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BnepBbie nccaenoBaHbl pa3BUTHE U CTpOoeHUe MbUIbHUKA Y Crassula intermedia, C. multicava v C. ericoides.
IMonrBep:kaeHO HaJIMYKE Y U3yYEHHBIX BUAOB 6a30BhIX ITpU3HAKOB ceMeiicTBa Crassulaceae, CBSI3aHHBIX C
poleccamMu pernponykiu. K HUM oTHoOCSTCS: TeTpaciiopaHIMaTHBIN IMbUILHUK, ITapyeTalbHbIi TalleTyM,
CUMYJIbTaHHBII MUKPOCITIOPOTEHE3, IIPEUMYILIECTBEHHO TETPasapaibHble TETPAIbl MUKPOCIIOP, 2-KJIETOU-
Hble U 3-00pPO3IHO-OPOBBIE 3peJible MbLIblieBbIe 3epHa. CTEeHKAa MUKPOCIIOPAHTUS SIBsIeTCS 4-CloiiHOM
(snuaepMa, SHAOTELIMIA, CPEIHUIA CJION U TalleTyM) U €€ pa3BUTHE OCYILIECTBIISIETCS B paMKax TUIIOBOii Ba-
pMaluy LHeHTpoOeKHOro Tuila. B KileTkax sanuaepMbl HaKaruiMBaloTcst TaHUuHbL: y C. infermedia 1o miepu-
¢depuu npororuiacta KieTok, a'y C. multicava u C. ericoides IpOTOILIACTHI KJIETOK ITOJHOCTBIO 3aIIOJIHSIOTCS
TaHrHaMU. TaneTyMm pa3BuBaeTcs 0€3 peopraHu3aluy (TUIIUYHBINA TapueTaabHbli TarieTym). [IpoBeneH-
HOE KCCIeA0BaHME M0Ka3ajo, YTo BUAbl Crassula XapaKTepU3yIOTCs PSIIOM YHUKATbHBIX IPU3HAKOB. Y HUX
¢dopMuUpyeTCsl 3KCLIEHTPUYHBII CBSI3HUK, KOTOPBIA CMEIIEH M3 LEHTPAJbHOIO MOJOXEHUS B CTOPOHY
abakCHalIbHBIX MUKPOCIIOPAHTHEB, TIPU 3TOM TKAHU CBSI3HMKA HE Pa3BUBAIOTCI MEXIY aJaKCUaIbHBIMU
MUKpocriopaHrusiMu. PuGpo3HbIe YTOJIIEHUsSI OOHAPYKEeHbI He TOJIBKO B KJIETKaxX 3HAOTELMSI, HO U B
KJIETKAaX, OKPYKAIOIIMX MPOBOASIINI MyYOK CBI3HMKA. YMCIIO CI0€B KJIETOK ¢ (DUOPO3HBIMU YTOJIILIEHUSI -
MU U MX PACIIOJIOXKECHUE Pa3INnyaloTCs y U3ydeHHbIX BUIOB. Y C. ericoides OHU pacIioyiararoTcsl B ONUH CJIOM
B BUJIE KOJIbLIa B TOM YaCTH MBIJIBHUKA, KOTOPAsI IIOJIHOCTBIO CPACTAETCSI C THIMMHOUYHOM HUTHIO. Y C. infer-
media n C. multicava 3nech hopmupytorcst 2—3 ciiost. B yactu nbutbHMKA, CBOOOIHOI OT THIMMHOYHOM HU-
™, y C. ericoides XneTku ¢ (pUOPO3HBIMU YTOJIILIEHUIMU (POPMUPYIOTCS TOJIBKO B SHIOTELUM, a Y APYTUX
BUIOB HE TOJIbKO B SHAOTELIMH, HO U B 2—3 HIKEJIEeXKAIIMX CJIOSIX CBSI3HMKA. B CTpOEHUY THIYMHKY U ITbLIb-
HuKa BunoB Crassula ecTb IIpU3HaKM, 00IIMe ¢ BUAaMU Sedum n Aeonium (Haimdue KJIETOK ¢ GUOPO3HBIMUI
YTOJIILIEHUSIMU B YACTH TbIJIbHUKA, CBOOOIHOM OT THIMMHOYHOI HUTH) U Kalanchoe (TBIMUHKA IIMPOKAs B
OCHOBAHUMU U Y3Kasl B MECTE CPACTAHUS C ITbLILHUKOM).

Karoueswie crosea: anmpoiieit, NbUIBHUK, CTeHKa Mukpocnopanrust, Crassulaceae, Crassula, Crassula inter-
media, C. ericoides, C. multicava
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OMmbpuonorus ceM. Crassulaceae 10 cUX IOp U3Y-
yeHa y HeOoJbIoro yrcia BuaoB (Nikiticheva, 1985;
Kamelina, 2009). Panee HaMu ObUIM HCCJIETOBaHEI
npeacTaBuTesn ponoB Aeonium, Kalanchoe v Sedum.
IIpu pecrpukraznom ananmuse JHK ximoporuractos
(reH mat K) B cem. Crassulaceae BbIaeIsIIOTCS 7 KJ1ad,
CpelIu KOTOPBIX 0COOEHHO CITOPHBIM SIBJISIETCS TTOJIO-
xeHue kian Aeonium, Crassula, Kalanchoe (Mort et
al., 2010). ITonoxxeHue KJiaa Ha IpeBe ceMeicTBa (OT
6a3alibHbIX 10 TPOJABUHYTHIX) HECKOJIBKO pa3indacT-
cs TI0 MpeICcTaBJICHUSIM pa3HbIX aBTopoB: Crassula,
Telephium, Sempervivum, Leucosedum, Acre, Aco-
nium, Kalanchoe (Mort et al., 2010; mo naHHbIM Mort

et al., 2001 u Ham, t’Hart, 1998) u Crassula, Kalan-
choe, Telephium, Sempervivum, Aeonium, Leucose-
dum u Acre (Nikulin, Goncharov, 2017). Takum 00-
pa3oM, M3MEHMJIOCh TIOJIOKEHUE Kiiad Aeonium M
ocobeHHO KapauHaiabHO Kalanchoe — nepeHoc KJjia-
b1 Kalanchoe 13 ocHOBaHMSI B BEpXHIOIO YaCThb ApeBa
cemeiictBa. Knana Crassula B 00enx cucteMax 3aHu-
MaeT 6azajbHOe MoyiokeHue. OOHAKO B OTHOM CITy-
yae kinama Crassula pacmosaraercss BOJIM3M KJIaIbl
Kalanchoe (Nikulin, Goncharov, 2017), a Bo BTopoM —
psimoM ¢ kiaanoii Crassula Haxonutest kiana Telephium.

PaHee Hamu OBLUIO TMOKa3aHO, UTO B CTPOCHUU
MbUTbHUKA HauOOJBIINM CXOACTBOM XapaKTepu3y-
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10TCst ponbl Aeonium u Sedum (Anisimova, Shamrov,
2022a, b), ipu 3TOM OOJBIIMHCTBO BUIOB MOJUDU-
JIeTu4ecKoro poaa Sedum, BKIIOUEHHBIX B TpuOy Se-
deae, pacnioimoxXeHBI MeXXIy Kiragamu Leucosedum m
Acre. WM3ydeHHBbIe BHUIbBI OTHOCITCS K KJaaaM
Acre (Sedum palmeri S. Watson) u Telephium
(S. kamtschaticum Fisch.). Aeonium balsamiferum
Webb et Berthel. u A. ciliatum (Willd.) Webb et Berth-
el, Bxomsgimue B Aeonium-Kiaaay, 3aHUMAaIOT IpoMe-
KyTOYHOE MOJIOXKEeHMEe MexXIy KinagaMu Telephium u
Acre (S. palmeri). B otinuue ot HuX, y BunoB Kalan-
choe (K. laxiflora Baker, K. tubiflora (Harv.) Raym.-
Hamet, K. rosei Raym.-Hamet et H. Perrier n
K. nyikae Engl.) BbIsIBJIEHBI pa3Inyuusl, Kak 1o o0l11ie-
MY CTPOEHMIO MbIJIbHUKA, TaK U €ro CTeHKU (Anisi-
mova, 2016). UMeHHO HaJTn4ne BO3MOXHOM (puitore-
HeTudeckou omm3octu ponoB Crassula i Kalanchoe
MOoOYIMIO HAC IIPOBECTU UCCIeA0BaHUE MOP(dOreHe-
3a aHApollesl, Pa3BUTHUS U CTPOSHUSI CTEHKY IBbUILHI-
Kay 3 Bunos pona Crassula.

MATEPUAJI U METOAMKA

Hdng uccnenoBaHusi ObUIM BbIOpaHBI TPU BHAA
Crassula: C. intermedia Schonland (ToncTssHKa mpome-
JKYTOYHAasl, UJIM KpaccyJia npomexyrouHas), C. erico-
ides Haw. (TOJICTSIHKAa 3pUKOBUAHASI, WINU Kpaccyia
spukoBunHas) u C. multicava Lem. (ToJaCTIHKA MHO-
TOITOJIOCTHAs, UJIM Kpaccyjla MHOIoIoJiocTHas1). Pox
Crassula Bkmouaet ot 300 o 350 BumoB. B mpupon-
HBIX YCIOBUSIX OHU TTpon3pacTtaroT B FOxxHoit Adpn-
Ke 1 Ha Mamarackape (Mes et al., 1996).

MarepuaaoM a1 U3yYEHUsST MOCTYXWUJIN pacTe-
Hus kosekuuu boranuueckoro caga Ilerpa Benu-
koro borannyeckoro nacturyra um. B.JI. Komaposa
PAH. U3yyeHHBIC BUOBI TPON3PACTAIOT B YCIOBUIX
opaHXepeu.

ByTOHBI U LIBETKM Ha pa3HbIX CTAAWSIX Pa3BUTHUS
¢dukcupoBanu B cmecu FAA (70° 3TUIOBBII CITUPT,
40% dopmanuH, TemsHas YKCyCHasT KUCIIOTa B TIPO-
nopuuu 100 : 7 : 7). 3aTeM npoBOAMJIN MHGPUIBTPaA-
o napacuHoM. Cpesbl TOMMIMHON 12 MKM OKpa-
mUBaJN (GYKCUH-CepHUCTOM KucimoToit mo MEmbre-
Hy (sIpa KJI€TOK) ¢ MOAKPacKoil reMaTOKCUJIMHOM
no Opiuxy (LMUTOIUIa3Ma) U aJlllMaHOBBIM CUHUM
(KJIeTouHbIe CTEeHKHM), cadpaHnmHoM no Kaptucy,
reHIMaH—BuoJeTTOM 1o HpOTOHY ¢ moakpackoii
opaHxeM “G” B rBo3guyHoM Macie (Pausheva,
1974).

ITocTtosiHHBIE MpenapaThl UCCAEaOBaId C TIOMO-
IIbIO CBETOBOTO MUKpocKoIrra Amplival (¢pupmbr Carl
Zeiss). MukpodoTocheMKa C TIperapaToB IPOBOOM-
JIach C MCITOJIb30BaHUEM CBETOBOTO MUKPOCKOIIAa AXiO-
plan-2 mot, kamepsl AxioCam MRc 5 1 mporpamMmbl
AxioVision 4.8 (¢upmsbl Carl Zeiss). PucyHku BbIIoJI-
HEHBI ¢ TIOMOIIIbIO pUCOBabHOTO arrmapata. Ctpoe-
HUE TTBUTBIIEBBIX 3¢pEeH N3YyYeHO C TTIOMOIIBIO CKaHW-
pyIOIIETo 3JIeKTpOHHOro Mukpockona Jeol JSM-
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6390 LA B lleHTpe KOJJIEKTUBHOTIO IOJIb30BaHUS
BUH PAH.

PE3YJIBTATbBI UCCIEAOBAHUA

IIBeTok. Yuicao 371eMEHTOB B IIBETKE, KaK MpaBU-
JI0, SIBJISIETCS IIOCTOSIHHBIM: TeTpamepHoe Y Crassula
multicava n ieHTamMepHoe y C. intermedia n C. eri-
coides. OQHAKO YMCJIO DJIEMEHTOB aHIpOIIesT U TUHE-
Liesl MOXXET BapbMpoBaTh. [1pu MccaeqoBaHUM IBET-
koB C. ericoides BBISIBI€HBI OTKIIOHEHUSI, KOTOPEIC
MPOSIBJISIOTCS B HAIUYMMU 8 THIMMHOK B 2 Kpyrax u
4 vy 5 TUIODOJIMCTUKOB, JINOO 5 TBIMMHOK U 4 TI0-
JIOJINCTUKOB, 4 TBIMMHOK U 4 IJIOAOJUCTUKOB, 5 THI-
YUHOK (2 M3 HUX pacIiojaraloTCs BBIILIE IPYTUX) U
3 mogoancTUKOB. LIBeTOK xapakTepu3yercst IBOii-
HBIM OKOJIOLIBETHUKOM. Yaieuka 1 BEeHIMK — CPOCT-
HOJIMCTHBIE, 4-uneHHble V¥ C. multicava  5-4JeHHbBIE
y C. intermedia v C. ericoides. OKpacka BeHUMKa pa3-
JmJaeTcs y usydeHHbIX BumoB. Y C. intermedia n
C. ericoides neniectku 6enbie, ay C. multicava onu po-
30BaTOroO 1IBETA.

ThIMMHKA M NbUIBHUK. ThIYMHKA U OepeHIUPO-
BaHA Ha IIbUIbHUK U KOPOTKYIO THIMMHOYHYIO HUTb.
B 6a3anpHOIf YacTH MBIJIBHUK HE CPaCTAETCS C ThIYM -
HOYHOI HUTHIO (COCTaBJIsIeT MpuMepHo 1/5 ero miu-
Hbl). K MecTy nmpukperieHus: Ha IIBETOJIOXE ThIYM-
HOYHasl HUTH YIUIOLIaeTcsl U paciuupsiercss. OnHako
Ha ypOBHE BXOXIEHHUSI B TBUIBHUK OHA CyKaeTcs,
MpUHUMas UWIMHApUUYecKylo ¢dopmy (puc. 1, I).
B uieHTpe TEHIMMHOYHONM HUTU, COCTOSILIECH U3 TTapeH-
XUMHBIX KJIETOK, IMPOXOAUT MPOBOASIIUN My4OK.
IIpomomkeHreM THIMMHOYHOM HUTH, COSOMHSIIONISH
TeKU NbLJIbHUKA, SIBIISIETCS CBSI3HUK. OMHAKO y U3Y-
YEeHHBIX BUAOB CBSI3HUK OTJIMYAETCSl PACIIONOXKEHU-
eMm u crpoeHueM. [Ipexne Bcero, oH SIBISIETCST DKC-
LEHTPUYHBIM 1 CMEIIEeH 13 LIEHTPaJIbHOIO IT0JIOXE-
HUSI B CTOPOHY a0aKCWJIBHBIX MUKPOCHOPAHTHEB
(puc. 1, 2—6; 2, 1-5). Takoe narepajibHOE MOIOXKE-
HUE OOYCJIOBJIMBAET B MaJIbHEMIIIEM MEpEeIBUKEHUE
IUTIAaCTUYECKUX BEIIIECTB HE BHYTPb THE3/] abakcuaib-
HBIX MUKPOCIIOpPAaHTHEB, a HapyXy. Kak MbI yBuaum
Jajiee, TarleTyM OKa3bIBaeTCsl JIyyllle Pa3BUT HE C
BHYTpPEHHEI CTOPOHBI, a C HAPYXKHOM, MPU 3TOM Ha-
PYXHBII TalleTyM pa3pyliaeTcs MOCISIHUM B CTEHKE
MUKpocIiopanTus. Bropass ocobeHHOCTB 3aKJTIouaer-
csl B TOM, UTO TKaHU CBSI3HMKA HE pa3BUBAIOTCSI MEX-
Iy amakKCualbHBIMU MUKpocriopanrusamMu. Ilocien-
HUE CpacTarioTcsi OOKOBBIMU TOBEPXHOCTSIMU, ITO-
JOOHO TOMY, KaK OOBEIUHSIIOTCSI Kpasi CMEXHBIX
IUIOAOIMCTUKOB B CHHKAPITHOM TMHEIIE€e, M COXpaHsI-
IOT 3TO COCTOSIHME B MOMEHT BCKPbIBAaHUSI ITbUIbHUKA

(puc. 2, 6).

Taxoke cnenuPUIHBIM SIBJISIETCSI CTPOSHUE MbLIb-
HHUKA B pa3HBIX €r0 YACTSIX: B 00JIACTH, CpOCIIEcs ¢
THIYMHOYHOU HUTHIO (puc. 1, 2, 4), cBOOOIHOI OT ThI-
YMHOYHOM HUTU (OJIMZKE K MECTY CpacTaHUsI — pUc. 1,
3, 5, B 6asalbHOM YacTu IbUIbHUKA — puUC. 1, 6);
B KJIETKaX SMUACPMbI U BOKPYT MTPOBOASIIETO MTyYKa
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Puc. 1. Crpoenue TerunHOK y Crassula multicava (1—3) u C. ericoides (4—6) (1 — IpoaoIbHBIN, 2—6 — MONEPEYHbIC CPE3HI).
CrpoeHue THIMMHKY (/); CTpoeHMe NTbUIbHMKA B Pa3HBIX €ro YacTsIX: B 00JIaCTHU, CPOCIIEICs C TBINMHOYHOM HUTHIO (2, 4), CBO-
GOIHOI OT THIMMHOYHOU HUTH (3, 5 — OJIMXKe K MeCTy cpacTaHusl, 6 — B 6a3aJIbHOI YaCTH MbUTbHUKA); B KJIETKAX MUACPMBI U
B KJIETKAaX BOKPYT ITPOBOJSILIIETO MyYKa B CBI3HUKE BUIHbBI TAHUHBI; B KJIETKaX 9HAOTELIMS U OKPYKAIOIIMX MPOBOASILLUI MTy4OK
dbopmupytorcst GUOPO3HBIEC YTONIIECHUSI. @i — MBUIBHUK, CN — CBSI3HUK, St f — TBIMMHOYHASI HUTh, V b — MPOBOISIIMHI MTy4OK.
Macirabnas nmuneiika, mxm: 1 — 200, 2, 3, 5, 6 — 100, 4 — 50.

Fig. 1. Stamen structure in Crassula multicava (1—3) and C. ericoides (4—6) (1 — longitudinal, and 2—6 — cross sections).
Stamen structure (/); structure of the anther in its different portions: in the zone fused with the filament (2, 4), free from the
filament (3, 5 — closer to the place of fusion, 6 —in the basal part of the anther); in the cells of the epiderm and in the cells around
the vascular bundle in the connective, tannins are visible; in the cells of the endothecium and in the cells around the vascular bun-
dle, fibrous thickenings are formed. an — anther, cn — connective, st f — stamen filament, v » — vascular bundle. Scale bars, um:
1-200, 2, 3,5, 6— 100, 4— 50.

B CBSI3HMKE BUIHBI KJISTKM C TAHMHAMM, B KJIEeTKaX HUSIMHU U UX PACIIOJIOXKEHUE Pa3IMYaoTCs Y U3yYeH-
SHOOTELS M OOKJIaAKU IPOBOISIIEro nydyka ¢op- HbiXx BUaoB. Y C. ericoides oHU pacroyaralorcsi B
MUpYIOTCS (GUOpo3HBIe yTojieHus (puc. 1, 2—6; 2, OIUH CJIOi B BUAE KOJblLIA B TOM YacTU ITbLILHUKA,
4, 5). Hucno clioeB KIETOK ¢ (PUOPO3HBIMU YTOJIIIE- KOTOpPask MOJHOCTBHIO CPACTACTCsl C THIMMHOYHOM HU-
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Puc. 2. Crpoenue nvutbHUKa y Crassula multicava (1—3) n C. ericoides (4—6) (TioriepedHble Cpe3bl).

CrpoeHue MbUIbHUKA B pa3HBIX €r0 YaCTSIX: B 00J1aCTH, CPOCIIEiics ¢ THIMMHOYHOM HUTBIO (1, 4); CBOOOAHOM OT THIYMHOYHOI
HUTH, abaKCHalbHble MUKPOCITIOPAHTUU YK€ He KOHTAKTUPYIOT C TBIMMHOYHOM HUTHIO, a alaKCUaJIbHble MUKPOCIIOPAHTUY
ellle CBSI3aHbl MeXITy co0oi (2, 5); cMeXXHbIe MUKPOCITOPAHTUHU (KaK abaKCUaIbHbIC, TaK M aJJaKCUaIbHbIC) pa3beNUHEHBI (3);
BCKpbIBaHUE TbUILHUKA (6); B KJIETKaX 3MUISPMbI U B KJIETKaX BOKPYT MPOBOJSILIETO MyyKa B CBSI3HUKE BUIHBI TAHWHBI; B
KJIETKaX 9HIOTELIUSI U OKPYXKAIOIIMX MPOBOISIINIA Ty4OK (hOPMUPYIOTCS (hrOPO3HbBIE YTOIIEHUSI. Ch — CBSI3HUK, € — DIUIeP-
Ma, en — SHIOTELA, p g — NMbUIbLIEBOE 3€PHO, Sf f — TBIMMHOYHAsI HUTh, 1 — tannins, v b — MpoBoOAsIIKi MydoK. MaciutaGHast
JNMHelka, MkMm: [—3 — 50, 4—6 — 30.

Fig. 2. Anther structure in Crassula multicava (1—3) and C. ericoides (4—6) (cross sections).

Structure of the anther in its different portions: in the zone fused with the filament (7, 4), free from the filament, abaxial mi-
crosporangia are no longer in contact with the filament, and adaxial microsporangia are still interconnected (2, 5); adjacent mi-
crosporangia (both abaxial and adaxial) are separated (3); anther dehiscence (6); in the cells of the epiderm and the cells around
the vascular bundle in the connective, tannins are visible; in the cells of the endothecium and in the cells around the vascular bun-
dle, fibrous thickenings are formed. cn — connective, e — epiderm, en — endothecium, p g — pollen grain, st f— stamen filament,
tn — tannins, v b — vascular bundle. Scale bars, um: /—3 — 50, 4—6 — 30.
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ThIO (pUC. 2, 4, 6). Y C. intermedia n C. multicava dpop-
mupytotces 2—3 cios (puc. 1, 2). B yactu nbuUibHUKA,
CBOOOIHOIT OT ThlyMHOYHOM HuUTU, y C. ericoides
KJIETKY ¢ (pUOPO3HBIMU YTOIIIECHUSIMU (DOPMUPYIOT-
¢Sl TOJIBKO B 3HpoTeuuu (puc. 1, 5, 6; 2, 5), ay apyrux
BUIOB MW B 2—3 HUXeJeXallUX CJOSIX CBSI3HUKA
(puc. 1, 3).
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[IeubHMKY — TeTpacnopaHruatHele (puc. 3, 1—0).
Ve Ha paHHMX CTaIusIX pa3BUTUSI BUIHO, UYTO OHU
acCUMMETPUYHBbIE U IIMPOKOU (abakcuaabHOIT) 4acThiO
HampaBJieHbl HapyXy, a Y3KOHi (amakcuajbHOM) —
BHYTpPb (puc. 4, 2). Kak Mbl oTMeUau, JTUIIb abaKCcr-
aJIbHble MUKPOCTIOPAHTUM CPACTAIOTCSI C THIYMHOY-
HOI HUTBIO, 00pa3ys CBI3HUK. ATaKCHAITbHBIC MUK~
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Puc. 3. Cranuu pasButus neutbHUKa y Crassula multicava (TionepedHbie cpe3bl).

1, 2— OYropox nbUIbHUKA, IeJIeHUs] MTHULIMaJIeli MUKPOCIIOpaHrus, opMupoBaHue KJIETOK BHYTPEHHETO TarneTyMa, apXxecro-
pUsl 1 THULMAJIEH IaTepaIbHBIX YaCTell CTeHKU; 3 — AejieHUe apXeCIIOPUAIbHOM KJIETKU Ha CIIOPOTeHHYIO (BHYTPh) U Mapue-
TaJibHYy10 (Hapyxy); 4 — oOpa3oBaHUe CJI0SI HAPY>KHOTO TaleTyMa U Hayaslo JeJIeHU I KJIeTOK Hapy>KHOTO MapueTajbHOTO
CJI0s1 Ha SHIOTELWI U cpeHuit ciloit; 5 — chhopMUpOBaHHAs CTEHKA MUKPOCITOPAHTUSI Ha CTalM MUKPOCIIOPOLIMTOB I1e-
pen Meito30M. a ¢ — apxecropuaibHas KJIeTKa, ¢ i mc — LeHTpaJlbHas UHULIMATb MUKPOCIIOPAHTUSI, € — SMUIAepMa, en —
9HIIOTELU, { t — BHYTPEHHUI TaneTyMm, /i w mc — MTHAIIAAJIN JIaTepaTbHOM YacTU CTEHKU MUKPOCITIOPAHTHSI, M — MUKPOCTIO-
pouuT, m [ — CpeaHuid CNIoi, 0 p [ — HaApYXHBII MapueTaIbHBIN CJION, O f — HAPYXXHBIN TalleTyM, p ¢ — NapyueTaibHas KJIeTKa,
s ¢ — CIIOpOreHHas1 KjeTka. MacitabHas JuHeiika, Mkm: 10.

Fig. 3. Stages of anther formation in Crassula multicava (transverse sections).

1, 2 — anther primordium, divisions of the microsporangium initials, formation of the cells of the inner tapetum, archesporium
and the initials of the lateral parts of the wall; 3 — division of the archesporial cell into sporogenous (inward) and parietal
(outward) cells; 4 — formation of the layer of the outer tapetum and the beginning of cell divisions of the outer parietal
layer into the endothecium and the middle layer; 5 — formed wall of the microsporangium at the stage of microsporocytes
before meiosis. a ¢ — archesporial cell, ¢ i mc — central initial of microsporangium, e — epiderm, en — endothecium, i # — inner
tapetum, / i w mc — lateral initials of microsporangium wall, m — microspocyte, m [ — middle layer, o p [ — outer parietal layer,

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

pPOCTIOpaHTUM CPACTAIOTCSI CBOMMM OOKOBBIMM I10-
BepxHOCTSIMU (puc. 2, 1—06).

®opmMupoBaHUe CTEHKH MUKPOCTIOpaHrusa. Borpocst
TUIIN3allUM CTCHKNW MUKPOCIIOpPpAaHTUA U ITOCJII€J0Ba-
TEILHOCTb BOBHUKHOBEHMUS €€ CJIOeB 00CYKIAIOTCS B
nmTepaTtype. B HaleM ucciaenoBaHUY MbI UCTTOJTB3yeM
npeacTasiieHus:, paspadboranHeie V.M. IllampoBeIM
(Shamrov, 2008) u rpynmoii ero Koyurer (Shamrov et
al., 2019, 2020, 2022). zyyenue neibHUKA y Crassu-
la intermedia n C. multicava noka3ano, 4To B €ro cyo-
SMUAEPMAIIBHOM CJIO€ Ha PaHHUX 3Talax pa3BUTHUS

nuddepeHuMpyercs rpyrnia MHALKAIbHBIX KJIETOK
(LeHTpayibHas U JatepajibHble — puc. 3, I; 4, 1), Ko-
TOpble 00Pa3yloT KaK CJIOU CTEHKM MUKPOCTIOPAHTHUS
CO BCEX CTOPOH MUKPOCIIOPAHTUSI, TaK U apXecrno-
puii. Tlocne MepUKIMHAIBLHOTO AEeJIEeHUS 1IEHTpaIb-
HOIi cy03nuaepMaibHON KJIETKU HApYXKY OTASSIeTCS
apxecropualibHas KJIeTKa, a BHyTpb — KJIETKA, U3 KO-
Topoit hopMupyeTcsi IpoKcumasbHas (Oaukaitiias
K CBSI3HMKY) 4aCTh CTEHKM MUKPOCIIOpAHTUS, Mpe-
oOpasyiollasicss B KJIETKW BHYTPEHHEIO TareTyma.
JlatepanbHble cyO3nuaepMaibHble WHULIMAJIbHbBIE
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Puc. 4. Cranuu pa3Butus nbutbHUKa y Crassula intermedia (monepeyHbie CPe3bl).

1, 2— OyropoK NMbUTbHUKA, IEJIEHUS] THUIIAJIe it MUKPOCTIOpaHTUs, HOPMUPOBaHUE KJIETOK BHYTPEHHETO TalleTyMa, apXecIo-
pYSI 1 THULIMAJIEH JIaTepaIbHBIX YacTell CTeHKM; 3 —MepUKIMHAIbHOE JeJIeHUE TaprueTaIbHOW KJIETKU; 4 — 0Opa3oBaHUE eIu-
HOTIO CJIOS TallETyMa M HayaJlo IEJICHUM KJI€TOK Hapy>KHOTO MapueTaIbHOIO CJI0s Ha SHAOTEUMMN U CPEAHUIA CIIOM. a ¢ — apxe-
criopuaibHasi KJIeTKa, ¢ i mc — UeHTPaJIbHAasi UHULUAJIb MUKPOCIIOPAHTHS, € — SMUIEPMa, en — SHIOTELUUI, | f — BHYyTPEHHUI
TanetyMm, / i w mc — THULIMAJIY JIaTepaTbHOM YaCTU CTEHKU MUKPOCTIOPaHTUsI, m [ — cpemHUii CJioit, o p [ — Hapy>KHbIi1 TTapue-
TaJIbHBII CJI0iA, O f — HAPYKHBII TalleTyM, S ¢ - CIIOPOreHHasl KJieTka. MaciutabHast inHeika, Mkm: 10.

Fig. 4. Stages of anther formation in Crassula intermedia (transverse sections).

1, 2 — anther primordium, divisions of the microsporangium initials, formation of the cells of the inner tapetum, archesporium
and the initials of the lateral parts of the wall; 3 — periclinal division of the parietal cell; 4 — formation of a unite layer of the ta-
petum and the beginning of cell divisions of the outer parietal layer into the endothecium and the middle layer. a ¢ — archesporial
cell, ¢ i me — central initial of microsporangium, e — epiderm, en — endothecium, i t — inner tapetum, / i w mc — lateral initials of
microsporangium wall, m / — middle layer, o p [ — outer parietal layer, o # — outer tapetum, s ¢ — sporogenous cell. Scale bar, um:

10.

KJIETKM 3a CUET JeJIeHUi 00pa3yloT jaTepajibHble Ya-
CTU CTeHKM MMKpocrnopaHrus puc. 3, 2; 4, 2). B pe-
3y/ibTaTe NePUKIMHAIbHBIX AEJIEHUI apXecropuaib-
HBIX KJIETOK BO3HUKAIOT HapyXXHbIi (IMapreTaibHble
KJIETKW ) U BHYTPEHHUM (CITIOPOTreHHBIE KJIETKHN) CJION
(puc. 3, 3).

KreTky mapmeTaqbHOTO CIOST ACSTCS TEPUKITH-
HaJbHBIMU Y aHTUKJIMHATBLHBIMU TEJIEHUSIMH, B pe-
3yJIbTaTe Yero oopasyloTcs CJIOU, BXOMSIIIME B COCTaB
IUCTATLHOM YacTW CTEHKHW MUKpocTopaHTHeB. Ile-
PUKJIVHAJIbHBIC AeJSHUS TIPOUCXOMSIT B OIpPEAeIcH-
HOIT TIocienoBaTeTbHOCTU. [locie memeHUs! KIeTOK
WICXOTHOTO ITapMeTaTLHOTO OOpa3yloTCsS IBa CIIOS,
yJacTHhe KOTOPBIX Pa3IUYHO B JaJibHEHIIIEM MOCTPO-
eHMU CTeHKM MuKpocnopaHrus (puc. 4, 3). Kinerku
BHYTPEHHETO MapueTaJIbHOIO CJIOSI CTAHOBSITCS Tare-
TYMOM, TOTIa KaK KJIETKN Hapy>KHOTO CJIOSI 06pa3yloT
2 cos: HapYyKHBIA — DHIOTEIMI W BHYTPEHHUIN —
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cpemHmit cioii. TakuM oOpa3oM, 3aBepIIaroTCcs Ha-
YaJbHBIE CTAINU (POPMUPOBAHUS CTEHKN MUKPOCITO-
paHTUsI — BO3HUKHOBeHMEe U AuddepeHImanus ee
c1oeB (OT apXecTopHs 10 CITOPOTeHHOI TKaHM ).

Ha cranun npeoGpa3oBaHUsl CIIOPOTEHHBIX KJie-
TOK B MUKPOCIOPOLIMTHI KJIETKU CYyOTTUIEPMaIbHO-
ro CJ0sI MHOTAA JEJISITCS NEePUKINHAIBHO, 00pasys
HeperyJisipHo 1—2-ciioitHblil sHAOTeMit (puc. 4, 4).
C BHYTpEHHEU CTOPOHbBI, OCOOEHHO B alaKCUaIbHBIX
MUKPOCITOPAHTUSIX, MOXET (OPMUPOBATHCS 2-CITIOM -
HbII TareTym (puc. 3, 5). Tem He MeHee chopMUpo-
BaHHasl CTeHKa MUKPOCIIOPAHTUSI Y UCCIIeTOBaHHBIX
BUIOB OOBIYHO COCTOUT U3 4 CJIOEB KJIETOK — SITUASP-
MbI, SHIOTELIMS, CPEAHETO CII0SI U TarleTyma.

Bo BpemMst MukpocmnoporeHe3a u GopMUpOBaHUs
MbUIBLEBBIX 3€pPEH IIPOUCXOIIT IpeodOpa3oBaHUs
CJIoeB CTeHKM MUKpocropaHrusi. Paccmorpum no-
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Puc. 5. CrpoeHue CTeHKM MUKPOCITIOPaHTHsI BO BpeMsl MUKPOCIIOporeHe3a u hopMupoBaHUsI MbLIbLIEBOTO 3epHa y Crassula in-
termedia (TIOTIEpEYHbBIC CPE3bI).

1 — cTeHKa MUKPOCITOpPaHTHsI BO BpeMsI TIEPBOTO IeJIeHUST Meiio3a, pa3pyllieHre KJIETOK CPETHETO CI0sT U Havalo OTJIOXEHUs
TaHWHOB 110 nepudepun KIETOK AMUAEPMBbI; 2 — CTEHKAa MMKPOCIIOPAHTUSI HA CTaIuU TeTPal MUKPOCIOpP, TPOM30IILIO pa3py-
LIEHUE CTEHOK MEXIY KJIETKaMU TarieTyMa, Ha BHyTpeHHel TaretaibHOi MeMOpaHe BUIHBI OpOMKYJIbl; 3 — CTEHKa MUKPOCTIO-
paHTHs Ha CTAJANU OMUHOYHBIX MUKPOCIIOP, KJIETKH CPEIHETO CJI0ST TOYTHU Pa3pyLININCh, paaualbHble CTEHKHU KJIETOK DHI0-
TELUS YTOJILEHbBI, B TAlIETyMe siipa CKMMAIOTCSI, a pa3Mephl MPOTOIJIACTOB COKPALIAIOTCS B CPEIHEH M alMKaJbHOM YacTsIX;
4 — cTeHKa MUKPOCTIOPAHTHSI B MECTE CTOMUYMa, B 00J1aCTU BCKPbIBAaHMST BUIHBI TOHKOCTEHHbBIC KJIETKU. e — 3MUIepMa, en —
SHIOTELNMI, M — MUKPOCTIOPOLIUT, M [ — CPEeNHUIA CIION, ms — MUKPOCIIOpA, p g€ — MbUIbLIEBOE 3€PHO, ¢ — TATleTyM, ¢ ms — TeT-
pana MUKpOCTIOp, tn — TaHUHBI. MaciutabHast 1uHelika, MkM: /—3 — 10, 4 — 50.

Fig. 5. Microsporangium wall structure during micriospogenesis and pollen grain formation in Crassula intermedia (transverse
sections).

1 — microsporangium wall during the first meiotic division, destruction of middle layer cells and beginning of tannin deposition
along the periphery of the epidermal cells; 2 — microsporangium wall at the stage of microspore tetrad, the destruction of the
walls between the cells of the tapetum has occured, orbicules are visible on the inner tapetal membrane; 3 — microsporangium
wall at the stage of separate microspores, the cells of the middle layer are almost destroyed, radial walls of the endothecium cells
are thickened, the nuclei in the tapetum are compressed, and the protoplast sizes are reduced in the middle and apical parts; 4 —
microsporangium wall in the stomium area, thin-walled cells are visible in the dehiscence site. e — epiderm, en — endothecium,
m — microspocyte, m [ — middle layer, ms — microspore, p g — pollen grain,  — tapetum, ¢ ms — tetrad of microspores, t# — tannins.

Scale bars, um: /1—3 — 10, 4 — 50.

JIPOOHO XapaKTEPUCTUKY KAXIOTO CI0SI CTEHKA MUK-
pOCIIOpaHTHSI.

Ha craguy MUKpOCIOPOLMTOB KJIETKU 3MUAEp-
MAJILHOTO CJIOAl JIMH30BUIHBIC, ¢ KPYITHBIM SIIPOM U1
TJIOTHOM ILIATONJIAa3MOM. 3aTeM OHU IIPUHUMAIOT
MPSIMOYTOJIbHYIO (pOpPMY, TEPSIIOT COAEPKUMOE 1 CTa-
HOBSITCSI CJILHO BaKyOJIM3UPOBAHHBIMU. Y U3ydeH-
HBIX BUJIOB B KJIETKAX SMUASPMbl HAKATUIMBAIOTCS Ta-
HuHbL. Y Crassula intermedia Hadano OTJIOXEHMS Ta-
HUHOB MO Ilepudepur KIETOK (Takas TEHIEHIIUS
COXpaHSIeTCST 0 BCKPbIBAaHUS IbLJIBHUKA) ITPOUCXO-
JIUT BO BpeMs IIepBOro AejieHus Meiio3a (puc. 5, 1), a
y C. multicava n C. ericoides TIpOTOILIACTHI KJIETOK
SIUIEPMBI TTIOJIHOCTHIO 3AITOJIHSIOTCSI TAHMHAMMU YXKe
Ha CTaIyM CIIOPOTEHHBIX KJIIETOK M MUKPOCITOPOLIV-
TOB Iepen Meiio3oM (puc. 3, 4, 5). 1—2 TOHKOCTEeH-
HbIe KJIETKHM 3MUIECPMaJIbHOIO CJIOSI B 06J1aCTH CTO-

MUyMa OTJINYAIOTCSI MEHBIIIMMU pa3MepaMy U TaHU-
HbI B HUX He HakKarinBawoTcs (puc. 2, 6; 5, 4; 6, 4).

BBITSHYTBIE KJIETKU 3HAOTELHS TOCTEIIEHHO YBE-
JINYMBAIOTCI B pagvaibHOM HaIpaBieHUU. Y H3y-
YEHHBIX BUIOB 3TOT MPOLECC CTAHOBUTCS 3aMETHBIM
MocJjie CTaauu TeTpaa Mukpocrnop (puc. 5, 2; 6, 1).
CocTtagu OOWHOYHBIX MUKPOCIIOP HAYMHAETCS
YTOJIIIIEHNE PagualbHbIX CTEHOK KJIETOK DHIOTEIUS
(puc. 5, 3; 6, 3). K MOMeHTY co3peBaHU1s MbUILHUKA
TaHIreHTaJIbHbIE CTEHKM KJIETOK 3HAOTELUs MPUOo6-
peTatoT ¢ubpo3Hbie yromiieHus. Toapko 1—2 kier-
KU HIOTELNS, BXOAAIINE B COCTAaB CTOMUYMa, OCTa-
IOTCSI MEHBIIIUX Pa3MePOB 1 6e3 PUOPO3HBIX YTOIIIIE-
HUii (puc. 2, 6; 5, 4, 6, 4). Panee HaM1 OBLIO OITCAHO
crenruyecKoe CTpOoeHUE MbUTbHMKA, 0COOEHHO eTo
CBSI3HMKA. BBIJI0 0OHApYXeHO, YTO B KJIETKAX SHIO-
TeUsT U OOKJIAAKU TIPOBOJISIIETO ITydyKa (popMUpy-

BOTAHUYECKUWH XYPHAJ ToM 108

Ne 4 2023



CTPOEHMUE ITbIJIbHUKA

10TCcs1 (pubpo3HbBIe yrommeHus (puc. 1, 2—6; 2, 4, 5).
Yucno cinoeB KJIETOK ¢ GUOPO3HBIMU YTONIIEHUSIMU
M UX paCHOJIOKEHME Pa3INYaroTCs Y U3YYEeHHBIX BU-
noB. Y C. ericoides OHM pacIiojaraloTcsl B OMAH CITOH
B BUJIE KOJIbIIA B TO# YaCTHU MbUILHUKA, KOTOPAs T10JI-
HOCTBIO CpacTaeTcsl C ThIMMHOYHOI HUTBIO (pUC. 2, 4, 6).
V C. intermedia v C. multicava dopmupyrotcs 2—3 cnos
(puc. 1, 2). B yacTtu nbUIbHUKA, CBOOOIHOI OT ThIYM-
HouHOU HUTHU, Y C ericoides KIeTKU ¢ HGUOPO3HBIMU
YTOJIIIECHUSIMHU (DOPMUPYIOTCS TOIBKO B 3HIOTECLIMU
(puc. 1, 5, 6; 2, 5), ay Apyrux BUIOB HE TOJIBKO B 3H-
JOTELIMM, HO U 2—3 HIKeJIeXKAaIlMX CJIOSIX CBSI3HUKA
(puc. 1, 3).

Cpennuii ¢10¥ COCTOUT U3 HEOOJBIINX Y3KUX KIIe-
TOK (puc. 3, 5; 4, 4; 5, 1, 6, 1). B xome pa3BUTUSI OHU
IOCTEIIEHHO BBLITSTMBAIOTCS, 1 K MOMEHTY (DOpMU-
pOBaHMUSI MbUILLIEBBIX 3€PEH UX OCTATKU IIPeICTaBIIe-
HBI B BUJIe TEMHOOKpAIIEHHBIX CTYCTKOB (puc. 5, 3; 6,
2, 3).

Tanetym. CyliecTByIOIIME OINPEAeTeHUS] TUTIOB U
dopM TameTyma KpaifHe MTPOTHBOPEUYMBHI (0030p
npobiembl ¢cM. Shamrov et al., 2021). OcobeHHO
CJIOXXHOE TIOJIOKeHEe OOCTOUT ¢ OMHUM M3 pacrpo-
CTpaHEHHBIX TUTIOB TalleTyMa, KOTOPBI 9aCcTO Ha3bI-
BafOT CEKPETOPHBIM (KJIETOYHBIM). TaKkoi THII Tame-
TyMa OIMCaH y UCCIIeIOBAaHHBIX BUIOB, U MBI OynemM
Ha3bIBaTh €T0 MapUeTATbHBIM, KaK 3TO MPEIIOXKEHO
B YIIOMSTHYTOM MCCJICIOBaHUM.

Tamrerym y o6omx BUIOOB TeTepOMOPdHEIN, UTO
CBSI3aHO KaK C TIPOMCXOXKIEHUEM, TaK U MOJIOXEHU-
eM B CTeHKe MHKpOCIIOpaHTusl. BHyTpeHHMIA Tarre-
TyM muddepeHINpyeTCsS TIepBHIM U 00pa3yeTcsT U3
KJIETOK, KOTOpbI€ BO3HUKAIOT TIpU JEJICHUM IIeH-
TPaJIbHBIX MHUIAJIC MUKpocmopaHTus. Cliemayro-
MU TIOSBJISTIOTCST KIJIETKH JIaTepaIbHBIX ObJ1acTeit
TareTyMma, KoTopble OPMUPYIOTCS U3 JIATePTHHBIX
WHUIMaNeit Mukpocnopanrus. [lociregHnumm aud-
dbepeHIIMPYIOTCS KJIETKM HApYyXXHOTO TareTyma M3
KJIETOK BHYTPEHHETO MTapUeTATLHOTO CIIOS.

VYV Bcex M3y4yeHHBIX BUIOB KJIETKM TameTyma o
Meiio3a BEITSIHYThIe (puc. 3, 4, 5). Ho yxe ¢ HauajioMm
MUKPOCIIOPOTeHe3a XOPOIIO BUAHO, YTO OHU IIPUOO-
peTaioT TabiauTyaTyio GOopMy U YBEINYMBAIOTCS B
pasmepax. KieTku TameTymMa XapaKTepHU3yIOTCs
IUIOTHOM IUTOIIAa3MOI 1 comepXXaT OOHO KPYIMHOE
saapo (puc. 5, 1, 2; 6, I). Pasnuuus B CTpOSHUM Tarie-
TyMa B IUCTAIbHOI, TPOKCHUMAJIbHOM 1 JlJaTepabHbIX
yacTsIX, KakK IIpaBuiIo, He Habmomaioreda. Ho 3To ka-
caeTcs TOJIbKO aJaKCHaJbHBIX MUKPOCIOPAHTHUEB.
Kak MBI y>ke oTMevain, y U3y4YeHHBIX BUOB CBSI3HUK
SIBJISIETCSI DKCLIEHTPUYHBLIM U CMEIIEeH U3 LIEHTPalb-
HOTO TIOJIOXKEHUSI B CTOPOHY a0aKCUJIBbHBIX MUKPO-
cniopaHrues (puc. 1, 2—6; 2, 1-5). Takoe naTepaib-
HOE TIOJIOXEHUE OOYCIOBIMBAET B AaJbHEMUIIIEM Te-
pPEIOBIDKCHHUE TUJIACTUYECKUX BEILIECTB HE BHYTPb
rHe3/ abaKCcuajlbHBIX MUKPOCIIOPAHTUEB, a HApYXKYy.
HccnenoBaHue CTpOEHUS UX CTEHKU CBUACTEIBCTBY-
€T O TOM, UTO TaIleTYM OKa3bIBaeTCs JIyUllle Pa3BUT He
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C BHYTpPEHHE CTOPOHBI, a ¢ HApYXHOI (puc. 6, 2),
TIPY 3TOM HapY>KHBII TalleTyM pa3pyllaeTcsl OCJIeI-
HUM B CTEHKE MUKPOCIIOPAHTHSI.

Y u3yyeHHBIX BUAOB TameTyM B IpeMeiioTuye-
CKOM M MEMOTHMYECKOM Mepromax XapaKTepH3yeTcs
KJIETOUHOI CTpyKTypoii. OgHaKo Ha 3aBepIIaloIInX-
csl CTaausix Melio3a cHavajla HAYMHAIOT pa3pyliaTbest
pamraibHBIe CTEeHKW MEXIy KJIeTKaMU TareTyma U
yKe Ha CTaIuy TeTpald MUKPOCIIOP pa3pylleHbl KaK
panuanabHble, TaK M BHYTPEHHUE TaHIeHTaJbHbIE
creaku y C. intermedia (puc. 5, 2), Torna kaky C. mul-
ticava n C. ericoides 3TOT TIpollecCc HauMHaeTCs Ha
CTaIuU TeTpaJ MUKPOCIIOp U 3aBepllIacTCs Ha CTaaIuun
OIMHOYHBIX MUKpocTiop (puc. 6, /—3). Ha BHyTpeH-
HUX TarneTaTbHBIX MEMOpaHax BBISIBISIIOTCST OPOUKY-
Jel (puc. 5, 2; 6, 2, 3).

CrenyeT OTMETUTh, UTO TPOLIECC MCUE3HOBEHUS
KJIETOYHBIX CTEHOK HE COMPOBOXKIACTCS BBITITYNBA-
HUEM 00pa3yIoIIMXCsl MPOTOIUIACTOB BHYTPH ITOJIO-
CTU MUKpocrnopaHrusi. B Taneryme siapa cXXUMaroT-
cs, a pa3Mephl TPOTOIIACTOB COKPAIIAIOTCS B Cpel-
Hell 1 almMKaJIbHOW YacTsIX, MMUTUPYS aMeOOUITHOE
cocrostHue (puc. 5, 3; 6, 3). IIpoToruracTel coxpaHs-
FOTCS IO Kparo MOJIOCTH MUKPOCIIOPAHTHS, TIe U pa3-
pymratotcs. Takum o6pa3om, y 000MX N3y4eHHBIX BU-
JIOB BBISIBJIEHA Bapualvsi 1 — TUMTMYHBIN ITapueTaib-
HEI1 TaneTyM (Shamrov et al., 2021, 2022).

BckpbiBanue nbLIbHHKA. BCKpBIBalOTCSA MBLUIbHU-
KU MOpOAOJbHBIMM IIedsIMU, JapTpo3dHo. Ilepen
BCKPBIBAHUEM pPa3pylIalOTCId MEPErOpOAKUA MEXIY
CMEXHBIMU THe3namMu Tek (puc. 1, 2; 2, 4). @opmu-
pyeTcsi CTOMUYM, 0Opa30BaHHbI C BHYTPEHHEH CTO-
POHBI 2—3 CJIOSIMU MEJIKMX TOHKOCTEHHBIX KJIETOK.
C HapyXHOIi CTOPOHBI CTOMMYMa B 1—2 KJIeTKaX 3H-
noreuus: He (popMupytoTcs (udbpo3HbIe YyTOMIIEHNWS,
a B KJIeTKaxX 3MUJAEePMbl HEe OTKJIaIbIBAIOTCS TAHWUHBI
(puc. 2, 4; 5, 4; 6, 4). BckpeiBanue — 2-daszHoe. Oc-
HOBHBIM (pakTOpOM, 00eCIeYNBAIOIIIMM BCKpPbIBaHUE
TEK, SIBJsSIETCS O00E3BOXMBAHWE KJIETOK DHIOTEIHS.
3a cuer uX cxKaTusl, MOJOOHO MPYKUHE, TTPOUCXOIUT
yKopaunBaHue GUOpPO3HBIX YTOJIIEHUI. 3a cueT
aToro (dasza 1) yMeHbIIalOTCsI pa3Mepbl KJIETOK 2H-
JIOTelUs], KOTOpble B 00J1aCTU CTOMUYMa BbI3bIBAIOT
pa3phBIBEL MEIKUX KJIEeTOK (puc. 2, 5). Huzkane yactu
KJIETOK SHAOTELIMS, JiexKalle HaJ METKUMU KJIeTKa-
MU, MJIOTHO CMBIKAIOTCSI U, BO3MOXHO, CJIMITAIOTCS
(puc. 1, 4; 2, 5). JlanpHeliniee 00e3BOXMBaHUE TIPU-
BOIMT K BCKPBIBAaHMIO TE€K MbUIbHUKA (da3a 2), npu
3TOM BCsI CTeHKa MUKpocnopaHrus (puc. 1, 5, 6) pac-
KpbIBaeTCsI HAPYXKy, OTKPbIBas I11e/b, Yepe3 KOTOPYIO
BBICHITIAaeTCS TbLIbLA (pHC. 2, 6). Takum obOpaszoM,
BCKpBIBaHUE TIBLJIBHUKA Y M3YYEHHBIX BUIOB OCY-
ILIECTBJISIETCSI C TIOMOIIbIO CTOMUYMa, KaK MpPOIO0J-
JKEHUS TIEPEropoIKU MEXIY CMEXHBIMU MUKPOCIIO-
PaHTUSIMU TEK, U sSIBJIsIETCS cenTalbHbIM (Zhinkina et
al., 2022).

MukpocnoporeHe3 u ¢opMHUpoOBaHHE MNbLILIIEBOTO
3epHa. CrioporeHHasi TKaHb MHOTOCJIOMHAS 1 pacIio-
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Puc. 6. CtpoeHue CTeHKM MUKPOCIIOPAHTHSI BO BpeMsi MUKPOCIIOporeHe3a u (hopMUpoBaHUs MbUIbLIEBOTO 3epHa y Crassula
multicava (1, 2, 4) u C. ericoides (3) (Toniepe4HbIe Cpe3bl).

1 — cTeHKa MUKPOCITOPAHTHsI Ha CTaAuU TETPaJ MUKPOCIIOpP, HAYMHAETCsI pa3pyllieHUe KJIETOK CPEAHETo CI0si U HEKOTOPbIX
panuagbHBIX CTEHOK MEXIY KJIeTKaMU TareTyMa, KJIeTKU SHIOTelMsl YBeJNIMBAIOTCSI B paaualbHOM HaIlpaBJIeHUH, TTPOTO-
TUTACTBI KJIETOK SITUACPMBI TTIOJTHOCTBIO 3aITOJTHEHBI TAHWMHAMU; 2, 3 — CTeHKa MUKPOCITOPAHTHUS Ha CTaluU OMMHOYHBIX MUK~
pOCIIOp; NMPOU30LIO Pa3pyllIeHUE paaualIbHbIX CTEHOK MEXIY KJIEeTKaMy TareTyMa, Ha BHYTPeHHe! TaneTajibHOM MeMOpaHe
BUIIHBI OPOUKYJIbI, KJIETKM TareTyMa ¢ Hapy>KHOM CTOPOHbBI YBEJIMYMBAIOTCS B pa3mepax (2) 1Mb0 HaYMHAeTCsl UX pa3pylieHue
U YTOJIIIEHUE paTlabHBIX CTEHOK KJIETOK SHIOTelNs (3); 4 — CTeHKa MUKPOCTIOPAHTHS B 00JIACTU CTOMUYMa, B MECTE BCKPBI-
BaHMSI BUIHBI TOHKOCTEHHBIE KJIETKU. e — 3MUAepMa, en — SHAOTeLU, m [ — CpeaHuii cloit, ms — MUKPOCIIOpa, p & — MblIb-
1IeBOe 3epHO,  — TaleTyM, f ms — TeTpaaa MUKPOCIIOp, 1 — TaHUHBI. MacinrabHas TnHelika, MkMm: 1—3 — 10, 4 — 30.

Fig. 6. Microsporangium wall structure during micriospogenesis and pollen grain formation in Crassula multicava (1, 2, 4) and
C. ericoides (3) (transverse sections).

1 — microsporangium wall at the stage of microspore tetrad, the destruction of the middle layer cells and some of the radial walls
between the tapetum cells begins, the endothecium cells increase radially, the protoplasts of the epidermal cells are completely
filled with tannins; 2, 3 — microsporangium wall at the stage of separate microspores, the destruction of the radial walls between
the tapetum cells has occurred, orbicules are visible on the inner tapetal membrane, the tapetum cells increase in size from the
outside (2) or their destruction and thickening of the radial walls of the endothecium cells begin (3); 4 — microsporangium wall
in the area of the stomium, thin-walled cells are visible in the dehiscence site. e — epiderm, en — endothecium, m / — middle layer,
ms — microspore, p g — pollen grain, ¢t — tapetum, ¢ ms — tetrad of microspores, tn — tannins. Scale bars, um: /—3 — 10, 4 — 50.

Jlaraetcst 6osiee yeM 20 Tsokamu KieTok (puc. 3, 5).
CHoporeHHble KJIETKM TOCTENEHHO CTaHOBSITCS
MUKPOCIIOPOLIMTAMU U BCTYNAIOT B Meii03. B pe3yib-
TaTe TEepPBOro AeJIEHNUsT Melio3a o0pa3yloTcs 2-s1ep-
HBbIe KJ1eTKu (puc. 5, I). BepereHa BTroporo neiaeHUs
Melio3a pacriojiaralotcsi aubo mnapajuiesibHO, J1u0o
KpecTooOpa3HO, M TIOCjie MPOLIECCOB IIMTOKUHE3a
(MUKpOCITIOpOreHe3 CUMYJIbTaHHBIN) (hopMUpYIOTCS,
Kak MpaBuJIO, TeTpal3ApajibHble TETPaibl Tarjiou1-
HBIX MUKpOCIIOp (puc. 5, 2; 6, 1). Kaxnast Mukpocno-
pa U TeTpajaa B LIEJIOM OKPYKeHbI KaJlJI030ii, KOTopasi
MOCTENEHHO pPe30pOUupyeTcsi, a TeTpaabl pacnagaloT-
cg Ha OTAENbHbIE MUKpOCIIOpHI (puc. 5, 3; 6, 2, 3).
Bckope Mukpocnopbl JeNsITcss U (hOPMUPYIOTCS
2-KJIETOYHBIE MBUIbLIEBLIE 3epHa (puc. 5, 4; 6, 4).

3peble NbUIbLEBBIE 36pHA U3YUYECHHBIX BUIOB 3-00-
po3nHo-opoBkie (MHorna y C. ericoides oHn 4-60pO3IHO-
OpOBbIE — pUC. 8, 2), SITUIICOUIATIbHBIC; B OUePTAaHUM C
noJoca 3-JI0MacTHbIE, C 9KBaTopa S/UIMITUYECKIE, C 3a-
KpyIJIeHHBIMU ToymrocaMu (puc. 7, 2, 4, 5; 8, 1, 3). I1buib-
a HEOONBIINX Pa3MEPOB, C MOJISIPHOM OChIO OKOJIO
10—15 mxm y C. ericoides, 15—20 mxm y C. intermedia
u camas 6ombinas 30—35 mkm y C. multicava. Aniepty-
PbI CJIO2KHBIE, COCTOAT N3 BHEIIHEN MEPUIMNOHAJIBHO
OpPMEHTUPOBAHHOI OOpO3AbI M BHYTPEHHEI 3KBaTO-
pHAJIbHO PacHoJOXEHHOU opbl. boposabl (3K30ar1-
epTyphl) IJINHHBIE, TTyOOKUE, IIIUPOKUE, CYKAIOLIH-
ecsl K TTOJII0CaM, CO cjierka 3aKpyrjieHHbIMU KOHLIAMU
1 0oJjiee U MeHee POBHBIMU KpasiMu. Opbl (3HAO-
afnepTyphl) Y NBUIBLBI OOIBIIMHCTBA UCCIIETOBAHHBIX
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Puc. 7. CtpoeHue 3-60p03MHO-OPOBBIX MBUIbLIEBBIX 3epeH y Crassula multicava (1—3) v C. intermedia (4—06).

1, 4 — o061 BU MBUIBLIEBOTO 3€pHA C 3KBaTOpa; 2, 5 — 001U BU MbUILLEBOIO 3€pHa C I10J110ca; 3, 6 — IIOBEPXHOCTD MbLIb-
1eBoro 3epHa. MaciurabHast 1uHeka, MKMm: 1, 4 — 5, 2—2,3, 5,6 — 1.

Fig. 7. Structure of 3-colporate pollen grains in Crassula multicava (1—3) and C. intermedia (4—6).

1, 4 — equatorial view of pollen grain; 2, 5 — polar view of pollen grain; 3, 6 — surface of pollen grain. Scale bars, um: 1, 4 — 5,

2-2,3,56—-1

BUIOB C HEYETKMMHU, YaCTO HEPOBHBIMU KpasiMU.
OHu HeOoNbIIIME, pacIiojiaraloTcs B IEHTpe 00po3a 1
HEe 3axonmdaT 3a ux rpaHuubl. Y Crassula BbISIBIeHA
ocobasi (popMa CKyJIbNTYpPhl TIOBEPXHOCTHU TIBLIbILIE-
BOTO 3epHa. XOTSI OHA SIBIIIETCS CTpyiluaToii, ee
cTpoeHne HeTunndHoe. OHa oGpa3oBaHa IPOIOJIb-
HBIMHU psilaMU B BUIE TpeOHE, a Me30KOIbIUYMEL U
AKOJBIUYMbl HAIIOMHMHAIOT IO (opMe CBEPHYTHIE
KJIIyOKM TOJCTBIX HUTOK. MexKny rpeOHSIMU BBIACIISI-
IOTCSI TOHKWE CTPYM, MeperieTalonimecs: B pa3HbIX
HanpasieHusx (puc. 7, 2, 3, 5, 6; 8, 1, 4). DTu cTpyK-
TYpBI OCOOCHHO XOPOIIIO BhIpaxkeHbl y Crassula multi-
cava u C. intermedia.

OBCYXIEHHUE

BniepBoie wucciaeqoBaHbl pasBUTHE U CTPOEHUE
creHKU nblibHUKa y Crassula intermedia, C. multicava
u C. ericoides (y TocieqHEero Buaa, K COXaJeHUIO,
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paHHME CTaAuM He yIalioch U3y4uuTh). [loaTBep:kae-
HO HaJIMuue y M3y4eHHBIX BUIOB 0a30BbIX TPU3HAKOB
ceMeiicTBa, CBSI3aHHBIX C TIpollecCaMM PEMpPOIyK-
uun. K HUM OTHOCSITCSI: TeTpacnopaHTUaTHbIN
OBUTBHUK, TTapUeTaabHBINA TalleTyM, CUMYJIbTaHHBI
MUKPOCIIOpOTeHEe3, MPEeUMYIIECTBEHHO TeTpas/i-
paibHBIE TeTpaabl MUKPOCITIOP, 2-KJIETOYHBIE 3peJible
MbUIbLIEBBIE 3epHAa. [lojlydeHHbIe HAMU JaHHBIE JO-
MOJTHSIOT SMOPUOJIOTUUECKYIO XapaKTEPUCTUKY CEM.
Crassulaceae (Nikiticheva, 1985; Kamelina, 2009;
Anisimova, 2016, 2020; Anisimova, Shamrov, 2022a, b).

Kpome Toro, Ham ymanoch IPOCIEAUTH CaMble
paHHUE CTaauu Pa3BUTHUSI MUKPOCTIOPAHTHUS €11 10
mddepeHIManNM apxecroprusi. MBI TTOATBEPIMIIN
UMeIoIIyIocsl Touky 3peHust (Shamrov, 2008; Sham-
rovetal., 2019, 2020, 2022), comtacHO KOTOPOii B Cy0-
SMUAEPMAJIBHOM CJI0€ Pa3BUBAIOIIETOCs MbIJIbHUKA
nuddepeHIUpyeTcs TPyNna WHULIMATBHBIX KJIETOK
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AHNCHUMOBA, IIAMPOB

Puc. 8. Crpoenue 3-60po3nH0-0poBhIX (1, 3, 4) 1 4-60p0O3IHO-OPOBBIX MBUILLIEBLIX 3epeH (2) y Crassula ericoides.
1, 2— o061uii BU MbLIBLEBOIO 3€pHa C MoJoca; 3 — OOIIMil BU MbLILLEBOIO 3epHA C 9KBATOPa; 4 — MOBEPXHOCTH IBLIBIIEBOTO

3epHa. MacmtabHas TuHelika, Mkm: 1, 3 —2, 2, 4 —1.

Fig. 8. Structure of 3-colporate (/, 3, 4) and 4-colporate (2) pollen grains in Crassula ericoides.
1, 2— polar view of pollen grain; 3 — equatorial view of pollen grain; 4 — surface of pollen grain. Scale bars, um: 7, 3—2,2, 4— 1.

(LeHTpalIbHAs U JaTepajibHbIe), KOTOPbIE 00pa3yioT
KaK CJIOW CTEHKM MMKPOCIIOPAHTHsI, TaK M CaM ap-
XECIOpHii, a 3aTeM MapueTaibHble U CIIOPOT€HHbIE
kieTkn. Y BugoB ceM. Crassulaceae crioco6 opmu-
pPOBaHUsI CTEHKW MUKPOCTIOPAHTHS U3 KJIETOK Mapu-
€TaJIbHOTO CJIOSI C Hapy>XHOM CTOPOHBI OOBIYHO
onpenenstior Kak tuml aBymoabHbIx (Nikiticheva,
1985; Kamelina, 2009), comtacHO mpeacTaBiIeHUSIM
(Davis, 1966). [10cKONBKY Y M3y4eHHBIX HAMU BUIIOB
Crassula cTeHKa MUKPOCIIOPAHTHsI OOBIYHO COCTOUT
W3 DMUAESPMBI, SHIOTEIIMS, CPEMHETO CII0ST U TalleTy-
Ma, a JOIOJHUTENIbHbIC NeJeHUs, MPUBOISIINE K
YBEJIMYCHUIO WX YUCJIa, TIPOUCXOMSIT PEIKO, TO THII
dopMupoBaHUs OB oOMpenciieH KaK LIEHTPOOexX-
HBII, TuroBasg Bapuauus (Shamrov et al., 2019,
2020). ITomoGHEBIIT XapaKTep pa3sBUTUS U CTPOCHUSI
CTEHKU MUKPOCIIOPAHTHS y NPYTUX BUIOB IIBETKO-
BbIX pacTeHUil ObLI paHee TakxKe OINpeneseH, Kak
LEeHTPOOEeKHBIN THIl, TUIToBas Bapuauus (Teryokhin
et al., 2002). CnenyeT OTMETUTh, UTO Yy BUIOB Aeoni-
um, Sedum w Kalanchoe Hannune 6ojiee 4 cloeB
(2-CI0MHBIMY MOTYT OBITh SHAOTESUI VI TAIETYM,
160 popMUPYIOTCS 2—3 CPEIHMX CI0sT) TTO3BOJIUIIO
HaM orucaTh pa3BUTUE CTEHKU MUKPOCIIOpPaHTUs B
paMKax KOMIUTMKATHOM BapHUalliy IIEHTPOOEKHOTO
tuna (Shamrov et al., 2019, 2020, 2022).

M3 Bcex McciaenoBaHHBIX MPU3HAKOB NbLILHUKA
Haubojiee KOHTPACTHBIMU OKa3aJHUCh IIPU3HAKU
CTPOEHMUSI KIIETOK SIUAECPMbI, SHIOTELIUS U TaIleTy-
Ma. Y BunoB Kalanchoe oHU KacaloTcs JOKaIU3aluNu

TAaHUHOB B KJIETKaX SMUIEPMBI U S9HIOTELUSI CTEHKU
Mmukpocriopanrus. Y K. laxiflora, K. tubiflora v K. rosei
TaHUHbBI (3aMOJHSIOT BECh MPOTOIUIACT) OOHAPYKEHbI
TOJIBKO B HEKOTOPBIX KJIeTKax sHaotenus. Y K. nyikae
OHU HaKaIlJIMBAIOTCSI KaK B KJIeTKaX dHAOTELMS, TaK
¥ TIPEUMYIIECTBEHHO B KJIeTKaxX SMUACPMBI (Anisi-
mova, 2016). Y Sedum kamtschaticum TpOTONIACTbI
KJIETOK SIUIASPMbl 3arfoJHeHbl TaHWHAMU, a ¥y
S. palmeri 3T BelllecTBa BBISIBJISIOTCS B BUJIE OTICIb-
HBIX, TTOPOIi HEMHOTOUMCJIEHHBIX, IJT00YII (Anisimo-
va, 2020). Y Aeonium (A. balsamiferum wn A. ciliatum)
TaHWHBI HAKaIUTMBAIOTCS B TTUIEPMeE IT0 iepudepuun
nmporoIiacta KieTok (Anisimova, Shamrov, 2022a,
b). ¥ BunoB Crassula (HacT. uccil.) Takxke HaOIoaa-
I0TCsT 06a BapraHTa aKKyMYJISIIIMK TaHUHOB: y C. in-
termedia To nepudepry NMpoToILIacTa KJIETOK, a Y
C. multicava n C. ericoides IpOTOILIACTHI KJICTOK DITH-
JIepMbI TIOJTHOCTbIO 3aIOJIHSIIOTCSI TAHUHAMMU.

HecMmoTpst Ha TO UTO TameTyM y BCeX M3YYEHHBIX
HaMU BUIOB SBJISIETCS TTApUEeTaTbHBIM, OCOOEHHOCTH
€ro CTPOEHUS B MOCTMEMOTUUYECKUI MepUOo pas3iiv-
yawTes: y S. kamtschaticum NPOUCXOAUT PeOpraHu-
3auus (Bapuauus 2 — amMeOOMIOHBII TalleTyM), a y
S. palmeri TarieTyM pa3BuUBaeTCs 0€3 peopraHu3aun
(Bapmanus 1 — TUTIMYHBIN TTapUeTaTbHBIN TalleTyM)
(Anisimova, 2020). ¥ o006oux H3y4eHHBLIX BUIOB
Aeonium BBISIBIIEHA Bapualis 2 — aMeOOMITHEBIN Ta-
netyM (Anisimova, Shamrov, 2022a, b). Y Kalanchoe,
BEpPOSITHO, TUIWYHBINA TMapueTallbHbIl TameTyM 0e3
peopranuzauuu (Anisimova, 2016). Y Bunos Crassula
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(HACT. MCCl.) TaKKe OOHapy:KeH TUIIMYHBIN Iapue-
TaJIbHBIA TANETyM.

Yo KacaeTcsd SHIOTELIUS U GOPMUPOBAHUS B HEM
(GUOPO3HBIX YTOMIIEHU, TO Y MHOTUX BUIIOB, KpOME
TUIIAYIHOTO CJI0sI Ha 0a3e cy0anuIe pMbl CTEHKY MUK-
pOCHOpaHTUsl BO3HUKAIOT JOIOJHUTEILHbBIE CJIOU B
cBsI3HUKe. Y Aeonium n Sedum dopMupyeTcsl KOJIb-
LIEBUIHBII (DMOPO3HBII CIIOI C BHYTPEHHEI CTOPO-
HBbI CBSI3HMKA B HUXKHEI 00J1aCTH, IIe HET CpacTaHuUs
MbUTbHUKA U THIMMHOYHOI HUTU. Y BUnoB Crassula
(GuOpO3HBIE YTOMILIEHUSI 00HAPYKEHBI TAKXKE B KJIET-
Kax 0OKJIaIK/ MPOBOISIIETO ITyyKa cBsI3HuKa. Yuc-
JIO CJI0€B KJIETOK ¢ GUOPO3HBIMU YTOJIIIEHUSIMU U UX
pacIoIOXKEHNE pa3IndaloTcs y M3YYEeHHBIX BUIIOB.
V C. ericoides onu pacrionaraloTcsl B OWH CJIOM B BU-
JIe KOJIblla B TOM YaCTU MbIJIbHUKA, KOTOpasi MOJHO-
CTBIO CpacTaeTcs ¢ THIMMHOYHOM HUTHIO. Y C. inter-
media n C. multicava 30echk popMupyrorcs 2—3 cios.
B yactu nbLIbHUKA, CBOOOTHOM OT THIYMMHOYHOI HU-
™, y C. ericoides KJIeTKH C (pMOPO3HBIMHU YTOJIIIICHN -
sIMH (hOPMUPYIOTCS TOJIBKO B HAOTEIIMHU, a Y IPYTUX
BUIOB HE TOJBKO B SHAOTELIMU, HO U B 2—3 HUXEJe-
XKalllX CJIO0sIX CBsI3HUKA. Y BumoB Kalanchoe pu6-
PO3HBIE YTOJIIEHUS BBISIBJIEHBI B CyO3muaepMaiib-
HOM U1 TPEThEM CJI0SIX CBSI3HMKA TOJBKO MEXIy abaK-
CHAJIbHBIMUA MUKPOCIIOPAHTUSIMMU.

Hamre umcciaenmoBaHue MOATBEPAWIO Pe3yiabTaThl
JIPYTUX aBTOPOB O MOPA3UTEIbHOM OZHOOOpa3uu U
CTaOMJIBHOCTU TIPU3HAKOB MOP(MOJOTUU MbUIbLLI B
ceM. Crassulaceae (Hart, 1974; Sin et al., 2002; Gri-
gorieva, Britski, 2001; Goncharova, 2006). I1buiblie-
BbI€ 3€pHA MCCIENOBAaHHBIX HAMU BUIIOB U3 POJOB
Aeonium, Crassula, Kalanchoe n Sedum OmTHOTUITHBI
II0 CTPOCHUIO W SBIISIIOTCS 3-00pO3IHO-OPOBBIMMU.
Nuorna y Crassula ericoides onu 4-60po31HO-0pO-
Bhle. HekoTophle pa3ianuusi KacaloTcsl CKYJIBIITYPhI
nbeUIblieBoro 3epHa. OHa crpyiiuaras y Aeonium u
Sedum, o6yropuato-simuatas — y Kalanchoe. OnHakoy
Sedum cexuuu Ternata MOBepXHOCTh HBLIbIIBI CETYA-
taga (Calie, 1981). ¥V Crassula BrisiBIeHa 0cobast ¢pop-
Ma CTPyM4YaTOi CKY/JIbNTYPhl HOBEPXHOCTH IbUIbLIE-
Boro 3epHa. OHa oOpa3oBaHa MPOIOJbHLIMU PsIIaMU
B B TPEOHEM, MEXKIY KOTOPHIMU BBIAEISIFOTCS TOH-
KUE CTPYU. DTU CTPYKTYPbl OCOOEHHO XOPOIIIO BbhIpa-
XeHnbl y Crassula multicava v C. intermedia.

ITo xomIuleKCy NpHM3HAKOB HaUOOJIbIIEE CXOI-
CTBO B CTPOCHUU IThUILHMKA OOHAPYKEHO MEXIY PO-
namu Aeonium i Sedum. K yepraM cxoacTBa OTHOCSIT-
cd caeaylolue: M3o0mnaTepaabHblii (Ha IIOIeped-
HOM cpe3e) NBUIbHUK C HAACBSIZHUKOM, 4-JIy4eBbIM
CBSI3HMKOM U KOJIBLIEBUAHBIM (PUOPO3HBIM CJI0EM C
BHYTPEHHEM CTOPOHBI CBSI3HUKA B HUXKHET 00J1aCTH,
[Je HeT cpacTaHUs MbUIbHUKA U TBIMMHOYHOM HUTU;
MOBEPXHOCTH NBUILLIEBOTO 3epHa — cTpyiuaTas (Ani-
simova, Shamrov, 2022a, b).

Kak 6bIO OTMEUeHO B Hayajie CTaTbu, UMEHHO
HaJIU4re BO3MOXHON (DUIIOreHETUUECKOI GIM30CTI
ponoB Crassula i Kalanchoe modynnno Hac IpoBeCTH
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NCCICA0OBaHMEC MMbJIbHUKA Y TPEX BUIOB poJa Crassu-
[Cl, JIJISI TOTO YTOOBI BBHISIBUTh YE€pThl CXOACTBaA U pa3-
JIMYUA MEXKIY OTUMU pOIdaMMU.

V BunoB Crassula TBIMUHKA UMEET KOPOTKYIO ThI-
YUHOYHYIO HMTb, KOTOpasi B 0a3ajJbHOM 4YacTU He
cpacTaeTcsl ¢ NbIJIbHMKOM. K MecTy mpMKpeIUIeHUS
Ha LIBETOJIOXKE THIMMHOYHASI HUTh YIIOLIACTCS U Pac-
mupsietcsi. OQHAKO Ha YPOBHE BXOXICHUS B MBLIb-
HUK OHa CyXaeTcs, NpUHUMAS HWIMHIPUYECKYIO
¢dopmy. B 11IeHTpe THIYMMHOYHO HUTH IIPOXOIUT MPO-
BOISIINI My4yoK. CBSIBHUK OT/IMYAETCST PACITOJIOXE-
HUeM u ctpoeHueM. Ilpexne Bcero, oH SIBJISCTCS
SKCIEHTPUYHBIM U CMEIIEH U3 LIEHTPAJIBHOTO ITOJI0-
KEHHSI B CTOPOHY a0aKCUJIBHBIX MUKPOCITOPAHTHEB.
TkaHu CBSI3HMKA HE Pa3sBUBAIOTCI MEXIY amaKCH-
aJIbHBIMU MUKPOCHOPAHTUSIMU, KOTOPBIE CPACTAIOT-
cs1 OOKOBBIMM TTOBepxXHOCTIMU. CrielinUIHBIM SIB-
JISIETCSI CTPOCHME ITbUIbHUKA. OCOOEHHO Hajaudue
KJIETOK ¢ (PUOPO3HLIMU YTOJIIEHUSIMU. Y BHIOB
Crassula oHn oOHapyXeHbI HE TOJBKO B SHIOTELIUU,
HO U B KJIeTKaxX OOKJIaAKH IIPOBOISIIETO ITy4YKa CBSI3-
HUKa. YUCIo c1oeB KIIETOK ¢ GUOPO3HBIMU YTOIIIE-
HUSIMU U X PACTIOJIOXEHUE PA3INYAIOTCS Y U3yUCH-
HBIX BUOOB. Y C. ericoides oHU pacmnojiaralorcsi B
OIVH CJIOM B BUJE KOJblIAa B TOM YacTU IbUILHUKA,
KOTOpAasi MOJIHOCTBIO CPACTAETCsl C TBINMHOUYHOM HU-
Th10. Y C. intermedia n C. multicava 3nech (popmMupy-
forcgd 2—3 ciios1. B yactm mBUIBHUKA, CBOOOIHOM OT
TEIYMHOYHOI HUTHU, Y C. ericoides KiieTKU ¢ GUOPO3-
HBIMHU YTOJILIEHUSIMUA (DOPMUPYIOTCS TOJIBKO B DHIO-
TEeLIMH, a y APYTUX BUIOB HE TOJBKO B SHAOTECIINMU, HO
U B 2—3 HUXKeJIeXKalllMX CJIOSIX CBSI3HUKA.

Y Kalanchoe bIIBHUK UMEET TUITMYHYIO (hOPMY B
BUje “0abouku’”, IIpU 3TOM abaKCcuaJIbHbIE MUKPO-
CHOpAHTUMU OO0Jbllle M0 pa3MepaM alaKCUaIbHBIX U
IIMPOKOM YacThlo 0OpallleHbl Hapy:Ky 11BeTKa. CBsI3-
HUK U IPOBOJSIIMI MyYyOK pacriojiararoTcsi B LIEHTpe
MEXIy MUKpOCITOpaHTUSAMU. [TbUIBHUK MOYTU Ha
BCEM TIPOTSKEHUU CpacTaeTcs ¢ THIYMHOYHOI HU-
ThlO, KOTOpasi CTAHOBUTCSI OYE€Hb KOPOTKOH B CBO-
O0omHoi yacTu. ThlyMHOYHASI HUTh CTAHOBUTCS IIIM-
POKOI1 1o Mepe MPUOIMKEHUS K 1IBETOJOXY. [TbLIb-
HUK XapaKTepu3yeTcs HaICBSI3ZHUKOM. Y BUIOB
Kalanchoe brbpo3HbIe YTOJIIEHUS BBISIBJIEHBI B Cy0-
BNUAEPMAIBHOM U TPEThEM CJIOSIX CBSI3HMKA TOJBKO
Mexy abakcuagibHbIMA MUKPOCITOPAHTUSIMU.

3AKJIIOYUEHHME

ITpu pectpuxkrazHom aHanuse JIHK xioporuia-
croB (reH mat K) B cem. Crassulaceae BBIIEIISIIOTCS
7 XJ1am, MoJIOXKeHME KOTOPBIX Ha IpeBe ceMelicTBa (OT
0a3aJIbHbIX 10 TPOJBUHYTHIX) HECKOJIBKO pa3inyacT-
cd 1O TPEACTaBIeHUSIM pa3HbIX aBTOpoB: Crassula,
Telephium, Sempervivum, Leucosedum, Acre, Aeo-
nium, Kalanchoe (Mort et al., 2010) u Crassula, Ka-
lanchoe, Telephium, Sempervivum, Aeonium, Leu-
cosedum u Acre (Nikulin, Goncharov, 2017).
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[IpoBeneHHOE MCCIeOOBaHME MOKA3aj0, YTO BU-
nbl Crassula xapakTepu3yroTcsl PsIIOM YHUKaJIbHBIX
MpU3HAKOB. Y HUX (HOPMUPYETCS 3KCLUEHTPUUIHBIA
CBSI3HUK, KOTOPBII CMEIIEH U3 LIEHTPAJILHOIO MOJIO-
KEHUSI B CTOPOHY a0aKCHJIbHBIX MUKPOCIIOPAHTHEB,
IIpU 3TOM TKAaHM CBSI3HUKA HE Pa3BUBAIOTCSI MEXIY
aTakCUaJIbHBIMUA MUKPOCTIOpaHTusIMU. B oTimune ot
IpYyrux M3ydeHHbIX HaMu BuIoB ceM. Crassulaceae, y
KOTOPBIX 2-CJIOMHBIMUA MOTYT OBITh DHIOTELINI WA
TaneTyM, oo dopMupyrorca 2—3 cpegHUX CJIOS,
CTeHKa MUKpocIriopaHrusi BunoB Crassula siBAseTCs
4-CIOMHOM M BK/IIOYACT SIUACPMY, SHIOOTCIIMIA,
CPEIHUI CIIOM M TaleTyM M €€ Pa3BUTHUE OCYIIECTB-
JISIETCS B paMKax TUIIOBOM Bapyalliy LIEHTPOOEXKHO-
ro TUMa.

C npyroii CTOpOHBI, B CTPOSHUH ITEUIBHUKA BUIOB
Crassula ecTh TIpyU3HaKu, oOIIMe ¢ BuUgamMu Sedum
(ximanel Acre, Telephium) u Aeonium (xnaga Aeoni-
um) — HaJIn4ue KJIeTOK ¢ GUOPO3HBIMU YTOJIIICHUSI -
MU B YAaCTU ITBIJIBHUKA, CBOOOTHONW OT THIYMHOYHOMN
Hutu. Bunsl Crassula iMeIoT TakKe psifi OOIIMX 4epT
B CTPOCHUM THIYMHKU U NbUIbHUKA C BugamMu Kalan-
choe — TBHIMMHKA IIMPOKasi B OCHOBAaHUU U Y3Kasl B
MECTE CpacTaHMs C NbJIbHUKOM, TUITUYHbBINA Mapue-
TaJbHBII TalleTyM 0e3 peopraHnu3auunu. [TonydyeHHbIe
HaMM JaHHBIE CBUAETEJILCTBYIOT O TOM, YTO HYKHBI
NOMOJIHUTENbHBIE UCCIIEAOBAHUS U MOJIOXKEHUE KJla-
nbel Crassula IIpogo/KaeT OCTaBaTbCs CIIOPHBIM Ha
dunoreHernueckoM ApeBe cemelictBa Crassulaceae
(Mort et al., 2010).
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ANTHER STRUCTURE IN CRASSULA ERICOIDES, C. INTERMEDIA
AND C. MULTICAVA (CRASSULACEAE)

G. M. Anisimova®* and 1. I. Shamrov®?#*
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Prof. Popov Str., 2, St. Petersburg, 197022, Russia

b Herzen State Pedagogical University of Russia
Moika River Emb., 48, St. Petersburg, 191186, Russia

*e-mail: galina0353@mail.ru
##e-mail: ivan.shamrov@gmail.com

The development and structure of the anther wall in Crassula intermedia, C. multicava and C. ericoides was
studied for the first time. In the studied species, the presence of basic features of the Crassulaceae family as-
sociated with reproduction processes was confirmed. These include: tetrasporangiate anther, parietal tape-
tum, simultaneous microsporogenesis, predominantly tetrahedral tetrads of microspores, 2-celled and 3-col-
porate mature pollen grains. The microsporangium wall is 4-layered (epidermis, endothecium, middle layer
and tapetum) and its development occurs within a typical variation of the centrifugal type. Tannins accumu-
late in epidermal cells: in C. infermedia, along the periphery of the cell protoplast, and in C. multicava and
C. ericoides, the cell protoplasts are completely filled with tannins. The tapetum develops without reorgani-
zation (typical parietal tapetum). The study has shown that Crassula species are characterized by a number of
unique features. They form an eccentric connective displaced from the central position towards the abaxial
microsporangia, while the connective tissue does not develop between the adaxial microsporangia. Fibrous
thickenings were found not only in the endothecium cells, but also in the cells around the vascular bundle of
the connective tissue. The number of cell layers with fibrous thickenings and their location differ in the stud-
ied species. In C. ericoides, they are arranged in one layer in the form of a ring in the anther part completely
fused with the filament. In C. intermedia and C. multicava, 2—3 layers are formed there. As regards the anther
part free from the filament, in C. ericoides cells with fibrous thickenings are formed only in the endothecium,
while in other two species not only in the endothecium, but also in 2—3 underlying layers of the connective
tissue. In the structure of the stamen and anther of Crassula species, there are features common with Sedum
and Aeonium species (the presence of cells with fibrous thickenings in the anther part free from the filament)
and Kalanchoe (the stamen is wide at the base and narrow at the junction with the anther). Our data indicate
that additional studies are needed, and the position of the Crassula clade continues to be controversial on the
phylogenetic tree of the Crassulaceae family.

Keywords: androecium, anther, microsporangium wall, Crassulaceae, Crassula, Crassula intermedia, C. eri-
coides, C. multicava
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