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[MIpoBeneHo HUTOAIMOpPHOIIOTHYECKOE UCCaea0BaHUe (POPMUPOBAHUS CTEHKM THE31a MbUIbHUKA U Pa3BU-
THs NBUIBLIeBOTO 3epHa y Campanula alliariifolia Willd. BeIsIBIIeHO 3HAYUTEIILHOE CXOICTBO CTPOCHMS MYXK-
CKMX O9MOPHUOHAJIbHBIX CTPYKTYP 3TOTO BUIA C IPYTUMU TipeactaBurensimu ceM. Campanulaceae, a MMEHHO:
CUMYJIbTAaHHOE 00pa30BaHUE TETPAl MUKPOCTIOP, IBYKJIETOUHBIE IMbLUIbLEBbIE 36pPHA C OTHOCUTEIbHO KPYII-
HOM BereTaTMBHOI KJIETKOM, KJIETOYHBI CEKPETOPHBIN TaleTyM, NBYCIOMHBIN SHAOTeMA. XapaKTepHbI-
MU IJI1 5TOTO BUIIA MPU3HAKAMU SIBJISIETCSI OTCYTCTBUE TUIALIEHTOUAOB, TTPUCYIINX IPUMUTUBHBIM TpEI-
CTaBUTEIISIM CEMEMCTBa, a TaKXKe JJIMTEJbHOE COXpaHeHHEe TaleTyMa B BUJE Tska U3 1e()OPMUPOBAHHBIX
TaleTaIbHbIX KJIETOK, PACIIOJIOXEHHBIX B PSII Y TUIOTHO MTPUJIETAIOLIUX OPYT K APYTY.

Karoueswie crosa: Campanula alliariifolia, Campanulaceae, cTeHKa THe31a IbUIBHUKA, MUKPOCIIOPOIeHE3,

TIBIJIBLIEBOEC 3€CPHO

DOI: 10.31857/S000681362311008X, EDN: APOETT

Cem. Campanulaceae NMpuHaIIEXKUT K MOPSAKY
Campanulales 1 HacuutbiBaeT 40 pogoB U OKOJO
1000 BunmoB. CTpyKTYphl pelIpOAyKTUBHBIX OPTaHOB,
B YAaCTHOCTU, MbUILHUKA Y TIpelcTaBUTEICH ceM.
Campanulaceae Majo n3ydeHbl. OqHaKO MMEHHO Ha
OCHOBaHWM HCCIENOBAaHUM MOP(OTOTUIECKUX TTPH-
3HAaKOB MOXHO PeIIUTh AUCKYCCMOHHBIC BOIIPOCHI B
cucteMaTuke U ujaoreHuu 3toro cemeiictra. Ha-
IpUMep, MOHOTUITHBIN pon Ostrowskia Ha OCHOBa-
HUU TIPU3HAKOB CTPOCHMS IIBETKA OBIJT TIepeMelieH
u3 tpubsl Campanuleae B ocodyio Tpudy Ostrows-
kieae, yTo coryacyercsi ¢ pesyJibTaTaMu MCClIeIoBa-
HUS TTBUTBIEBBIX 3epeH TJaHHOTO BUIIA, UMEIONINX 00-
pO3IbI, a He TOPHI, KaK Y OOJIBIITMHCTBA ITPENCTABUTE -
qneit Tpubsl Campanuleae. B pone Platycodon Obin
ocTaBieH Tonbko P. grandiflorus, a P. homallanthinus
OTHECEH K pony Astrocodon.

BrIsIBIEHO, YTO TT0 CTPOSHUIO MBIJIBHUKA TIPEI-
CTaBUTEJM CEMEMCTBA TMOMPA3IC/ISIIOTCS Ha OBE
IPYMITbI: UMEIOIIMe TUIAlleHTOUIbI — BBIPOCTHI CTe-
punbHOI TKaHU B crioporeHHyio (Eames, 1961) Ha
BHYTPEHHE CTOPOHE THe3/1a MbIJIbHUKA U T€, Y KOTO
5TU BBIPOCTHI OTCYTCTBYIOT. Cpean U3yuyeHHbBIX Ha-
MU BUnoB y Ostrowskia magnifica (Kamelina, Zhin-
kina, 1989; Zhinkina, 1995), Campanula taurica
(Miroshnichenko, 2014), Platycodon grandiflorus
(Zhinkina, Evdokimova, 2020), Codonopsis clemati-
dea (Zhinkina et al., 2022) mraneHTOUIBI UMEIOTCSI.

Y Azorina vidalii v Gadellia lactiflora (Zhinkina,
Shamrov, 1997) maneHTonabl OTCYyTCTBYIOT. Hanm-
Yue TJIalleHTOUAO0B, TI0 MHEHHMIO HEKOTOPBIX UCCTIe-
noBarejeil (Kamelin et al., 1999), aBasgercss npuMu-
TUBHBIM TTPU3HAKOM.

Campanula alliariifolia (puc. 1a) aBisieTcs neKo-
paTUBHBIM pacTeHUEM, U JJIs er0 YCMEUIHOTO KYJib-
tuBupoBanusi Ha CeBepo-3amame Poccum criemyer
W3YYUTh OCOOEHHOCTH CTPOCHMUS U Pa3MHOXEHUS
pacTeHuii, BO3pacTHbBIE COCTOSTHUSI, a TAKXKE YPOBEHbD
aJanTUBHBIX Bo3MoxHocTeit Buma. T.M. ®domuHa
(Fomina, 2009) uzyuyuyia ero >XU3HEHHBIM LUKI B
ycaoBusix HoBocubupcka. Ognako C. alliariifolia ma-
JIO U3YYEH C TOUKM 3pEHUS LIUTOIMOPUOTIOTUU U 3TO
OJIHA U3 IIPUYMH €T0 BEIOOpA B KaueCTBe 0O0BEKTA UC-
ciegoBaHus. Llenpio paboOTHI OBIITO N3YYEeHNUE Pa3BU-
THSI MY>KCKUX PEIIPOAYKTUBHBIX CTPYKTYp y Campa-
nula alliariifolia.

MATEPUAJIBI U METO/1bI

Campanula alliariifolia Willd. (Sect. Cordifoliae
(Fomin) Charadze) Bctpeuaetcsa B Majoit A3uu, Ha
Kagkaze, a Takxe Ha ceBepe Bomnrorpaackoii o61a-
CTH, T1e BUuJ BHeceH B KpacHy10 KHUTY 3TOro permo-
Ha (Red Book, 2017). BriepBrie cemena C. alliariifolia
ObuM HOocTaBieHbl B TI. JleHwmHrpang u3 IepmaHuu
(r. KénpH) B 1939 rony, BrociaeAaCTBUU pacTeHUs pas3-
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PABBUTUE MYXKXCKHUX PEITPOOYKTHUBHLIX CTPYKTYP 993

Puc. 1. Crpoenue userka y Campanula alliariifolia. a — 1iBetylIee pacteHre; b — NeCTUK U THIYMHKYU Ha paHHEHW CTaauu; ¢ —
OYTOHBI HA paHHel cTaauu pa3BUTHST; d — MECTUK MOKPHIT MBUIBLIOM B €111e He pACKPBIBILIEMCSI OYTOHE; € — BO BpEeMSI OTKPBITHSI
OyTOHA MECTHK MOKPHIT MbLUIBLION, a TBIMUHKY AeTpaaupoBaiu; f — BEpXHsisi YaCTh MECTUKA IMTOKPBITA MbLIBLION, TBUIbHUKHU ThI-
YMHOK Ie(opMUpOBaHkl. fI bud — GyTOH, ps — MIECTUK, st — ThIYMHKA. MaciurabHas InHeika, cM: a, e — I, MM: b —3;¢c — 1, 2;
d, f—4.

Fig. 1. Flower structure of Campanula alliariifolia. a — flowering plant; b — stamens and pistil at the early stage of development;
¢ — flower buds at the early stage of development; d — the pistil is covered with pollen in unopened flowering bud; e — at the time
of bud opening, the pistil is covered with pollen and the stamens have degraded; f — upper part of the pistil is covered with pollen,
the anthers are deformed. fI bud — flowering bud, ps — pistil, st — stamen. Scale bars,cm:a,e — I, mm:b—3;c—1,2;d, f— 4.

MHOXWINCh CAMOCEBOM M IIPONOIDKAIOT yermemHo Ilerpa Bemnkoro. IocTosHHBIE TIpemapaThl I UC-
KyJIbTUBUPOBaThCs B borannueckom cany BUH PAH.  ciegoBanust roroBuin o o0LIENPUHATONR METOIUKE

Cousetust C. alliariifolia ¢ uBerkamu vt 6yronamn  (Prozina, 1960). Marepuan dbukcupoBaiu B cMecu
Ha pa3HbIX CTAAMIX Pa3BUTHS ObUIA coOpaHbl HaTep- FAA (70° stunosslit ciupt, 40% dopmanuH, nens-
pUTOpUM aJbIIMKUCKUX TOopoK boraHmyeckoro cama Has yKCycHas Kuciaorta B rporopuuu 100 : 7 : 7) mo-
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cJie TIPOBOIKHU Yepe3 CepUio CITMPTO-XJIopodopMo-
BBIX cMecell 3aMBanu B mapaduH, OJJOKU pe3ajiv Ha
mukpotome Microm 325 (pupmer Carl Zeiss). Cpesbl
JIeiaay TOJIIUHOM B 12 MKM, T10Ce nermapaduHupo-
BaHUSI OKpAIIWBaId TeMATOKCUIMHOM IO DPIIHXY,
cappaHMHOM C TIOAKPACKOI aJllMaHOBBIM CHHUM.
IpemapaTel uccnenoBaan U (GoTtorpadupoBaii Ha
MUKpockoIie Axioplan-2 mot (Zeiss), ¢ UCIIOJIb30Ba-
HueM kamepbl AxioCam MRc 5 (Zeiss) u mporpaMmsbl
AxioVision 4.8 (Zeiss).

PE3VJIBTATbBI UCCIIEAOBAHUA

Campanula alliariifolia — TpaBIHUCTBIN MTOJIMKAP-
nuk. IIpssmocTtosuue cre6ian 30—60 cM BbIC., KaK U
JIUCTBSI, TYCTO OMYIIEHbI MSITKUMU KOPOTKHMMU BO-
Jockamu. LIBeTky qianHOM 22—26 MM, Ha LIBETOHOX-
Kax, coOpaHbl B MaJIOLIBETKOBYIO OJHOCTOPOHHIOIO
KUCTb; Yalll€JIUCTUKU JIAHIIETHbIE, BHU3 OTOTHYTHIE;
BEHYMK KeJTOBATO-O€Jblii, BOPOHKOBUIHO-KOJO-
KOJIbYATBIN, MO Kpalo PeCHUTYAThINA, OTTUO JierecT-
KOB 710 18 MM 1IUP.; TBIYUHOK MSITh, MECTUK TOHKUIA,
JJIMHHBIN, TYCTO MOKPHIT KOPOTKUMM BOJIOCKAMMU,
pbLIbLIE pa3aBoeHHOe (puc. 1b). Yamenuctuku 6yTo-
HOB onyIieHHbIe, (puc. 1¢). BckpbiThe NbUILHUKOB 1
BBICBOOOXIEHUE TIBLIbIIbI TPOUCXOUT B €11Ie Hepac-
KpbIBIIMXCS OyToHax (puc. 1d). Ilbuiblia OOMIIBHO
MOKPBLIBAET MECTUK. YXKe Tocjie OTKPbITUSI OYTOHOB
MOXHO BUIETh, YTO MbIJIbHUKWA YMEHBIIUIUCH B pa3-
Mepax, 1e(OpMUPOBAIUCH U CheXIUCh (puc. le, f),
TO €CTh K MOMEHTY, KOTa LIBETOK CTaHOBUTCS J10-
CTYITHBIM LISl ONbUIEHUSI HACEKOMbBIMM, €r0 MECTUK
MOKPBIT NbIJIbLON, a THIYMHKU JETEHEPUPYIOT.

Pa3BuTue NbLIbHMKA HAYMHAETCS C 3aJIOKEHMS
NPUMOPINS, IPEACTABICHHOIO MEPUCTEMOM, CHApYy-
KW TIOKPBITOI OIHOCIOMHBIM anuaepMucoMm. Dop-
MUPYIOTCS YeThIpe Oyropka, B KaXXIOM U3 KOTOPBIX
BBIICJISIOTCS apXeCIopUalbHble KJIEeTKM, PacloJjio-
KEHHbIE B CyO3MMUaepMUCE, OTINYAIOIINECS OT OKPY-
KaIMxX 0oJiee MIOTHOW IMUTOMIa3MOU U KPYITHBIM
saapoM. B pesynbraTe NEepUKIMHAIBHOTO OEJICHUS
KaXIoi apxeclnopuajabHOl KIETKU (HOPMUPYIOTCS
CIIOpOTeHHas 1 NapueTaibHas KJIETKH (puc. 2a). I1a-
pUeTalIbHbIC KIETKU OENSTCS, 00pa3ysl Hapy>KHbIA U
BHYTpEHHHE CJIOM. BHYTpeHHMiII mapueTaabHBII
ciioit maet Havaso taretymy (Teryokhin et al., 1994).
BeposiTHO, 110 aHAJIOTUU C APYTUMU UCCIEIOBaHHbBI-
MU BUIAaMU KOJOKOJBUYMKOBBIX, B pe3yabTaTe Iepu-
KIIMHAJBbHBIX OEJIEHUI KJIETOK Hapy>KHOIO Mapue-
TaJIbHOTO CJIOSI QOPMUPYIOTCSI DHIOTSLIMI U CpeTHU
cioit. PazBuTHe, O4eBUOHO, MPOUCXOOUT TIO0 TUITY
JIBYIOJbHBIX, WIW LIECHTPOOEXHOMY THUITYy, HO 3TOT
BOMNPOC HYXXKIAETCS B JAJIbHEHAIINX UCCIIEAOBAHUSIX.

CnoporeHHbIe KJIETKU AeJISITCS U 00pa3yroT CIIO-
pOT€HHYIO TKaHb, KJIETKM KOTOPOI IIpeoOpasyoTcs
Jajgee B MUKPOCIIOpOUUTHI (puc. 2b). OHuU oTanya-
I0TCSI OOJBIIMMU pa3MepaMM, KPYITHBIMU SiApaMu U
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OoJiee TUTOTHOU 1MTOILIa3MoOi (puc. 2c¢). Kierku
pacrrojiaralotcst B HeCKOJIbKO psimoB. K MoMeHTY 00-
pa3oBaHUs MUKPOCIIOPOIIUTOB CTeHKA THe3/1a ITbLTh-
HHUKa IMOJIHOCTBIO C(hOPMUPOBAHA U COCTOUT U3 BITU-
JIiepMuca, 3HAOTEelLMsI, CPEeIHEero cjosi U TamneTryma
(puc. 2d). TameTyM — CEKpeTOPHOIO TUIIA, OMHOPSII-
HBI. ETO KIIeTKM IIPSIMOYTOJIbHOM (DOPMBI, HEPEIKO
MMEIOT JIBA s1/ipa U KPYITHbIE BAKYOJIU.

B miportecce hopmMupoBaHUS TeTpad MUKPOCITOP
MocJjie IEPBOro MEMOTUYECKOTO AeIeHUS TTePeropo/l-
KU HE 00pa3yroTcs U TTocjie BTOPOTO JIeJIeHUsI BCe ye-
ThIpE KJIIETKM BO3HUKAIOT OQHOBPEMEHHO (puc. 2e),
TO €CTh, TETPaIbl MUKPOCIIOp (DOPMUPYIOTCS IO CU-
MYJIbTaHHOMY THITY.

K MomeHTy oOpa3zoBaHUsI TeTpam MHKPOCIOpP
(puc. 2f) cTeHKa rHesnaa MbUIbHUKA COCTOUT U3 IITH-
JIepMHrca ¢ KyTUKYJIOM, YACTUIHO COXPaHUBIIETOCS
CPEIHETO CJIOSI, OOHO-ABYPSITHOTO DHIOTELIMS U Ta-
rneryma. K.HCTKI/I SIINACPpMHUCA BBITATMBAIOTCA, YIIJIO-
matotcs. TareTaabHbIE KJIIETKH TaKXKE CXKMMAIOTCS U
OOJIBIIYIO YAaCTh MX 3aHMMAIOT KPYIIHbIE BaKyOJIM.
Knerkn mpuobGpeTaioT HenmpaBWJIBHYIO (QOpMy, HX
sapa 1eopMUPYIOTCS.

Terpanel MUKpOCTOp TeTpadapaibHON (DOPMHEI,
OHU OKPYKEHbl KaJUIOZHON 0O0O0JIOUKOI, KOoTopas
BITOCJICACTBMM pa3pyllacTcs IPU pacliaie MX Ha OT-
JIeJIbHbIe MUKPOCIIOpHL. IlepBoHavYaIbHO TeTpaabl pac-
0JIaraloTcsl B HEMOCPEICTBEHHOM OJM30CTU OT Tare-
TyMa U COXPaHSIOT C HUM T€CHBII KOHTAKT (puc. 3a).

Ha MoMeHT pacmana TeTpasn CJIoM CTeHKU THe3la
MbUTbHUKA MPOJOJIXKAIOT TpeTepIieBaTh U3MEHEHUSI.
B xireTkax TameTyma Takke Bce 00Jiee 3aMETHBI ITPH-
3HaKM PEOPTaHU3aIINM — BaKyOJdW YBEJIUUMBAIOTCS,
MMPOTOILIACT CKMMACTCA, CaMM Tall€TaJIbHbIEC KIICTKHN
VILIOLIEHBI U pacloioXeHbI B psia (puc. 3b, e). Brio-
CIIEMCTBUM KJIETKU TalleTyMa IUIOTHO TPUJIETaioT
IpYT K APYry, o0pasysi CTPYKTYpPY, HAIIOMUHAIOLLYIO
TsSDK (puc. 3c). DTOT clioil coxpaHsieTcsl BIJIOTh 10
MOMEHTa BCKPbIBaHUSI MbUIbHUKA.

BricBoOonuBIIMECS U3 TETPadbl HEBAKYOJIU3UPO-
BaHHBIE MUKPOCIIOPHI OTHOCHUTEIHLHO HEOOJIBIIOIO
pa3Mepa, X SApO PaCIIOJIOXEHO B LIEHTPE KJIETKM,
muroruiadMa miotHasa (puc. 3d, 7). ITo mMepe manb-
HEWIero pa3BuTusl HabOJIOMaeTCs yBeJIMYeHUEe pa3-
Mepa MUKPOCHOpP, COIIPOBOXAAIOIIEECS BaKyoIm3a-
mueii. Ha cragum ciaGoBaKkyoInM3MpoOBaHHOM MUMK-
pocriopbl (puc. 3d, 2) BakyoJIu OTHOCUTEIBHO
Menkue (puc. 3d, 3). B manpHeieM HacTymaer cTa-
Vsl BaKyOJIM3MPOBAaHHOM MUKPOCIIOPBI, 00pa3yeTcs
KpyrHas BakyoJib (puc. 3d, 4), 3aHuMarolias 60JIbIIyio
4yacTh 00beMa KJIeTKU. SIIpo oKa3bIBaeTCsl CMEILIEHHBIM
W3 LEHTPAJIbHOTO MOJIOKEHUS B IIpUCTeHHOE (puc. 3d,
5). BHyTpeHHIe N3MEHEHMS COIPOBOXKIAIOTCSI 00pa30-
BaHueM aneptyp — y C. alliariifolia dopmupytotcs
IOPBl ¥ OTHOCUTEJIbHO IJIMHHBIC INUIIMKW Ha IO-
BEPXHOCTH B3K3MHBI Pa3BHUBAIONIECTOCS NBUIBLIEBOIO
3epHa (puc. 3d, 1-6).
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Puc. 2. ®opMupoBaHUe CTEHKY rHe3/1a MbUIbHUKA. & — IPUMOPIUA THIMUHKYU ¢ MHULIMATLHBIMU KJIETKAMU THE3/1a NbUIbHUKA,
b — ¢parMeHT rHe3ma NBUIbHWKA Ha CTaIuKU MUKPOCIIOPOILMTOB; ¢ — MUKPOCIIOPOLUTHI, d — cTpoeHue chopMUPOBAHHOI
CTEHKM I'He3/ia MbUIbHUKA; € — (DparMeHT CTEeHKU T'He3/1a MbUIbHMKA Ha cTaauu Meito3a; f — rerpaabl Mukpocnop. Chrom — Xpo-
MaTUH, en — SHIOTELUi, ep — aNUAepMuUc, form tetr — GopMUpyroLIMecs TeTpanbl, mks — MUKPOCIIOPOLIUTHI, m [ — cpeaHuit
CJIOi, nuc — siApo, nucl — SAPBILIKO, p | — MapueTaNbHbIN CJI0M, Sp | — CIOPOTreHHbIEe KIETKH, tap — TaneTyM, fefr — TeTpaibl
MUKPOCTIOP, vac — BaKyoJsib. MacitabHas IuHelika, MKM: ¢, e, f — 10; a, b, d — 20.

Fig. 2. Formation of microsporangium wall. a — stamen primordium with initial cells of microsporangium; b — fragment of mi-
crosporangium at the stage of microsporocytes; ¢ — microsporocytes; d — structure of a formed microsporangium wall; e — frag-
ment of microsporangium wall at the stage of meiosis; f — microspore tetrads. Chrom — chromatin, en — endothecium, ep —
epidermis, form tetr — tetrad in the process of formation, mks — microsporocytes, m [ — middle layer, nuc — nucleus, nucl —
nucleolus, p / — parietal layer, sp / — sporogenous cells, fap — tapetum, fetr — microspore tetrads, vac — vacuole. Scale bars, um:
c,e,f—10;a,b,d—20.

CreHKa rHe3ia IbUIbHMKA Ha CTaIUY MUKPOCIIOP  MHCE M SHAOTEHUM HEKOTOpbIE KJIETKU JIUIIWINCH
COCTOUT U3 CASAYIONINX CJIOEB: SIUAEPMUCA, MECTa-  COAECPXKMMOIO JIMOO COXpPaHWJIM OCTaTKU IeOopMU-
MU IBYCIOMHOTO 3HIOTELMS, KOe-IlIe COXpaHMWB- POBAHHOIO IpOTOIUiacTa. B TameralibHBIX KJleTKax
IIErOCsl CPENHETO CJIOSI U CJIOS TUIOTHO TIpujieralo-  3aMeTHBI BaKyOJIU, sSiipa MECTaMU €lle COXPaHSIIOTCS
WX OPYT K APYTY TalleTaJdbHBIX KJIeToK. B anumep-  (puc. 3d).
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Puc. 3. TeTpanbl MUKPOCIIOP, MUKPOCTIOPHI Ha pa3HbIX CTAAUSIX PA3BUTHS U CTEHKA THe3/1a MbUIbHUKA. @ — PACTIOJIOXKEeHUE TET-
pall MUKpPOCIOp B IMOJIOCTH THE3/1a MbUIbHUKA; b — PHE310 MbUIbHMKA Ha CTaAMM CBOOOIHBIX MUKPOCIIOP; C — CTEHKA IrHe3aa
MbUIBHMKA Ha CTAJMU cJ1a00 BaKyOJIU3MPOBAHHONM MUKPOCIIOPBI; d — MUKPOCIIOPHI Ha Pa3HBIX CTAAMSIX PAa3BUTHUSI U CTEHKA
rHe3na MbulbHUKA: / — HeBaKyOoJIM3UPOBaHHAs MUKpOCIIopa; 2 — c1aboBaKyoJM3MpPOBaHHAasi MUKpocTiopa; 3 — sIApO CMECTU-
JIOCh K nepudepun; 4 — KpymHasi BAKyOJIb B LIEHTPE KJIETKHU; 5 — Ha CTaAuM BaKyOJIM3UPOBAHHON MUKPOCITOPHI SIAPO CMEIIEHO
B IIPUCTEHHOE TMOJIOKEHKE; 6 — MUTOTUUYECKOE JIEJICHUE sIIpa, B pe3yJIbTaTe KOTOPOTo 00pa3yloTcsl BereTaTuBHasl U FTeHepaTUB-
Hasl KJIETKU; 7 — CTpOEHUE CTeHKH THe3/1a MbIJIbHUKA Ha CTaAuK BaKyOJIM3UPOBAHHON MUKPOCIIOPHI; € — MOIepeYHbIil cpe3
MbUIBHMKA Ha CTAIUU BaKyOJIU3MPOBAHHON MUKPOCIIOPHI; f — 0061aCTh BCKpbIBaHUSI MBUIBHUKA. ep — SMUIEPMUC, en — DHII0-
TeLuid, mic — MUKPOCIIopa, m [ — cpenHuii cloii, pore — riopa, st — CTOMUYM, fap — TaneTyM, fetr] — TeTpaibl MUKPOCIIOP, IPU-
MBIKAIOIIME K TANETyMY, fetr2 — TeTpallbl MUKPOCIIOP B LIEHTPE MOJOCTU rHe3/1a NMbUIbHUKA, vac — BaKyoJib. MaciurabHast u-
Helika, MKM: a, b, ¢ — 20; d, f — 10; e — 100.

Fig. 3. Microspore tetrads, microspores at different stages of development and microsporangium wall. a — location of microspore
tetrads in the cavity of anther loculus; b — mirosporangium at the stage of free microspores; ¢ — mirosporangium wall at the stage
of weakly vacuolized microspore; d — microspores at different stages of development, and microsporangium wall: / — unvacuo-
lated microspore; 2 — weakly vacuolated microspore; 3 — nucleus moved to the periphery; 4 — large vacuole in the cell center;
5 — at the stage of vacuolized microspores, the nucleus is displaced to the near-wall position; 6 — mitotic division of the nucleus
resulting in formation of vegetative and generative cells; 7 — structure of microsporangium wall at this stage; e — cross section of
anther at the stage of vacuolated microspore; f — area of anther dehiscence. ep — epidermis; en — endothecium; mic — microspore;
m [ — middle layer; pore — pore, st — stomium; tap — tapetum, tetr1 — tetrads of microspores adjacent to the tapetum, fetr2 — tetrads
of microspores in the center of the cavity of the anther loculus; vac — vacuole. Scale bars, um: a, b, ¢ — 20; d, f — 10; e — 100.
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Puc. 4. 3penble MbUTBLIEBBIC 3¢pHA U 3peiasi CTEHKA THe3la MbUTbHKMKA. a, b — 3peJible MbUIbIIEBbIC 36pHA; C — 3peJiasi CTEHKa
rHe3na MbUIbHUKA. ep — SMUIEPMUC, en — SHAOTeUui, fib th — GUOpPO3HbIE YTOIIICHUS, gen ¢ — TeHepaTUBHasI KjieTka, m [ —
CpEeIHUI CIIOM; nuc — IApo, pore — 1Mopa, sp — IIUIUKH, tap — TalleTyM, veg ¢ — BereTaTMBHasI KjieTka. MacuiTabHast JTMHeKa,

MKM: a, b, ¢ — 20.

Fig. 4. Mature pollen grains and mature microsporangium wall. a, b — mature pollen grains, ¢ — mature microsporangium
wall. ep — epidermis, en — endothecium, fib th — fibrous thickenings, gen ¢ — generative cell, m / — middle layer; nuc — nucleus,
pore — pore, sp — spines, tap — tapetum, veg ¢ — vegetative cell. Scale bars, um: a, b, ¢ — 20.

B nanpHeiiiiemM B MUKpOCIIOpE TTPOUCXOIUT JIeJICHEe
(puc. 3d, 6), B pe3yJbTaTe 4yero oopasyercs 2-KJIeTOUHOE
MBUTbIIEBOE 3€PHO, COCTOSIIEEe U3 BEreTaTUBHOM U
reHepaTUBHOI KjeToK (puc. 4a). Llutorurazma 3pe-
JIOTO MBUTBLIEBOTO 3epHA IUIOTHAsI, TycTas. [1blible-
BBIC 3¢pHA MO pe3ysibTaTaM CBETOBOI MUKPOCKOITHH
MOPOBEIE, MOPBI B KOJWYECTBE, KaK MPaBWIO, TPEX,
OHM IapoBUAHbIe. CKYJIBNTYpa 3K3WHBI TBLIBLIEBO-
ro 3epHa IOWITOBaTas, IIWITBI MHOTOYMCIICHHBIE,
IUTMHHBIE, PACIOJIOKEHBI IO ITOBEPXHOCTH ITOCTa-
TOYHO paBHOMEPHO (puc. 4b).
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3penblii MBJIBHUK COCTOUT M3 YEThIPEX THE3, T10-
MapHO OObEAMHEHHBIX B JBe TeKu. IlianeHTonmoB
HeT (puc. 3¢). CTeHKa 3peyioro NblJIbHUKAa COCTOUT U3
KJIETOK BMUACPMIUCA U SHAOTELMSs, JIUIIb B HEKOTO-
PBIX 13 KOTOPBIX YACTUUHO COXPAHUIIOCH CONIEPKM -
Moe. B kieTkax sHOoTensI NOsIBASIOTCS (udpo3-
HbIe MOSICKM. MecTaMM COXpaHMJINCh OCTAaTKU Ta-
MeTaqbHbIX KJETOK U KOe-Tle KJIETKU CPeaHero
cios (puc. 4c). B cpemHeit yacTu CTEHKU KaXXKIOTO
MUKPOCHOPAHTHUS C HAPY>XKHOM CTOPOHBI 00pa3yer-
cs BBIeMKa BCJIEAICTBUE ITPOTMOAHUSI COXPAHUB-
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IIUXCST CJI0€B CTEHKU THe3MIa MbUTbHUKA — TaIeTy-
Ma, sHOoTeuus u snuaepmuca. O6pasyercs cTO-
MuyMm. KileTku B 1LIeHTpe BBIEMKU Y3KUE U
BBITSTHYTBIE, TOTa KaK 10 KpastM KJIETKU 3IHUIEP-
MHcCa M DHIOTelns 6oJiee KPYITHBIE U TOJICTOCTEH-
Hble. Ts3XK TanmeTaJllbHBIX KJIETOK B MeCTE pa3phiBa
pacxogutcsa (puc. 3f). JlanpHeiimee pacTssKeHHE
KJIETOK Hapy*KHBIX CJIOEB ITPUBOINT K Pa3phbIBy CTEHKHU
THE3/1a MbUTbHUKA Y BBITAICHUTO TTHUTBITBI.

OBCYXIEHUE

IIpoBeneH cpaBHUTENbHBIN aHAIN3 (GOPMUPOBA-
HUS U cTpoeHus nbuibHUKa Campanula alliariifolia c
IPYTUMU U3YICHHBIMA HaMU TIPEACTAaBUTEIISIMU CEM.
Campanulaceae: Platycodon grandiflorus (Zhinkina,
Evdokimova, 2020), Ostrowskia magnifica (Zhinkina,
1995; Kamelina, Zhinkina, 1989), Azorina vidalii,
Gadellia lactiflora (Zhinkina, Shamrov, 1997), Cam-
panula taurica (Miroshnichenko, 2014), Codonopsis
clematidea (Zhinkina et al., 2022). V¥ Bcex BbIlIEIIEpe-
YHUCIIEHHBIX UCCICTOBAHHBIX BUIOB, a TAKKE ¥ MaJIO-
u3y4eHHBIX BunoB Campanula rapunculoides, C. glo-
merata BCKpbIBaHUE MBUTBHUKOB UHTpop3Hoe. Y C. al-
liariifolia, C. clematidea, P. grandiflorus u O. magnifica
TIepEeTOPONKM MEXIYy THe3TaMHM TTBIJIBHUKA COXpaHSI-
1otcs. Y 0. magnifica, P. grandiflorus v C. clematidea B
MbUTLHUKE Pa3BUBAIOTCS cHelM(UUYECKUE CTPYKTY-
pBl — IUTAIlEHTOWIBI, TIPX 3TOM (HOpMUpPYIOIIAsICS
CIIOpOTeHHas TKaHb U TalleTyM Ha TTOTIepEeIHOM Cpe-
3¢ MMEIOT NOoAKOBOOOpa3Hylo ¢dopMy (Zhinkina,
1995; Kamelina, Zhinkina, 1989; Zhinkina, Evdoki-
mova, 2020; Zhinkina et al., 2022). Y npyrux pacre-
auii — C. rapunculoides, C. glomerata (opur. naHHbIE)
u C. alliariifolia nnaneHTOUIBl He 0Opa3ylOTCs, BCe
TPHU TIOCTIETHNX MPUHAIIEXAT K omHOMYy pony Cam-
panula. Bunumo, oTCyTCTBUE TIIAIleHTOUIOB M Ha-
JINYMe CTPYKTYpPhI, HalTOMUHAIOIIe TSk, 00pa3o-
BaBIIIeliCs U3 KJIETOK TalleTyMa, XapakKTepHO JJIsl He-
KOTOPBIX MpeACTaBUTeNeit 3Toro poxa. [1o maHHBIM
H.H. Mupomnaunyenko (Miroshnichenko, 2019) y
HekoTopbix Campanula (C. sibirica, C. talievil,
C. taurica) TUIALIEHTOUIIbI €CTh. BbICKa3bIBAIUCH
MIPENTOI0XKEHMsI, 9TO TTOCJIETHME TPY BUIa (urore-
HeTtudecku 6gu3ku K pomaMm Codonopsis u Platyco-
don, v, BO3MOXHO, OTHOCSTCSI K OCOOOMY pomay
(Eddie et al., 2003).

Y Bcex M3y4YEeHHBIX HAMW BBIIIETIEPEUYNCITICHHBIX
BUJIOB PAa3BUTHE MYXCKUX PEMPOAYKTUBHBIX Opra-
HOB ITpOUCXOaUT cxomHo. K Haualy BCTYIUIEHUS KJie-
TOK COOPOTEHHOI TKaHU B MeI03 BCE CIIOU CTEHKU
rHe3Ja NblJIbHUKA C(OOPMUPOBAHbBI MPUMEPHO ONU-
HAaKOBO y BCEX U3YYEHHBIX BUIOB — 3MUEPMUC, IBY-
CIIOWHBIN 3HAOTEUIA, OBICTPO AErpaaupyloNIuii
CpeOHMIA CJIOM M TameTyM. TameTymM CEKpETOpPHBIA,
KJIETKM KPYIHbIE, TabJuTYaTol (hopMbl, UMEIOT 1Ba
aapa, a 'y P. grandiflorus BcTpedaluch U YeThIPEXb-
siIepHble TaneTalbHble KIeTku (Zhinkina, Evdoki-
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mova, 2020). ¥V C. clematidea, P. grandiflorus n
O. magnifica TaieTyM K MOMEHTY 00pa30BaHUs TET-
pax MUKPOCHOpP JerpaaupyeT, OT HEro OCTaloTcs
JINIIb €NUHWYHBbIE pa3pO3HEHHbIE NeOPMUPOBaH-
Hele kinetku, a y C. alliariifolia ero XK1eTK1 TECHO
CMBIKaIOTCSI, 00pa3ysi MJIOTHBIN CJIOM, KOTOPBIK Cy-
ILIECTBYET BIUIOTh 0 MOMeHTa (DOPMUPOBAHUS CTO-
muyma. O6pazoBaHue (GpruOPO3HBIX ITOSICKOB OBLIO 3a-
¢duKcupoBaHoO Nepe caMblM BCKPbIBAHWEM MbUIbHU-
ka, B omimuue ot C. clematidea, P. grandiflorus n
0. magnifica, tTne GpUOGPO3HbIE MOSICKU OOBIYHO TTOSIB-
JISIJTUCh HAa CTaAMKu 00pa3oBaHUsI MUKPOCIIOP.

ITo cTpoeHMIo NBLIBLEBLIX 3epeH ceM. Campanu-
laceae HeomHOpOAHO. BeTpeualorcst YeThIipe TPYITITBI
NBUIBLEBBIX 3€peH — OOpO3aHBIE, OOPO3THOMOPO-
BhI€, 9KBAaTOPUAILHONOPOBBIE M paCCEIHHO-MHOTO-
noposble. [1bUTbLIEBBIE 3€pHA ¢ TIOpaMU IT0 CpaBHE-
HUIO ¢ 6GOPO3THBIMU M GOPO3THOIIOPOBEIMU, UMEIOT
OoJjiee CIleLMaJIM3UPOBAHHbIC IIPU3HAKHU, SIBISISICh
OCHOBHBLIM THIIOM Yy KOJOKOJIBYMKOBBIX, Paclpo-
CTpaHEHHBIX B YMEPEHHBIX IIIUPOTAaX.

DBOTIOLUS TUTIOB NBLIBLEI B ceM. Campanulaceae
IIIJTa OT OOPO3IHBIX 3€PeH K GOPO3THONOPOBBLIM U K
5KBATOPUAJILHOMIOPOBLIM, MUHYS MPOMEKYTOYHBIE
dopmel (Avetisyan, 1967). boposaHbie 1 60pO3IHOINIO-
POBBIE 3epHA BCTPEUAIOTCA Y 60J1ee IPEBHUX POIOB, 00-
JIAJAIOMNX PSIAOM M IOPYTHX, Oojiee MPUMUTHUBHBIX
TIPU3HAKOB, TAKMX KaK BEpXHss 3aBsi3b y Cyananthus
WIN JIeCTHUYHAs nepdgopamus cocynoB y Platycodon.
Cpenn M3ydeHHBIX HAMHW BUIOB OOPO3IHEIC ThIIbLIE-
BbIe 3epHa umelot C. clematidea n O. magnifica, 60po3n-
HonopoBbie — P. grandiflorus. Y C. alliariifolia nbuiblie-
BbIE 36pHA 3KBATOPHUAJIBHO TTOPOBHIE.

Ilo manueiM E.M. ABetucsH (Avetisyan, 1967)
MbUIbLIEBBIC 3epHa poaa Campanula UMeIOT KpyTHbIe
nopkl (2.7—4 MUKpPOH B nuaMeTpe) B unciie 3—4, pe-
ke 1o 6. Y C. alliariifolia nbuiblieBbIe 3epHA UMEIOT
TPM TIOPBI, pa3Mep OKOJIO TPEX MUKPOH.

Ilpu uccrnenqoBaHUM BUIOB JaHHOTO poda OBIIO
YCTaHOBJIEHO, YTO NbLIbLIEBbIE 3€pHA MOTYT MMETh
JIOO BBICTYIIAIOIINE, JUIMHHBIE U 3a0CTPECHHBIC 1M -
MUKW, 100 3TU UMUK OYeHb KOPOTKME M HEMHO-
rouucieHHble. C. alliariifolia umeeT NIbUIbLIEBBIE 3€P-
Ha ¢ 0oJiee IIMHHBIMY U1 MHOTOYMCJICHHBIMU IIIUTIN -
KaMH, 4TO XapaKTepHO IJISI MpeacTaBUTesIeil Oojee
JIPEBHUX BUIOB, MHOTHE M3 KOTOPBIX dHIeMUKHN KaB-
Kasza. Y ucclenyeMoro BUJA IIWIMBI XOPOIIO 3aMeT-
HBI, ux IHa B npenenax 0.7—4.5 mxwm. IIpenmoio-
XKUTENbHO, 3BOJIOLMS IIbUIBLIEBHIX 3€pEeH Ila OT
JUIMHHOILLIMIIOBATBIX 3epeH K 3epHaM ¢ 0oJiee KOpOT-
KuMU munukamu (Avetisyan, 1967).

ITo nanueiM Feegri K. u Van der Pijl L. (1979) no
CBOEMY CTPOCHMIO LIBETKM IIpeAcTaBUTENE pojaa
Campanula npotangpudeckue, T.€. IIbUIBHUKU
BCKPBIBAIOTCS paHBIIIE, YeM PBIJIbIIC TOTOBO K OIIBI-
JneHuto. Ha craguu OyToHA MBIJIBHUKU, COTIPUKACAIO-
IIIAECS CO CTOJIOMKOM, OTKPBIBAIOTCS, W MBLJIbIIA 10~
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PASBUTHUE MYXCKHUX PEIMTPOAYKTHWMBHbBIX CTPYKTYP

ImamaeT Ha CpeIHNe M BepXHUe ero yacTh. Ha panHeit
CTamuM IIBETEHUS] CTOJIOWK BBITITUBACTCS, HOJIN
pPBUIbIIA COCAUHEHBI, UTO MPEMSITCTBYET OMBIICHUIO.
Ha cpenneit ctanuy mBeTeHWS MBUIBHUKN BBICHIXA-
10T, OHU TIPENCTaBJIeHBl CMOPIIEHHBIMUA OCTaTKaMM
BHYTPU LIBeTKA. J10JIV phIJIbIIa PACKPBIBAIOTCS, U OHO
MIpUOGpPETAET CITOCOOHOCTD K BOCTIPHSITHIO TTHLIBITHL.
Ha mozmHeit ctanum mBeTeHWS HOJM PHIIbIIA TPO-
JIOJDKAIOT pacTy, 3aTeM OHU M3TM0aloTCs U CONprKa-
CaroTCs C MbUIbLIOK, OCTABILEHCI HA BEPXHEU 4acTU
cronouka. Y C. alliariifolia xax pa3 BbICHIIIAaHNE
MTBUTBIIBI TIPOMCXOIUT B €Ile 3aKPBITHIX OYyTOHAaXx,
MbUIBHUKY CMOPIIEHBI U Oe(hOpMUPOBAHBI YXKe Ha
paHHel cTaauy 1IBETeHUsI, KOraa OyTOH ellle B TOJTy-
pocmycke. DTO CBUIETETLCTBYET O BEICOKOI BepOSIT-
HOCTHM aBTOTaMUM Yy JAaHHOTO BUIA, XOTS HE MCKITIO-
YyaeTcsl M ONbIJIEHNE C TOMOIIBIO OOBIYHBIX OTTBUIUTE-
JIei — TTepenmOHYaTOKPBUTBIX HACEKOMBIX.

BbIBOJbI

Pa3Butre My>kKCK1UX 3MOpPUOHAIBLHBIX CTPYKTYP Y
Campanula alliariifolia BoCHOBHOM TakKoe Xe, KaK U 'y
oCTaJlbHBIX IIpencraButelieii cem. Campanulaceae:
KJIETOYHBIN CEKpEeTOPHBIN OMHOCIOMHBINA TalleTyM C
2-9AepHBIMA KJIEeTKAaMH, CUMYJbTaHHOE 0oOpa3oBa-
HUE TeTpan MUKPOCHOp TeTpasapalbHON (OPMBI,
JIBYKJICTOYHEBIE ITbUIbLIEBHIE 3€pHA C JJIMHHBIMUA 11 -
MMKaMU Ha TOBEPXHOCTHU.

OTNMYUTETbHBIMY TTPU3HAKAMHU, XapaKTEPHBIMHU
JUIST 3TOrO BUA, SIBIISIIOTCS: OBYCJIOWHBII SHIOTE-
LI, OTCYTCTBUE ILUIALIEHTOMUIOB, COXPAaHEHME TsKa
13 TalleTaJIbHBIX KJIETOK BIUIOTH 10 (pOpMUPOBAHUS
cTOMHUyMa.

BckpbeiBaHue 1 moclenylolas cKopasl nerpama-
LI1$1 NBJIBHUKOB, OOMJIBHOE BBICHIIIAHUE MBLIbIIBI HA
TECTUK B ellle He pacKphIBIIEMCSI OyTOHE, BEPOSITHO,
CBUIETEIBbCTBYIOT O HAJITMYMU aBTOTaMMM KaK OCHOB-
HOTO TUIA OIBbUICHUS JJI JAHHOTO BUIA.
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DEVELOPMENT OF MALE REPRODUCTIVE STRUCTURES
IN CAMPANULA ALLIARIIFOLIA (CAMPANULACEAE)
N. A. Zhinkina* and E. E. Evdokimova**

4Komarov Botanical Institute RAS
Prof. Popov Str., 2, St. Petersburg, 197022, Russia

#e-mail: e.e.evdokimova@mail.ru

A cytoembryological study of the formation of microsporangium wall and the development of pollen grains
in Campanula alliariifolia Willd. was carried out. A significant similarity in the structure of male embryonic
structures in this species with the other representatives of Campanulaceae was revealed, namely: simultane-
ous formation of tetrads of microspores, bicellular pollen grains with relatively large vegetative cell, cellular
secretory tapetum, bilayered endothecium. Characteristic features of this species are as follows: the absence
of placentoids which indicates its evolutionary advancement, since the placentoids are characteristic of the
most primitive representatives of the family; long-term, in comparison with previously studied species of the
family, preservation of the tapetum, namely up to the opening of the anther, in the form of a cord of deformed
tapetal cells located in a row and tightly adjacent to each other; relatively late appearance of fibrous bands.

Keywords: Campanula alliariifolia, Campanulaceae, microsporangium wall, microsporogenesis, pollen grain
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