMaabHbIii

CJIOH, KOTOPBIiA CTAaHOBUTCS TaneTyMoM. CaMa apxecro-
puaibHasI KJITKA CTAHOBUTCSI MATEPHUHCKOM KJIETKOM

criop. [Tomo6HBI crtoco6 hopMUPOBAHUS CIIOPAHTUST

ObL1 BeIsIBJIEH HaMu y M. muralis. Bropoii cioco® Ob11

onucaH y Osmundia regalis (Smith, 1938). Uaunmnann

CITIOPaHT WS AeTUTCS MMEPUKINHAJIBHO Ha HAPYXKHYIO

1 BHYTPEHHIO MM PaMUAAIBHYIO (apXeCIIOpraIbHYIO)

kjeTku. HapyxxHas KyieTka odpasyer anuaepMaabHbI i

CJIOI, a BHYTPEHHSISI — KJIETKM TaeTyMa, KOTOPhIE

OKpPYXalT (hOPMUPYIOIIYIOCS CIIOPOT€HHYIO KJIET-
KYy. DTOT clocO0 0YeHb HAIOMUHAET (popMUPOBaHUE

MUKpOCHopaHTus y M. anagensis.

Y BuaoB ceM. Crassulaceae crioco6 (popMupoBaHUS
CTEHKY MUKPOCIIOPaHTUSI U3 KJIETOK ITapueTaibHOTO
CJIOSI C HApY>KHOM CTOPOHbI OOBIYHO OIMPEAEISIIOT KakK
it aBynonbHBIX (Nikiticheva, 1985; Kamelina, 2009),
cornacHo npeactasiaeHusMm G. L. Davis (1966). Y u3y-
YEHHBIX HAMH BUJIOB CTEHKA MUKPOCIIOPAaHTHS JIN0O
4-crnoiiHas (anuaepMa, SHAOTSLUN, CpeaAHU CIOA,
TaneTyM — M. anagensis), 4TO TI03BOJISIET OXxapaKTe-
pu30BaTh TUI GOPMUPOBAHUS CTEHKH KaK IIEHTPO-
OexxHbIi TuI, TunoBas Bapuauus (Teryokhin et al.,
2002; Shamrov et al., 2020), 1160 TPONCXOI AT OO~
HUTEJbHBIC AeJICHUST U POPMUPYIOTCS IBA CPETHUX
cnost (M. muralis), cnemoBaTeIbHO, TUTT POPMUPOBAHUS
ClIeNyeT OonpeaensaTh KaK EHTPOOEXKHBIN, KOMILIU-
KaTHas Bapuanus (Shamrov et al., 2019, 2020).

HccnenoBaHue TMO3BONMIIO BBISIBUTH CXOICTBO
W pa3jndus B pa3BUTUU U CTPOCHUM IBIJIBHUKA Y
M. anagensis u M. muralis. YepTbl cXoncTBa; 4-rHe3AHBII
n300uIaTepaIbHbI (Ha TIOIIEPeYHOM Cpe3e) IMbLIBHIK
¢ 4-1y4eBbIM CBSI3HMKOM; B 0a3aIbHOI YacTH OH He
cpacTaeTcs C TBIMMHOYHOI HUTBIO, M CBSI3HUK BBISIB-
JISIETCSI TOJIBKO B CPEIHEN YaCTH, IPU 3TOM B BEpXHEN
W HUXKHEM 4acTSIX MBUTbHUKA B KaXXI0i TeKe TIPOUCXOTUT
00BbeIMHEHNE MUKPOCITIOPAHTEB OOKOBBIMU IIOBEPX-
HOCTSIMM; CT€HKa MUKPOCIIOPAHTUs C IMCTaJIbHOMI
CTOPOHBI (hOPMUPYETCS MO LEHTPOOEKHOMY THUITY;
CUMYJIbTaHHBIA MUKPOCIIOPOI€HEe3, TETpasapaibHbIe
TeTpaibl MUKPOCTIOP, 2-KJIETOUHBIE MBIbIIEBbIE 3¢PHA;
B KJIETKaX AMUAEPMBI C TUCTAIbHOI CTOPOHBI CTEHKH
MMKPOCIIOPAHTH S HAKaIJIMBalOTCA TAHMHBI; TAIIETYM
IMapreTaIbHbBIN (Bapuallvs — aMeOOUTHBINA TAIIETyM).

YepThl pa3inuus: MPOTIKEHHOCTb 30H IbIJIbHU-
Ka—cpenHss9acTb y M. muralis — %, a 'y M. anagensis —
Y2 NIVHBI TIBIJIBHUKA, BEPXHSISI — y M. anagensis —
Y4 ero nnmuHEL, a y M. muralis — 1o ¥; HadaJTbHBIE CTATUN
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GopMUPOBAHUS MUKPOCIIOpAHTUS: Y M. muralis Tie-
PUKIIMHAJIBHO CHavaJIa IeISITCS TOJBKO JlaTepaibHbIe
WHULIMAIN, ay M. anagensis KaxK LieHTpaJibHasl, TaK
Y JlaTepaJibHble MHULIMAIK; cpOpMUPOBAHHAS CTEHKA
MUKPOCIIOPAHTUSI COCTOUT U3 YeThIpeX (M. anagensis)
nnu nat™ (M. muralis) cnoeB KIETOK, IIPU 3TOM BUIbI
pasiImyaloTcs YucioMm cpeaHux ciaoes (1 — M. anagensis,
2 — M. muralis); mpoliecc crieaan3aliiy KJIeTOK SH-
JIOTELINST — KJIETKU YBEJIMUMBAIOTCS B paglaIbHOM
HaIlpaBJeHWU MocJie cramuu mpodasnl I Meiioza
y M. muralis, Torna xak y M. anagensis — nocje cta-
IWW TeTpal MUKPOCIIOP; pa3pylICHUE KJICTOIHBIX
CTEHOK B TalleTyMe — Ha CTaJuu TeTpal MUKPOCIIOP
y M. anagensis 1 ofHOUYHBIX MUKpocHop y M. muralis.

Hame uccnenoBanuie noaTBepauIO pe3yabTaThl Apy-
TUX aBTOPOB O TTOPAa3UTEILHOM OTHOOOpAa3n’ M CTa-
OMJIBHOCTU MPU3HAKOB MOPGhOJIOTUY MBIIBLILI B CEM.
Crassulaceae (Hart, 1974; Sin et al., 2002; Grigorieva,
Britski, 2001; Goncharova, 2006). ITb11bLIEBBIE 3€pHa
HcClIeI0BaHHBIX HaMU BUAOB Monanthes, Kak v pofoB
Aeonium, Crassula, Kalanchoe n Sedum omHOTUIIHEI I1O
CTPOEHUIO U SIBJISIIOTCS 3-00pP031HO-OPOBLIMU.

JlaHHBIE CpaBHUTEIbHO-3MOPUOJIOTUYECKUX U
MOP(d0I0ro-aHaTOMUUECKUX UCCIETOBAHUI MOTYT
0Ka3aThCs ITOJIC3HBIMU JIJIsI IOHUMAaHMSI SBOIIONUN
CTPYKTYPHBIX MNPU3HAKOB THIYMHKU, NbLIBHUKA,
ruHeues U ceMsizadyaTtka B ceM. Crassulaceae. OgHa-
KO BOIIPOCHI X MCITOJIb30BaHU S ONPENEIISIIOTCS He
TOJIBKO CJ1a00I M3yYEHHOCTbIO OOJILIIMHCTBA BUIOB,
HO 1 HEOTHO3HAYHOCTHIO TPAKTOBKM TOJTYYSHHBIX
MOJIEKYJISIPHO-TEHETUYECKMUX JaHHBIX U UX 3HAYU-
TEJIbHBIM HECOOTBETCTBUEM KJIACCUUECKUM CHCTEMaM
POIIOB 3TOr0 CEMEMCTBA.

ITpu pectpukrazHom aHanuze JJHK xmopomniactos
(rex mat K) B cem. Crassulaceae BbIACISIOTCS 7 KAal,
CpeIy KOTOPBIX OCOOEHHO CITOPHBIM SIBJISIETCS T10-
noxeHue kjaaa Aeonium, Crassula, Kalanchoe (Mort
et al., 2010). ITonoxxeHue Kaaa Ha ApeBe ceMeicTBa
(oT 6a3aJILHBIX 10 TPOABUHYTHIX) HECKOJIBKO pa3iy-
yaeTcd 110 MpeJcTaBlIeHUsIM pa3HbIX aBTopoB: Crassula,
Telephium, Sempervivum, Leucosedum, Acre, Aeonium,
Kalanchoe (Mort et al., 2010; mo nanHbIM Mort et al.,
2001 m Ham, t’Hart, 1998) u Crassula, Kalanchoe,
Telephium, Sempervivum, Aeonium, Leucosedum
u Acre (Nikulin, Goncharov, 2017). Takum o6pa3zom,
U3MEHUJIOCH MOJIOKEHHE KyIaabl Aeonium, 0COOEHHO
KapauHanabHO Kiaanbl Kalanchoe — nepeHoc Kiaabl
13 OCHOBAaHWUS B BEPXHIOIO YacTh JIpeBa ceMeicTBa.
Knapa Crassula B o6enx cuctemMax 3aHUMaeT 0a3aib-
HOE TIOJIOKEHHE.

AHUCHUMOBA, ITAMPOB

M3 Bcex nccnenoBaHHBIX TPU3HAKOB ITBIJIbHUKA HAaK-
00J1e€ KOHTPACTHBIMU OKAa3aIUCh IPU3HAKY CTPOSHUS
KJIETOK 3MUAEPMBI, SHIOTEIUS U TareTyma. ¥ BU-
noB Kalanchoe oHu KacaroTcs JIoOKaau3alii TAHMHOB
B KJIETKaX 3MUAEPMBbI U S9HIOTELIMSI CTEHKU MUKPO-
crniopanrus. Y K. laxiflora Baker, K. tubiflora (Harv.)
Raym.-Hamet u K. rosei Raym.-Hamet et H.Perrier
TaHWHBI (3aMOJTHSIOT BECh TPOTOILIACT) OOHAPYKEHbI
TOJIbKO B HEKOTOPBIX KjieTKax sHaoreuus. Y K. nyikae
Engl. oHu HakanauBaloTCs Kak B KJIETKAX SHAOTE-
LMSI, TAK ¥ IPEUMYIIECTBEHHO B KJIETKAX SIS PMEI
(Anisimova, 2016). Y Sedum kamtschaticum Fisch. mpo-
TOILIACTHI KJIETOK SITUACPMBI 3aII0JITHCHBI TAHMHAMMU,
ay S. palmeri S. Watson 3TH BellleCTBa BBISIBIISIOT-
csl B BUJI€ OTOEJIbHBIX, IIOPOi HEMHOTOUMCICHHBIX,
o0y (Anisimova, 2020). Y Aeonium balsamiferum
Webb et Berthel. u A. ciliatum (Willd.) Webb et Berthel.
TaHUHBI HAKaIJIMBAIOTCS B AIIUAEpME I10 Iiepudeprun
MpoToracTa KjaeTok (Anisimova, Shamrov, 2022a, b).
¥V BunoB Crassula (Anisimova, Shamrov, 2023) Takxe
Hab110maTcsd 00a BapraHTa aKKyMYJISIIUY TAHUHOB;
y Crassula intermedia Schonland o nepudepuu mnpo-
ToIJacTa KJIeTok, ay C. multicava Lem. u C. ericoides
Haw. npoTroriacTsl KJIETOK 3MUASPMbI TIOJTHOCTBIO
3anoJHSI0TC TaHUHaMU. Y Monanthes anagensis
u M. muralis TAHUHBI HAKATUIMBAIOTCS B BUJIE TIJIOT-
HO PacCIIOJIOKEHHBIX TJIO0YII IO BCEMY ITPOTOILIIACTY
KJIETOK 3MTUJAEPMBI (HACT. UCCIL.).

HecMoTpst Ha TO YTO TameTyM y BCeX M3yUYEHHBIX
HaMU BUJOB SIBJISIETCSI MapUeTalbHbIM, OCOOEHHO-
CTU €ro CTPOE€HUS B MOCTMEHOTMYECKUIA Tepuom
pasnuyaroTcs: y S. kamtschaticum IpoucXoquT peop-
raHuzanus (Bapualus 2 — aMeOOUAHBIN TalleTyM),
ay S. palmeri TanieTyM pa3BuBaeTcs 06e3 peopraHu3auuu
(Bapualys 1 — THNMYHBIN apyUeTaJbHbINA TAIETyM)
(Anisimova, 2020). ¥ o6oux Bun0B Aeonium (Anisimova,
Shamrov, 2022a, b) u Monanthes (HacT. UCCJ1.) BBISIBJI€HA
Bapuanus 2 — ameObouaHbI TaneTyM. Y Kalanchoe,
BEPOSITHO, TUIIMYHBII IMapueTaIbHBIN TalleTyM 0e3
peopranusanuu (Anisimova, 2016). Y sunos Crassula
(Anisimova, Shamrov, 2023) Tak:e oOHapykeH TH-
NUYHBIA NAapUETAIbHBINA TAIICTYM.

Yro KacaeTcs sHI0Te s U GOPMUPOBAHUSI B HEM
(prOpPO3HBIX YTOJILEHMIA, TO Y MHOTUX BUIOB, KPOME
TUIIMYHOTO CJI0S Ha 0a3e cy0anuaepMbl CTEHKU MU-
KPOCITOpaHTHsl, BO3HUKAIOT JOMOJHUTEIbHbBIE CIOU
B CBSIBHUKE. Y Aeonium (Anisimova, Shamrov, 2022a, b)
u Sedum (Anisimova, 2020) ¢opmupyeTcs Koablie-
BUHBIN (PMOPO3HBIIA CJIOKM C BHYTPEHHEN CTOPOHBI
CBSI3HMKA B HMXKHEI 00JIaCTH, IlIe HET cpacTaHMS
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IIbIJIBHUKA U THIYMHOYHOI HUTHU. Y BUI0B Crassula
(uOpO3HEIE YTOIIIEHU ST OOHAPYKEHBI TAaKXKe B KJIET-
Kax 00KJIaJKH IIPOBOISIIETO ITyYKa CBsI3HMKA. Yucio
CJIOEB KJIETOK ¢ (UOPO3HBIMU YTOIILIEHUSIMU U UX
PAaCIIOIOXEHNE Pa3IMJaIOTCs Y M3YUYEHHEIX BUIOB.
Y C. ericoides onu pacnonaratoTcs B OTWH CJION B BUIE
KOJIbIIa B TOI YaCTU MBLILHUKA, KOTOPAsI IIOJTHOCTHIO
cpacTtaeTcsl ¢ TRIAMHOUHOM HUTHIO. Y C. intermedia
u C. multicava 3necb popmupytorcs 2—3 cios. B ya-
CTH ITBIJIBHUKA, CBOOOTHOI OT TRIYMHOYHOM HUTH,
y C. ericoides K1eTKY ¢ GUOPO3HBIMU YTONIIEHUSIMU
(bopMUPYIOTCS TOIBKO B SHAOTEIINH, a Y IPYTUX BUIOB
He TOJIBKO B 3HIOTEIIMHU, HO U B 2—3 HUKeIeXKalluX
cliosix cBsa3HUKa (Anisimova, Shamrov, 2023). ¥V Bu-
nmoB Kalanchoe pnbpo3HbIe yTOMIIEHUS BhISIBICHBI
B CyOBRIMUAEPMAILHOM U TPEThEM CJIOSIX CBSI3HUKA
TOJIBKO MEXIY a0aKCHaJbHBIMM MUKPOCIIOPAHTUSI-
Mu. Y Monanthes anagensis n M. muralis bnOpo3HbIe
yTOJIIeHUsT POPMUPYIOTCSI HE TOJBKO B KJIETKax
SHIOTEIMsI, HO 1 B CBI3HMKE B CpeIHEl, a TaKxkKe
B 00J1aCTSIX cpacTaHMsI MUKPOCIIOpAHTUEB B 0a3aIbHOI
1 BepXHEel 9acTaX IMbITbHUKA (HACT. VICCIL.).

ITo xommIeKcy MpU3HAKOB HAMOOJIBIIIEE CXOACTBO
B CTPOEHM U NbIJIBHUKA O0OHAPYKEHO MEX Y poaaMu
Aeonium, Sedum u Monanthes. K yepTaM cXoIcTBa OT-
HOCATCH Clienyolne: n300uarepaabHblii (Ha Imore-
PEYHOM cpe3e) MbUILHUK C 4-Ty4eBbIM CBSI3HUKOM,
MPEUMYILIECTBEHHO peopraHu3alys aprueTalbHOro
TarneTyMa (Bapuauusi 2 —aMeOOUJHbBIM TaleTyM), KpoMe
TUTIMYHOTO CJI0S Ha 6a3e cy0os3mmaepMbl CTEHKY MU-
KPOCIOPAaHTHsI, BOSHUKAIOT AOMOJIHUTEIbHBIE CJIOU
B CBSI3HUKE MJIM MECTaX CpacTaHUSI MUKPOCIIOpaH-
rueB (Anisimova, 2020; Anisimova, Shamrov, 2022a,
b; HacT. ucci.).

Pon Monanthes Haworth Bkitouaet 10 BugoB, Ko-
Tophble pazaencHbl Ha Tpu cekuuu (Nyfleler, 1992).
M3y4yeHHBIe HAMY BUIBI IPEACTABIISIIOT Pa3HBIEC CEK-
uuu: Monanthes (M. muralis) u Sedoidea (M. anagensis).
DT0 3aKII0UeHre OBLIIO CAeIaHO Ha OCHOBE OOIIeit
Mopdosoruu pacTeHUiA, B TOM YUC/IE U )KU3HEHHBIX
¢dopM: HU3KUI NONYKYCTapHUK (M. muralis), npenMy-
IIECTBEHHO TPaBIHUCTbIN MOTYIIIKOBUIHBII MHOTO-
JneTHuK (M. anagensis). Ilo nanabiM H. T1. AjoHuHOI
(Adonina, 2000), B cem. Crassulaceae BoImeneHo 13
Mojeieit moberoodpa3oBaHus, Ipu 3ToM M. anagensis
OTHOCHUTCS K MOHOIICHTPUYECKMM OMHOOCHBIM IJIH-
HOMOOETOBLIM PACTEHUSIM.

MorekynsipHble KCCIeIOBaHM I TIOKa3aJIH, YTO POJI
Monanthes He siBsIeTCI MOHOGMIIETUYECKUM. BMecTe
C TeM OOJIBITMHCTBO U3YyUYEeHHBIX BUIOB 3TOTO pona
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(M. brachycaulos, M. laxiflora, M. lowei, M. minima,
M. anagensis u M. muralis) TECHO CBSI3aHBI MEXXIY CO-
00i1. OmHako M. muralis ABASICTCS aJLJIOTETPAILION IOM
1 TAKCOHOM ITPEATIOIaracMoro ruOprIHOTO IIPOMCXOXK-
nenust (Mes et al., 2002), a M. anagensis 0J11Ke CTOUT
K pony Aichryson, uem K pony Monanthes, 4To OBLIO
mokasaHo paHee (Mes et al., 1997; Mort et al., 2001).

3AKJIIOYEHUE

I1o xoMILIeKCY IIPU3HAKOB CTPOSHUS M Pa3BUTHUS
MIBIJIBHUKA U3yYeHHBIe BUABI pona Monanthes mipo-
SIBJISIIOT HAauOOJbIIee CXOACTBO C IIPEICTaBUTENISI-
MU polioB Aeonium u Sedum. TlojlydyeHHbIe JaHHBIE
He TIPOTUBOPEYaT KJIAAUCTUUECKIM TTOCTPOSHUSIM,
CBUJETEIBCTBYIOIIMM O TOM, YTO BUIbI TOJIMUIE-
TUYECKOTo pona Sedum BKIIOYAIOTCS B COCTaB TPUO
Aeonieae, Semperviveae u Sedeae. Aeonium balsamiferum
u A. ciliatum. B coctaBe Aeonium Knamabl 3aHUMAIOT IIPO-
MEXYTOYHOE MOoJIoXKeHHe MexXay KiaaaMu Telephium
(Sedum kamtschaticum) n Acre (S. palmeri) (Nikulin, 2017;
Nikulin, Goncharov, 2017). O6 5TOM CBUIETEIbCTBYET
1 TOT (haKT, YTO HEKOTOPKIE BUAHI poaa Sedum paHee
paccMaTpuBaIiCh B coctaBe pona Monanthes (Mes
et al., 1996, 1997). Monanthes anagensis w M. muralis
BMECTE ¢ BUIaMHU Aeonium, BEPOSITHO, BXOAST B OTHY
Aeonium KJ1agy, 4TO OATBEPXKAACTCSI MOJICKYJISIPHO-
reHeTuyeckuMu ganHbeIiMU (Mort et al., 2004; Han

et al., 2022).
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ANTHER FORMATION IN MONANTHES ANAGINENSIS
AND M. MURALIS (CRASSULACEAE)

G. M. Anisimova® ¥, I. I. Shamrov!> 2> **

IKomarov Botanical Institute of RAS
Prof. Popov Str., 2, St. Petersburg, 197022, Russia
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Similarities and differences between Monanthes anagensis and M. muralis were revealed as a result of the study
of their anther development and structure. The similarities: 4-locular isobilateral (on transverse section) anther
with a 4-rayed connective; it does not fuse with the filament in the basal part, and the connective is visible
only in the middle part; and in the upper and lower parts of the anther, the microsporangia of each theca
are fused with their lateral surfaces; the microsporangium wall on the distal side is formed according to the
centrifugal type; simultaneous microsporogenesis, tetrahedral tetrads of microspores, 2-celled pollen grains;
tannins accumulate in the epidermal cells on the distal side of the microsporangium wall; parietal tapetum
(amoeboid tapetum as a variation). Differences: length of anther zones; initial stages of microsporangium
formation; the structure of the formed microsporangium wall: four (M. anagensis) or five (M. muralis) layers of
cells, with the species differing in the number of middle layers; the process of specialization of endothecium
cells, namely in M. muralis the cells increase in radial direction after the stage of prophase I of meiosis, while
in M. anagensis after the stage of microspore tetrads; destruction of cell walls in the tapetum occurs at the
stage of microspore tetrads in M. anagensis, and of single microspores in M. muralis.

Based on the complex of characteristics of the anther structure and development, the studied species of
the genus Monanthes show the greatest similarity with members of the genera Aeonium and Sedum. The
data obtained are not in conflict with cladistic constructs. The studied species Aeonium balsamiferum and
A. ciliatum, as well as Monanthes anagensis and M. muralis belong to the same Aeonium clade, taking an
intermediate position between the Telephium (Sedum kamtschaticum) and Acre (S. palmeri) clades.

Keywords: androecium, anther, microsporangium wall, Crassulaceae, Monanthes, M. anagensis, M. muralis
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