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B 5MOpuoI0rumM 1BETKOBBIX PACTEHUI, B TOM YMCJIE TIPU U3YYEHUU CTPOCHUS U Pa3BUTHSL
MBUTbHUKA, CYIIECTBYET KOMIUIEKC HepelIeHHBIX MpobieM. OHU KacaloTcs, MPEXe BCEro,
HavyaJIbHBIX CTAIUM 3aJI0KEHUSI MUKPOCTIOPAHTHSI U BpeMeHU nuddepeHMatnm apxecro-
pust. [IpoBeneHHbII aHAIU3 MOKa3al, YTO OT MHULIMALUM CIIOPAHTHUSI 10 000COOIeHUS ap-
XECIIOpUSI B CyGANUACPMATBHOM CJIO€ TIPOUCXOAUT CEPUST MPOIIECCOB. APXeCTIOPUIA TOSIB-
JISIETCSI JIMIIb MOCJIe TOTO, KaK 3aKOHYMTCS OTIEJICHUE CJI0eB CTEHKU CIOPAHTUSI C €ro
BHYTPEHHE U JlaTepaibHbIX CTOPOH. [lapueranbHOe MporucxoxaeHe UMEIOT TOJIbKO CIIOU
CTEHKU MHUKPOCTIOPAHTHS C HAPY>KHOW CTOPOHBI IOCIe 0Gpa30oBaHUsI CITIOPOTEHHBIX KJIe-
TOK M3 apxecrniopusi. HekoTopble BbIIeJIeHHbIE TUIBI (POPMUPOBAHUSI CTEHKUM MUKPOCIO-
paHTUsl SIBJISIIOTCSI CTIOPHBIMU U TTOLJIEXKAT YTOUHEHMUIO.

[TonTBepxKaeHa CylecTBYIOLIAsl TOUKA 3PEHUSI O CONPSIKEHHOCTU B PA3BUTUM SHAOTELIUS
U Tarietyma. PaccMoTpeHbl pasivuHble KiaccuguKalvMy TUIIOB U Bapualuii Taretryma.
OO6cy>XIeHbl TOHSITUSI, KOTOPBIE UCTIONB3YIOTCS NP 3TOM. [Ipeniaraercs pazinuyars 2 TH-
a TarneTyMa: apueTaJbHbIi (TareTyM BBICTUIAET MOJOCTh MUKPOCTIOPAHTHS ¥ TAKOE TI0-
JIOXKEHUE COXPaHSIETCsI B XOe BCEro pa3BUTUSI) M IMepUIIa3MOAMAIbHBIN (0Opa3oBaHue
LICHOLINTHOU CTPYKTYPHI B PE3yJIbTaTe CIMSHUS MPOTOIUIACTOB, MPU 3TOM LIUTOIIa3Ma 1
siipa pacrojaraloTcsl He TOJbKO MEXIy pa3BUBAIOIIMMUCS MUKPOCIIOPAMY U MBLIbLEBbI-
MM 3€pHaMU, HO U KOHTaKTUPYIOT C BHYTPEHHUMHU CJIOSIMU TMOJOCTU). Paznuuust Mexmay
HUMU KacaloTcsl OCOOEHHOCTEM CTPYKTYPHO-BPEMEHHOW peOopraHU3aluyl B MTOCTTETPaI-
HBII IepuoN pa3BUTHUS NbLIbHUKA. [lapueTasbHOMY TaneTyMmy IpHCyIla CTPYKTYpHas pe-
opranusauus. [Ipotomnactsl, obpasyolyecs: Mociae UCYE3HOBEHUSI KJIETOYHBIX CTEHOK,
MOCTETICHHO pa3pylIaioTcs MO0 0Opas3yioT BBHIMSTYMBAHUSI BHYTPb MOJOCTU MHUKPOCIIO-
paHrus (Bapuanus “amMeO0OMAHBIN TarneTyM”), JIMOO OTAENbHbIE MPOTOIIACTHI CIMBAIOTCS
(Bapualus “okalMIISIIOLIUI cuMIutiacT”). Bo Bcex cityyasix TareTryM COXpaHsieT MPUCTEeH-
HOE TIOJIOXKEHMe. B repuriasMmonuaibHOM TUTIE PEOPTaHU3alIUsI 3aTPparuBaeT MpeuMyIie-
CTBEHHO BpeMEHHbIe mapaMeTpbl. Kputepuem s pasrpaHUYeHUs Bapualluil sIBIsieTCS
BpeMsit OObeIMHEHUS] Y BHEPEHUSI TPOTOIJIACTOB B IMOJIOCTh MUKPOCIIOPAHTHSI.
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nbl.ﬂle/lK, BXOJSIIUIA B COCTAaB ThBIYMHKU MOKPBbITOCEMCHHBIX paCTCHMﬁ, N3Y4YCH J0CTa-
TOYHO 1'[0].'[[306]—[0. HCKOTODHC €ro 0C06CHHOCTI/I, BBISIBJICHHBIC B XO0A€ CPAaBHUTCIBHO-OM-
6pI/IOJ'[01"I/I'-ICCKI/IX HCCHGHOB&HMﬁ, HMCITOJIB3YIOTCA ITPpU PCIICHNUU CITIOPHBIX BOITPOCOB CUCTEC-
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Puc. 1. Aunpotieit u ctpoeHue TeIMUHKN Y Rhododendron schlippenbachii (Ericaceae).

1 — TBIMMHKYU C Pa3HOM JUIMHOM THIMMHOYHBIX HUTEH B LIBETKE Mepel OnbuieHueM; 2, 3 — UHBEPCHs MbUIbHUKA,
B pe3yJIbTaTe Yero ero anvkKaibHasi YacTh OPUSHTUPOBaHA BHU3, a 6a3aibHas — BBepX (2), B CBSI3HMKE BUIHBI 2 Cpe-
3a OIHOTO MPOBOASIIETO MydKa (3). an — MbIUIbHUK, [ SN — HVDKHSISI TBIYMHKA, M SN — CPEIHSISI ThIYMHKA, s/ — CTOJ-
OuK, fc — TeKa, U sn — BEPXHsISI THIMUHKA, V b — MPOBOASIIUIA TTYYOK.

Fig. 1. Androecium and stamen structure in Rhododendron schlippenbachii (Ericaceae).

1 — stamens with filaments of various length in flower before pollination; 2, 3 — anther inversion resulting in its apical
part being directed down, and its basal part being turned up (2), and 2 sections of the same vascular bundle are seen in
connective (3). an — anther, / sn — lower stamen, m sn — middle stamen, s/ — style, ¢ — theca, u sn — upper stamen,
v b — vascular bundle.

MatuKu U ¢wroreHun. Cpenyu HUX, TIPEXIe BCero, TUIBI (DOPMUPOBAHUS CTEHKU MUKPO-
CIIOpaHTHSI, MUKPOCIIOporeHe3a MW (OpMUPOBAHUS TETpal MMKPOCTIOp, CTPOEHUE
chOpMUPOBAHHOI U 3pesIoil CTEHKU MUKPOCIIOPAHTUSI, OCOOEHHO HAOTEIMS U TarleTyMa, a
TaKXe 3peJIoro MBUThIIEBOTO 3epHa. K HacTosiiieMy BpeMEeHU HAKOIUJICST PsIIT SMOPUOIOTH -
YeCKHX MpOoOJIeM, KOTOPbIe He TTO3BOJISIOT B MOJHONW Mepe OLIEHUTh 3HAYMMOCTh MHOTHX
MIPU3HAKOB MYKCKOI penpoayKTUBHOM cephl. iMetoluecst TuTepaTypHble JaHHbIE TPeOy-
IOT CUCTeMaTU3alluK U TiepeocMbIceHusT. UMeHHO TTo3ToMY ObUT IMPOBEIeH aHAIM3 TUCKYC-
CHOHHBIX MPOOJIEM ITPU M3YYEHUM NTbUTbHUKA.

KonnuecTBo ThIMMHOK, COCTABISIONIMX aHAPOLIEH, MOXET ObITh PA3JIMYHBIM U YaCTO CBSI-
3aHO C MEPHOCTBIO JIEMEHTOB 1[BeTKa. ThIYMHKA COCTOUT U3 THIMMHOYHON HUTU U NBUJIbHU-
Ka, KOTOPBIi Y MHOTUX pacTeHUit 4-THe3MHbII. BHYTpY THIMMHOYHOM HUTU U CBSI3HUKA TTPO-
XOIUT IPOBOIAIINI MydoK. ¥ Rhododendron B xome MopdoreHe3a mMpoOUCXOAUT MHBEPCUS
MbUIbHUKA, B pe3yJibTaTe YeTro ero arnukajibHas 4acTh OPMEHTUPOBAaHA BHU3, Oa3ajbHas —
BBEpX, MIPU 3TOM B CBA3HUKE BUIHBI IBE YaCTU OJHOTO JAYTOBHUIHOTO MPOBOJSIIETO MyJyKa
(puc. 1, 1-3). CornacHo HanuboJiee pacIpoCTPaHEHHOM TOYKe 3peHMsI, TBIMUHKW Pa3BUINCh
U3 MUKPOCNOPO(MUIIJIOB B pe3ysibTaTe 3HAYUTENbHON peayKuuu. MICXOOHBIMU CUMTAIOTCS
TBIYMHKM, OOHAPY>XKUBAIOIINE B CBOEM CTPOSHUU MpU3HaKu JucTa. [1omnoOHble TBIMMHKU 00-
HapyXeHbl y Nuphar lutea 3 cem. Nymphaeaceae (Illampos, 2015). UHTpop3HbIE MBUILHUKU
Yy BTOTO pacCTEeHUsI pacIiojlaraloTcsl Ha JIMCTOBUAHBIX THIMUHOYHBIX HUTSIX. B HarpaBineHuu ot
OKOJIOLIBETHMKA K TUHELICI0 YMEHBIIIAETCS IIIMPUHA CBA3HUKA, MUKPOCTIOPAHTUY 3aBOPAYM -
BalOTCSl BHYTPb, MEHSSI OPUEHTALIMM MECT BCKPBIBAHUS OT JIAPTPO3HOTO 10 MHTPO3HOTO.
B cambIx Hapy>XHBIX TBIYMHKaX MUKPOCIOPAHTUU MOTYT UMETh Pa3IMYHYIO JUIMHY, CONep-
>KaTh TOJBKO 2 CTePUJIbHBIX THe3a (OHO THE3I0 B KaXKI0M TeKe) WM MbIJIbHUKU BOOOIIE
He hopmupytorcsi. [TpoBosie Mydku UMEIOTCST HE TOJIbKO B CBSI3HUKE, HO U B KaXIoit
Teke (puc. 2, 1—4).
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Puc. 2. Ctpoenue nbutbHUKOB Nuphar lutea (Nymphaeaceae).

1—4 — MUKpPOCTIOpAHTUY PACITOJIaraloTCsl Ha JIMCTOBUIHBIX TBIMMHOYHBIX HUTSX: OT OKOJIOLIBETHUKA K TMHELEI0
YMEHBIIAEeTCs IIMPUHA CBSI3HUKA, MUKPOCITOPAHTUH 3aBOPAYMBAIOTCSI BHYTPb, MEHSISI ODUEHTALIIO MECT BCKPhIBa-
HUSI OT JJApTPOP3HOTO (/—3) 10 UHTPO3HOTO (4); MPOBOASILIME IMyYKH UMEIOTCSI HE TOJILKO B CBSI3HUKE, HO M KaXKI0MU
TeKe. Ch — CBSI3HUK, MC — MUKPOCTIOPAHTUA, Vv b — IPOBOASILINIA TTyYOK.

Fig. 2. Anther structure in Nuphar lutea (Nymphaeaceae).

1—4 — microsporangia are located at leaf-like filaments: from perianth to gynoecium the connective width decreases,
microsporangia involute, changing their dehiscence from lartrorse (/—23) to introrse (4); vascular bundles are found in
both connective and each theca. cn — connective, mc — microsporangium, v b — vascular bundle.

®DopMupoBaHe CJI0EB CTEHKM MHUKpOCHOpaHrusa. BakHoe 3HaueHuWe IS (DOPMUPOBAHUS
TeTpaJ rarjaouaHbIX MUKPOCIIOP U MY>KCKUX raMeTO(UTOB (MBIIbLIEBLIX 3€PEH) UMEET CTeH -
Ka MUKpoOCIopaHTusi. B xoe pa3BUTHSI TPOUCXOASAT U3MEHEHUS B €€ CTPOEHUU COMPSIKEHHO
C IIpolieccaMy MUKPOCIIOpPOTeHe3a U MUKporaMmeToreHesa. BoineneHsl 3 ctanuu ee popmu-
poBaHust (Shamrov, 2015). IlepBast cranusi — BO3HUKHOBeHUE U aucddepeHIanus CioeB
CTEeHKM MUKPOCIIOPAaHTHsSI (OT apXecIopvsl IO CITOPOTeHHOU TKaHuW). Bropast cramus —
OKOHYaTeIbHOE (hOPMUPOBAHUE CTEHKU MUKPOCIIOPAHTHST (MUKPOCTIOPOLIMTHI ITepea Meiio-
30M WIM B Hayaje Meifo3a); XapaKTepUCTHKa €€ CJIOeB: SMUAepMa, SHIOTEIWM, CpemHue
cliou, TareTyMm (chopMrpOBaHHAsI CTEHKAa MUKpOCITIopaHTrus). TpeThsa ctanust — Impeoopa3o-
BaHUE CJIOEB CTEHKM MUKpOCHopaHrusi (oOpa3oBaHUE TETpal MUKPOCIIOP U CO3pEeBaHUE
MTBITBLIEBBIX 3€PEH); XapaKTepUCTHKA CIIOEB: 3MUAepMa, IHAOTEIU ¢ GUOPO3HBIMU YTO-
LIEHUSIMU WY 6e3 HUX (3pesast cTeHKa MUKpocriopaHrusi). Ctanuu popMUpPOBaHUST CTEHKH
MMKPOCTIOPAHTHUsI COBITAAIOT C TPEMEHOTUYECKUM, MEHOTUIECKUM U TTIOCTMEMOTHYECKUM
rnepuoaamMu B pazeutuu nouibHUKa (Kamelina, 1981).

B nutepaTtype IMCKYyTUPYETCsl BOIIPOC O TOM, KaK (DOPMUPYIOTCS CJIOM CTEHKU MUKPOCTIO-
paHTHsA. OGBIYHO CYMTAIOT, YTO C TUCTAITBHOM CTOPOHBI (ITPOTUBOIIOJIIOKHOM CBSIBHUKY) €€
CJIOM BO3HUKAIOT 3a CUET AeSATEbHOCTHU KIIETOK apXecropusi, KoTopbie 1 dhepeHIIMpyIOTCs
B CyOSMMIEepMaJIbHOM CJIoe KaXXmoro MukpocropaHrusi. C 60KOB M BHYTPEHHENW CTOPOHBI
CJI0M 00Pa3yIOTCs M3 KJIETOK MeprcTeMbl cBsi3HMKa (Davis, 1966). UMeHHO Ha 3TOM OCHOBa-
HUM ObUIM BBIIEJICHBl HAPYXXKHBIM M BHYTPEHHUI cerMeHThl Tanetyma (Periasamy, Swamy,
1966). Y Anemone rivularis (Ranunculaceae), mo mHeHuto N. Bhandari (1968), mokazaHo
¢dopMUpoOBaHUE TalleTyMa M3 TKaHU CBSI3HUMKA C BHYTPEHHEN CTOPOHBI MUKPOCHOPAHTUS,
ITOCKOJIbKY OH BO3HUKAET paHbllle, YeM Hapy>KHBII TalleTyM U XapaKTepU3yeTCs MHBIM CTPO-
eHueM. Y Coleus scutellarioides (Lamiaceae) u Berberis vulgaris (Berberidaceae) HapyXHBbIi
TanetyMm OpMHUPYETCS U3 MMapueTaIbHBIX KJIETOK, a BHYTPEHHUN — U3 KJIETOK, Mpujerat-
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LIMX K BTOPUYHOMY apxecropuio (crioporeHHbIM Kietkam) (Budell, 1964). IToutu Takxke
OOBSICHSIIOT BO3HUKHOBeHUe Tarietryma y Helianthus ciliaris v H. tuberosus (Asteraceae).
C BHYTpeHHEI CTOPOHBI CJIOU CTEHKM MUKPOCITOPAHTHUSI (DOPMUPYIOTCSI U3 TTapUETATBHOTO
CJIOSI, pacIioyaralerocs moja cnoporeHHbeIMU Kiietkamu (Babro, Voronova, 2018). [Ipyrue
HCCIIeIOBATEIM OIMMCHIBAIOT CHavaja JeJieHe MHUIIMAIBHOM KJIETKU B CYO3NMUAepMaIbHOM
cJIoe MUKPOCTIOPAHTHSI, TIPUBOSIIEe K 00pa3oBaHUIO apXeCTIOPUATLHOM U JieXalleid Mo
Hell nmapueTaJbHOI KJIeTOK. JleJieHue apxecnopuaabHONM KJIETKU MPUBOAUT K (POPMUPOBA-
HUIO HaJ Hell TakXKe MapueTaibHOM KJIETKM, a B TaJIbHEUIIeM MaprueTaibHOrO CJIosl, U3 KO-
TOPOTO M 00pa3yeTcsl CTeHKa MUKPOCITOpaHTUs ¢ HapyxHoii ctopoHbl (Torshilova, Batygina,
2005). TTo mHenuto psima aBTopoB (Carniel, 1961; Batygina et al., 1963; Bhandari, Khosla,
1982), Bcg cTeHKa MUKPOCTIOPAHTUSI, B YACTHOCTHU TarieTyM, UMeeT MapueTaIbHOe TPOUC-
XOXIeHUE.

IMepBas kimaccudukamus TUIIOB (POPMUPOBAHUS CTEHKU MUKPOCITOPAHTHS ¢ HAPYKHOM
cTopoHbI 6buTa TipemwtoxkeHa T.b. bateirnHoii ¢ coaBropamu (Batygina et al., 1963). Vicionb-
3ya npenctaBieHus: E. Warming (1873) o aByx croco6ax BO3HMKHOBEHHUS CIO€B CTCHKU
MUKPOCIIOpaHTHUsl, ObUIM BbIAEIEHBI 2 TUMa ee (OpMUPOBAHUS U3 KIIETOK MEPBUYHOTO
apxecriopusi: Solanaceae (1ieHTpoOexHbIi croco0) u Umbelliferae (1ieHTpocTpeMUTEIbHbII
crnoco6). Carniel (1961) B manbHeifllleM MOOTBEPAW LIEHTPOCTPEMUTEIBHYIO TOCEIOBA-
TEJLHOCTh (POPMUPOBAHUSI CIOEB B CTEHKE MUKPOCITOpaHTHS Zea mays. JIBa IpyTrux TUIa
(Poaceae u Ericaceae) u3 aToii Kitaccu¢uKallMy BhIICISHEI Ha OCHOBAHUM TOTO, YTO Talle-
TyM o0OpasyeTcsi U3 MPOM3BOMHBIX KJIETOK BTOPUYHOTO apxecropus. B ¢Bsa3u ¢ Tem, 4To y
OOJIBIIIMHCTBA U3YUYEHHBIX TAKCOHOB IIBETKOBBIX PACTEHUI CTEHKa MUKPOCTIOPaHTHUs 00pa-
3yeTcsl U3 MapueTaibHOrO CJI0sI, BOIIPOC O BO3MOXHOCTHU (pOPMUPOBAHMSI TalleTyMa U3 BTO-
PUYHOTO apXecIopus OCTaeTCs A0 CUX ITOp NMCKYCCUOHHBIM. B nayibHeiillieM 3T TUMBI He
OBLIM BKJIIOYEHEI B CUCTEMY TUIIOB pa3BUTUS CTeHKU MuKpocriopaHrus (Teryokhin et al.,
1993).

B nuTepaType IIHUPOKO UCIONb3yeTcs Kiaccupukamus G. Davis (1966). B 3aBucumocTtu
OT HAIIPaBJICHHOCTH JCJICHUI KJIETOK ABYX MCXOMHBIX MapUeTATbHBIX CI0EB (MX Ha3bIBAIOT
MO-pa3HOMY: UCXOMHBIN CJIOif, BOZHUKAIOIIMI Ha 6a3e apxecropusi — IepBUYHBIN Mapue-
TaJIbHBIN, a ero MPOM3BOIHbBIC — BTOPUYHbBIC MMapueTaIbHbIC; HAPYKHBIM 1 BHYTPEeHHUI Ta-
pUeTalibHbIE CJIOW) U BpeMeHU AuddepeHImaluy TareTymMma B CTeHKe MUKPOCITIOPAHTUSI Bbl-
nenstoT 4 Tuna. K HUM OTHOCSITCS: OCHOBHOM (KJIETKHM 000UX MapUeTaIbHbIX CIOEB AESITCSI
IMOYTU CMHXPOHHO U 00Pa3yIoT BCE CJIOU CTEHKM, KPOME BIUIECPMBbI), TBYAOJbHbII (KJIETKU
BHYTPEHHETO MapUeTaIbHOTO CJIosl TUMHEepEeHIMPYIOTCS B TAIIETyM, a HAPY>KHOTO — JEJISIT-
Csl MHOTOKPaTHO 1 00pa3yloT SHIOTELMI U CpeIHUE CJION), OMHOAOJIBHBIN (KJIETKN HapyX-
HOTO TTapHeTaIbHOTO cIosT MU GbEepeHIUPYIOTCS B HIOTEIMI, a 32 CUeT JAeIeHUsT KIETOK
BHYTPEHHETO MapreTaTbHOTO CJI0s1 00Pa3yIOTCsl CPeIHUE CJIOM U TalleTyM) U penyliipOBaH-
HBbI (BHYTpEHHUI MapUeTaIbHBINA CJI0i OoOpa3yeT TameTyM, a Hapy>KHbIA — SHIOTELMA).
OCHOBHOI1 TUII, MO JAaHHBIM 3TOrO aBTOpa, OMMUCaH B 9 ceMmeiicTBax, a ABYNOJbHbI — B
43 cemeiicTBaX ABYAOJIbHBIX, OMHOAOJbHBIN — B 26 (10 0qHOIOIBHBIX U 16 ABYIOIBHBIX), pe-
IyLIMpOBaHHBIII — B IBYX ceMmeiictBax omHomoiabHBIX. O.I1. Kamenuna (Kamelina, 1991)
MPUBOAUT YTOUYHEHHBbIE HaHHbIE HA MOMEHT WX aHaim3a. [lo ee MHeHuIo, cpeau 132 ce-
MENCTB ABYIOJbHBIX OOHApYXeHBbI 3 TUMa (OPMUPOBAHUST CTEHKU MUKPOCIIOPAHTUS: IBY-
nJonbHbIH (81), ocHOBHOI (36), omHOmOMbHLIH (15); cpenu 33 ceMeiicTB OMHOAOIBHBIX — OTHO-
IONbHBIHA (29), 1BynoabHbII (2), penyuupoBaHHBIi (2). TakuM 00pa3oM, TUITbI ABYIOJbHBIX
U OJHONOJIBHBIX CTPOr0 HE MPUYPOUYEHBI K KJlaccaM MOKPBITOCEMEHHBIX pacTeHuil. Cpenu
TUIIOB TOJILKO IBYIOJbHBIM ITPUCYIIl OCHOBHOM, a OMHOMOJIBLHBIM — peaylurpoBaHHbIi (Ka-
melina, 2009). Ho u 3T naHHbBIe He SBISIOTCS OKOHYATeIbHBIMU. MHOTHE cemMeiicTBa 1IBEeT-
KOBBIX PacTeHUI OCTAlOTCSl SMOPUOJOTMYECKM HeuccienoBaHHbIMU. C Opyroil CTOPOHHI,
U3y4yeHUe ThUIbHUKA, KaK M MHOTMX NIPYTUX SMOPUOHATBHBIX CTPYKTYpP, MPEBPATUIOCH
JIMIIb B COCTAaBJIEHUE XapaKTEePUCTUK IS 1eJeil CUCTeMaTUKU, pellieHUs mpobyieM 61010~
ruu pa3Butus. [lonpoOHbIE HCCIen0BaHUS IO TEHE3NCY CTPYKTYP CTAJIU PEAKUMU U HE BCe-
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raa TouHbIMU. Tak, 11si O0bSICHEHUSI HANIPaBJIE€HUM 3BOJIOLUN AUALIMU Y TpeX BUIOB Echi-
nocereus (Cactaceae) MpUBOAATCS IBE WJUTIOCTPALIMK, KOTOPbIE, MO MHEHUIO aBTOPOB
(Herndndez-Cruz et al., 2018), cBUIETEIBCTBYIOT 00 OIHOIOJBHOM TUIIE (DOPMUPOBAHUSI
CTEeHKM MMKpocrnopaHrus. OmHako Ha MPUBEACHHBIX (oTorpadusix XOpollo BHIHO, YTO
MEPBBIM B CTeHKe IuGGEepeHIIMPYETCS TalleTyM, a 3aTeM CPEeIHMI CJIOM M 3HAOTEIUM, T.€.
CTeHKa MUKPOCIIOpAHTUs pa3BUBaeTCs MO AByAoJAbHOMY Tuny. B kimaccudukaium Davis
(1966) o4eHb CITOPHBIMU SIBIISIIOTCS OCHOBHOM M peayLIMpOBaHHBIN THUIBI. [Ipn 060cHOBa-
HUM OCHOBHOTO THUITIa OYEHb BaXKHO BBISIBUTb CUHXPOHHBIE JIEJICHUSI B 000MX MapUeTaTbHbIX
CJIOSIX, HO OHU KpaitHe penku. PeaylimpoBaHHBIN THIT OMMMCAH Y HEOOJBIIOTO YKCIa TaKCO-
HOB. ITo MmHeHUIO Davis, oH npucyir BugaMm ceMeiicTB Lemnaceae u Najadaceae. AHanu3 nu-
TepaTypHBIX TaHHBIX CBUIETEIbCTBYET O TOM, UTO y BuIoB ceM. Lemnaceae (Wolffia micro-
scopica — Maheshwari, 1954; Lemna paucicostata — Maheshwari, Kapil, 1963) kineTku napue-
TaJIbHOTO CJIOSI JEJSITCSI TOJIbKO ONMH pa3. BO3HUKAIOT ABa Cl0SI — SHAOTELUI U TameTyM.
Y L. gibba w L. trisulca (Lodkina, 1971) u Najas lacerata (Najadaceae — Swamy, Lakshmanan,
1962) B cTeHKe MUKPOCTIOpaHTUsI (DOPMUPYETCS TaKKe CPpEeIHUI CII0il, oGpasyloluiics mpu
NIeJICHUY BHYTPEHHETO MapueTaJbHOTO CJI0s, T.€. Y 3TUX BUIOB HE peAyLIMPOBAaHHBIN, a OJI-
HOIOJLHBIN TUTT POPMUPOBAHUST CIIOEB CTEHKW MUKPOCTIOPAHTUSI.

CortacHo apyroit knaccudukainuu (Teryokhin et al., 1993, 2002) Bce pazHooOpa3ue Tu-
MoB (POPMUPOBAHUSI CTEHKU MUKPOCTIOPAHTHSI CBEIEHO K IBYM: LIEHTPOCTPEMUTETLHOMY U
LIEHTPOOEKHOMY. B LIeHTpoCTpeMUTEIbHOM TUIIE BbIAEAE€HbI 3 BapyallMM: TUIToBask (OIHO-
IONBHBIN THIT, 0 Davis, 1966), komrinkatHas (OCHOBHOI1 Turl, mo Davis, 1966) 1 npoJioH-
rupoBaHHasi (MHOTOKpaTHBIE eJIeHUsI KJIETOK BHYTPEHHEro MapueTaJbHOTO CJIos U Goliee
no3mHss nruddepeHmanms TaneryMa). B HeHTpoOeXXHOM TUTIe TaKKe BO3MOXKHEI 3 BapHra-
LIV TUTIOBAsT (ABYIOJIBHBIN THUTI, 0 Davis, 1966), koMruimkaTHast (MHOTOKpATHBIE NeICHUS
KJIETOK Hapy»KHOTO MapueTaJbHOTO CJIOs1) U peayliMpoBaHHas (penylMpOBaHHbBIN THUII, IO
Davis, 1966). PacnipenenieHue TUMOB CPeAy LIBETKOBBIX PACTEHMIA, B paboTe, K COXAIEHUIO,
He TTOKa3aHo. B CBS3M ¢ TeM, UTO y OOJIBIIMHCTBA M3YYEHHBIX TAKCOHOB 1IBETKOBBIX pacTe-
HUI CTeHKa MUKPOCTIOPAHTHUsI 00pa3yeTcst U3 MapueTaIbHOTO CI0ST, BOTIPOC O BO3MOXHOCTHU
dbopmupoBaHUs TameTymMa M3 BTOPUYHOTO apXeclopus OCTaeTcs MUCKYCCUOHHBIM. Ecte-
CTBEHHOCTh BXOXXIIEHUSI OCHOBHOTO THIIa B COCTaBe KOMILIMKATHON BapuallMy B IIEHTPO-
CTPEMUTEJILHBI TUIT OCOOEHHO OOHapyXXMBaeTCsl MpU aHalu3e (OPMUPOBAHUSI CTEHKU
MUKpocnopaHrusi y Begonia manicata (Begoniaceae). Tun dpopMupoBaHusi CTEHKA MUKPO-
CMOpaHTUsI oXapaKTepu30BaH aBTOpoM (Anisimova, 1983) kak ocHoBHoi. Ha npencraBiieH-
HBIX WJUTIOCTPALIMSIX XOPOIIIO BUAHO, UTO KJIETKU Hapy>KHOTO MapUeTaIbHOTO CJIOS YK€ MOo-
NEJIMICHh Y 00pa3oBaiuCh 2 CyOoaMMUaepMaibHBIX CI0SI, a KIETKUM BHYTPEHHETO MapyeTaib-
HOTO CJIOSI TONBKO nensarcs. JuddepeHmaims KiIeToK TareTyMa ellle He TTPOM3OIILIa.
TaneTyM BO3HMKAET CaMbIM MOCJIETHUM B CTEHKE MUKPOCIIOPAHTHUSI, YTO MO3BOJISIET MHTEP-
MPEeTUPOBATh €ro TUIT Pa3BUTUSI KaK LIEHTPOCTPeMUTENbHbIH. OO0 3TOM CBUIETEILCTBYIOT,
HarpuMep, TaHHbIe 110 (POPMUPOBAHUIO CTEHKU MUKpOCTIOpaHTusl y Zannichellia peduncula-
ta (Zannichelliaceae) (Kamelina, Teryokhin, 1990). ¥ saToro Buaa KjieTKu BHYTpEHHETO Ma-
PUETAIBHOTO CJIOS ACJNISITCS TIEPUKINHAIBHO, OTIEJIsISI CPSAHUI CI0M 1 TareTyMm, Kak TpHu
TUIIOBOI BapuallMy LIEHTPOCTPEMUTEILHOTO TUTTa. CpeaHMit CIIOM paspylaeTcs Ha Hayalb-
HBIX CTAAUSIX MUKPOCTIOPOTEHE3a M YaCTO HE YUUTBIBACTCSI TPU XapaKTepUCTUKe CHOPMUPO-
BaHHOI CTEHKM MUKpocropaHrus. CienoBaTe/ibHO, POPMUPOBAHNUE CTEHKU MUKPOCITIOpaH-
TS IBJISIETCS LIEHTPOCTPEMUTEbHBIM, a He LIEHTPOOEKHBIM. [1poBeaeHHBIIT aHATU3 NMEI0-
IIUXCST TaHHBIX CBUIETEIBCTBYET O TOM, YTO OCHOBHOM W pPeaylUpPOBAHHBIA TUIMBI (B
COOTBETCTBMU C MpencTaBIeHusIMU Davis), sIBISIOTCS U3MEHEHHBIMM BapMaHTaMU LIEHTPO-
CTpEeMUTENIbHOTO TUTA. [TprHAaIIeXKHOCTh OCHOBHOTO THTIA B KAYECTBE KOTJIMKATHOMN BapH-
allMy IIEHTPOCTPEMUTEIILHOTO THUIIA BITOJTHE MOHATHA, UCXOAS U3 OCOOEHHOCTEl reHe3uca
cJ0eB MUKpocropaHrusi. YTo KacaeTcsl peayLiMpOBaHHOIO THUIIa, TO OTCYTCTBHE B CTEHKE
MMKPOCTIOPAHTHUSI CPEIHETO CJIOS Y OJHUX BHUIOB, €r0 HaJW4Yue y APYTMX WIM HEMOCTOSH-
CTBO 3TOTO NPpU3HAKa B Mpejenax poacTBeHHbIX Lemnaceae, Najadaceae, Zannichelliaceae n
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npyrux cemeictB nmop. Najadales ¢ ahbemepHbIM cpenHuM ciaoeMm (Aponogetonaceae, Pota-
mogetonaceae, Ruppiaceae, Scheuchzeriaceae) cBumeTebCTByeT O TEHACHIIUU K COKpallle-
HUIO YUCJIa CJIOEB Y 3TUX PACTeHMIA, YTO, BO3MOXHO, BOZHUKJIO B X0/ afanTaluy K BOJIHO-
My 00pa3sy K1U3HU.

Cnenyer ormetutsh, uro E.JI. Kopmiom (Kordyum, 1978) Takke Ha3bIBaeT IBYHOJIbHBIM
THTT LIEHTPOOEXKHBIM, a OMHOMOIBHBIN — LIEHTPOCTPEMUTEILHBIM. Bapuaim B TUIIax 3TUM
aBTOpOM He Bbiaesisiiorcs. Kpome Toro, oHa cumtaet, kak u Davis (1966), 4yTo Bce TUTIBI SIB-
JISIIOTCSI TIPOM3BOAHBIMU OCHOBHOTO THMa. C 3TUM TPYIHO cOrJIacuThes. [TOCKOMbKY CHH-
XpPOHHBIE JeJIeHNs] B 000UX MapueTaIbHbIX CI0SIX KpaitHe peaku, 6e3 BhISIBJICHUS MOCIEI0-
BaTeIbHOCTHU (DOPMUPOBAHUS TIPOU3BOIHbBIX CJIOEB OAHOMOJIbHBINM TUIT MOXHO MPUHSTH 3a
OCHOBHOI. B 060mx TITax mociaegHUM guddepeHInpyeTcs TalleTyM.

CuuTaeTcsi, 4YTO Ha YPOBHE CEMECTB MOXET OBbITh TOJBKO OIWH THUM (DOPMHUPOBAHUS
cTeHKu MuKpocniopanrus (Davis, 1966). OgHako n3ydeHue GOJIBIIIOTO YUCa PeACTaBUTE-
JIeit ceM. Solanaceae Tmokasayio, YTO 3TOT IPOLIecC MPEeACTaBIsIeT CO00M KOMOUHAIINIO pa3-
HBIX MOCEA0BATEIbHOCTEN NeJIEHNI KIETOK MapreTaTbHBIX CJI0EB U UX MPOU3BOAHBIX. Ha
OCHOBaHMU 3TOTO BhISIBJIECHBI BO3MOXHBIe coueTtaHust Tunos (Garcia, 2003).

B 3HauuTenbHOI cTerneHu nmpobieMa BOZHUKHOBEHUSI CJIOEB CTEHKUM MUKPOCIOPAHTHUSI
COIIpsKEHA ¢ MCIOJb30BaHMEM TepMUHA “apxecnopuii”. B cybanuaepmaibHOM ciioe Gop-
MUPYIOILIETOCS 3aUaTKa CIIOPAaHTUsI Ha pAHHUX CTAIMSIX TIO CTPOSHUIO BBIICJISIFOTCS KJIETKU C
0oJiee TUIOTHOM UTOIIa3MOM U KpYIHBIM simpoM (Warming, 1873, 1878). DTu KieTKu OBLIO
MpeIIoKEeHO Ha3bIBaTh “‘apxecropueM” (rped. arche — Havallo U spord — ceMs, CIIopa)
(Goebel, 1880, 1881). Ctamus pa3BUTHUS CIIOPAHTHsI, HA KOTOPOM IpoucxoquT nuddepeH-
LMALIMs apXeCcropusi, STUMU aBTOPaMU U MHOTMMM TIOCJICAYIOIIMMU HCCIIEIOBATEISIMU HE
yuyuThIBajiach. Bce 3TO MpuUBENIo K TOMy, YTO BO MHOTMX paboTax MOHITUS “apXecrnopuii” u
“MHULIMANIb CTIOPAHTUSI” CTaJI OTOXIECTBIAThCS. YacTo KIeTKU, KOTOpbIe TIEpBBIMU JTUD-
epeHIMpyOTCS B yriiax (hOPMHUPYIOIIMXCS MUKPOCIIOPAHTHEB MbUTBHUKA VJIU TIPUMODPINS
ceMs3avyaTKa, Ha3bIBalOT apXeCIIOPHUEM.

Pemenuio 3Toit mpo6aeMbl MOXET MOMOYb aHAJIM3 BOZHUKHOBEHUSI apXeCHOpUaTbHBIX
KJIETOK y BBICIIMX pacTeHuil. Ux obpa3zoBaHre HAYMHAETCS TOBOJIBLHO PaHO U TPOVCXOIUT B
0COOBIX OpraHax CIIOPOHOIIEHUsI — cropaHTusiX. POpMUpPOBaHUE CIIOPAHTUEB MOXET MPO-
VCXOMUTh ABYMSI MYTSIMM: JIENTOCIOPAHTUATHBIM (M3 OJHOM WHWLMAIbHON KJICTKU) U
9YCIOPAHTUATHBIM (32 CYET HECKOJIbKUX MHUIIMAIBHBIX KJIETOK). PazneneHue criopaHruen
Ha 2 Tuma npemioxmia K. Goebel (1881). ¥V cnopoBrix pacteHuit (Bryophyta, Pteridophyta)
CIIOpAaHTHU UMEIOT 3MUAepMaIbHOE MPOUCXOXIeHUe (M3 omHoM kieTku — Osmundaceae,
Marsileaceae, Polypodiaceae, HekoTopnie Bryophyta; creHka cmopaHrusi mpeacTaBiieHa
aNUAePMabHBIM CJIOEM; M3 HECKOJILKMX MHULIMAJIBHBIX KJIeTOK — Equisetaceae, Iso€taceae,
Lycopodiaceae, Psilotaceae — cTeHKa criopaHTUsi MHOTOCJIOMHAs), 3MUAEepMaJIbHOE JTUOO0
cyoanuaepMaiibHoe 'y Gymnospermae, cyoanuaepmanbHoe y Angiospermae (Shamrov,
2008b).

AHaIU3UPYsT pa3BUTHE CIIOPAHTHS TTI0 JIENTOCTIOPAHTUATHOMY THUITY, MOXHO CHIeJIaTh 3a-
KJTIOYEHUE, YTO OT MHULIMAIU CITOpaHTHs 10 nruddepeHInalny apXecrmopusi UIyT MHOTO-
YUCJICHHBIE eJICHUS KJIETOK U TTPOUCXOIUT CEPUsI TIPOIIECCOB, TPUBOISAIINX K (DOPMUPOBa-
HUIO CTEHKU CIIOpPaHTHsI. ApXecnopuii B CyOaMuaepMaIbHOM CJI0€ CITOPaHTHS MOSIBIISIETCS
TOCJIE TOrO, KaK 3aKOHYUTCS OTAEeHHE CJIOEB CTEHKM CITIOPAHTUs C €ro BHYTPEHHEM U j1aTe-
paJIbHBIX CTOPOH. TOJIBKO MOC/Ie 3TOro apXecrnopraibHasl KJIeTKa AEIUTCS ¢ 00pa3oBaHUEM
CIMOPOreHHo (BHYTPh) M TANETAJBHBIX, VI MapUeTAJIbHbIX (HAapyXy) KieToK. [1pu dhopmu-
POBAHWUM CTIOPAHTHS MO 3YCITIOPAHTMATHOMY TUITY B SITUAECPME CO3IACTCS KOMITJIEKC MHUIIU -
aJIbHBIX KJIETOK criopaHTHs. JlatepajbHbIe M BHYyTPEHHUE KIIETKU, 3aHUMAIOIIe pa3HOe Mo~
JIOKEHME BHYTPM 3TOTO KOMIUIEKca, 00pa3yloT JaTepaJibHYI0 M BHYTPEHHIOIO YacTh CIIOpaH-
rusa. [lpyu geneHUM apxecriopusi BHYTPb BO3HUKAIOT CIIOPOT€HHBIE KJIETKM W HapyxXy
OTAEJISIFOTCS 3MUepMaibHbIe KIETKHU, U3 KOTOPBIX B JaJlbHEHIIIeM CcO31aeTCsl MHOTOCIOM-
Hasl BHEIIHsISI 4acTh cTeHKU criopaHrus (Bower, 1935; Smith, 1938; Camefort et al., 1997).
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CrenyeT OTMETUTh, UTO B TPAHUILIAX HAPYKHOTO CJI0SI CO3IAETCsI KOMILIEKC KJIETOK, UMEIo-
IUX SMUAEPMAJIbHOE TTPOUCXOXKACHUE, TIPU 3TOM BIIMSTHUE CYO3MUIEPMATbHBIX U HUXeEJIe-
JKalllX KJIETOK Ha €r0 CTAaHOBJIEHNE OOBIYHO HE 00CYXKIaeTcs.

dopmMupoBaHUE MUKPO- U METacliOpaHTMEB CEMEHHBIX PACTEHWI XapaKTepu3yeTcsl Ha-
JINIMEM OOIIUX YepT. B crmopaHTHsIX, XapaKTepU3YIOIIMXCS SMUAePMaTbHBIM JTUOO Cy6aMH-
JlepMaJibHbIM MTPOMCXOXIEHUEM Y TOJIOceMeHHbIX pacTeHuit (Brunkener, 1973), cybanuaep-
MaJIbHBIM — y TTIOKPBITOCeMEeHHBIX pacTeHuit (Shamrov, 2008a, b) cHayaja BO3HUKAIOT WHU-
LMaJd BCEro CropaHrusi. Y IIBETKOBBIX pacTeHUi 3a cueT nuddepeHLUPYIOIINX IeJIeHui
LICHTPAJIbHBIX MHULIMAJIC B MeracropaHTruu (HylieJUTyce) TepBbIMU OTIEJISIIOTCSI TPOU3BO/I -
HbIe BHYTPpEeHHE obyiacTy (oHa mpeobpasyeTcsl B 6a3aabHYIO 30HY HYIETyca), a HapyXKy —
KJIETKU apxecriopusi. B pe3ynabrate nejeHus JJaTepalbHbIX MHUIIMAEH dopMuUpyeTcs jaTe-
pajbHas 30Ha HyleuTyca. ApXecropruajibHbIe KIEeTKN (0OBIYHO B KPACCUHYIEIUISITHBIX Ce-
Msi3avaTKax) TakKe MpeTeprieBaioT AeeHNS Ha MapueTaTbHble KIETKU HapyXy U CTIOPOTeH-
Hble — BHYTPb. B hopMUpYyIOIIMXCSA TEHYMHYLEUISITHBIX ceMsi3ayaTKax, HyLeJTyC KOTOPBIX
MPEACTaBJIeH TOJbKO 3MUAEPMaIbHBIM CJI0eM, UHULIMAIU Oe3 NeJIeHUi IpeoOpa3yroTcesl B
CMOPOTeHHBIE KJIETKU U B JaJIbHENUIIIEM B METaCIIOPOIIUTHI.

[Tpu opMUpPOBaHUM MUKPOCIIOPAHTHSI ¥ TTOKPBITOCEMEHHBIX PAaCTeHUI U3 pa3HBIX Ce-
MEICTB OTHOMOJIBHBIX U ABYIOJbHBIX B CyO3MUIepMaIbHOM ciioe nuddepeHumrpyercs rpyr-
Ta THUIMAJIbHBIX KJIETOK (LICHTpaIbHasI M JJaTepaJibHbIE), KOTOPbIE 00pa3yioT KaK CJIOU CTEH-
KM MUKPOCITOPAHTHs, TaK U caMm apxecnopuii (Shamrov, 2006; Shamrov, Babro, 2008; Anisi-
mova, 2016, 2019). TTociie MePUKIMHAIBHOTO AEJCHUS] HEHTPAJIBHON CyO3NMMIepMaIbHOM
KJIETKU HapyKy OTIESIETCS apXecnopuaabHas KJIeTKa, a BHYTpb — KJIeTKa, U3 KOTOpoii ¢hop-
MUpPYeTCs NPOKCHMMAaIbHASA (OJIMKaiiIasi K CBI3HUKY) 4acTh CTEHKU MUKpocIiopaHrusi. Jlare-
pajibHble CyO3TIUIepMalibHbIe MHUILIMAJIbHBIE KJIETKHU 3a CUeT JIJICHUI 00pasyloT JaTepaib-
HbI€ YaCTU CTEHKHM MUKPOCITOpaHTHsl. B pe3ybTaTe nepuKIMHAIBHBIX IEJICHUI apXeCITopU-
aJTbHBIX KJIETOK BO3HUKAIOT HApPYXXHBIM (TapueTaqbHble KIETKW) W BHYTPEHHMIA
(crioporeHHbIe KJIeTKM) ciion. KIIeTKM mapHeTasbHOro CJIOs NEeNISTCS TePUKIMHATBHBIMU 1
AHTUKJIVMHAIBHBIMU JCJCHUSIMU, B pe3yJIbTaTe Yero oopasyloTcsl CJIOoU, BXOASIINE B COCTaB
JUCTAJBHOI YaCTH CTEHKU MUKpocIopaHrues (puc. 3, /—§). CnoporeHHbIe KJIETKU MpeTep-
MeBaloT Psifl JeJIeHWit U MpeBpallaloTCsl B MUKPOCTIOPOLIMTHI, UM MaTepUHCKUE KIIETKU
MMKPOCTIOP.

Takum o6pa3om, Ha OCHOBaHUM TPUBEIEHHBIX apTYMEHTOB TPYIHO COTJIACUTBCSI C TOY-
KO 3peHUsT O TTApUETATBHOM TTPOUCXOXIECHUHN CJIOEB CTEHKN MUKPOCTIOPAHTHS CO BCEX €r0
cropoH. [TapueTaabHBIN CJIOM HEe MOXET BOBHUKHYTH C OOKOB M CO CTOPOHBI CBsI3HMKa. [1a-
pUETAIbHBIMUA Ha3bIBAIOT KJIETKW, CJIOW, TKaHW, BO3HUKAIOIINE TIPU JIEJIEHUN apXeCTropu-
aJIbHBIX KJ1eTOoK. [IpyyeM 3To0 OTHOCUTCS HE TOJIBbKO K MYXCKOI, HO U XXEHCKOI pernpomyK-
TUBHOI cdepe. BusyanbHo 1o xapakTepy KJIeTOK (6oJiee rycToruia3MeHHbIe) MapueTaabHast
TKaHb XOPOIIIO BBIICJISIETCS B HYLIE/UTYyCe KPaCCUHYLE/JIITHOrO cemsizayaTka. OHa B hopme
CerMeHTa MPOCTUPAETCS OT SMUIASPMBI 10 METaCTIOPOIUTa (MJIM METacTIOPOIIUTOB, €CII X
HECKOJIbKO), a 3aTeM 3apOABIIIeBOTO Melika. YncIio clioeB TaKoi TKaH! 3aBUCHUT OT MacCUB-
HOCTHM HylIeJUTyca, HO €€ IIMpHHA COCTaBJisieT B cpenHeM 3—5 kieTokK y Paeonia lactiflora
(Paeoniaceae), 3—7 y Ceratophyllum demersum (Ceratophyllaceae) (Shamrov, 2008a). [Tono6-
HBIM 00pa30oM MOXHO UASHTU(MULIMPOBATh MTapUETAIbHYIO TKaHb, COCTABJISIIONIYIO TUCTAb-
HYIO 4acTh CTEeHKM MUKpocnopaHrust y Datisca cannabina (Datiscaceae) (Kamelina, 1983),
Acer rufinerve (Aceraceae) (Alimova, 1985). UmeHHO Ha ocoGeHHOCTSIX (hPOPMUPOBAHUSI CJIO-
€B TTapHeTATBbHON TKaHU U ObLUTM pa3paboTaHbl MHOTHE KiIacCU(UKAIIUU TUTIOB (DOPMUPO-
BaHUS CTEHKW MUKPOCTIOPAHTHSI.

XapakTepuCTHKA CJI0eB CTEHKH MUKpocnopanrusa. CJIou CTeHKH MUKPOCTIOPAHTHST pas3iii-
4aloTCsl HE TOJIBKO OCOOEHHOCTSIMU TeHe3Mca, HO M CTPYKTYPHBIMU XapaKTepHUCTUKAMU.
Kaxnaplii cioit oTimyaeTcsl MO CTPOEHUIO KJIETOK U BBIMOJHSET ONpeaesIeHHYIO (hyHKIIMIO
(Dafni, 2000; Quilichini et al., 2014). KiieTku anuaepMbl BApbUPYIOT 10 pa3MepaM 1 BbITTOTHS -
IOT pa3Hble (MYHKLMU: 3alIUTHYIO (YHKIINIO, 00ECIeYNBAIOT Ta3000MeH 1 TPaHCIIMPAIIHIO,
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Puc. 3. HauanpHble ctanuu popMUPOBaHUSI MUKPOCIIOPAHTHSI.

1—4 — Allium caspium (Alliaceae), 5—8 — Rhododendron schlippenbachii (Ericaceae). an — NbUIBHUK, @ ¢ — apXecIio-
puanbHasl KJeTka, i ¢ mc — WHUIMaJIbHbIE KJIETKU MUKPOCIIOPAHTHS, i i W mc — WHULMAIU TTPOKCUMAIbHOMI
(BHYTpEHHEi1) YaCTH MUKPOCTIOPAHTHSI, | W m¢ — MIPOKCUMaJIbHas (BHYTPEHHSISI) YaCTh MUKPOCIIOpaHTHst, [ i w mc —
MHULIMAJIY JIaTepabHOM YaCTU CTEHKU MUKPOCIIOpaHTrusi, / w mc — JiarepajibHasi 4acTh CTEHKM MUKPOCIOPaH-
TSI, 0 | W mc — UHULMAIN AUCTAIbHON (Hapy>KHOI) YacT CTEHKM MMKPOCIIOPAHTHSI, 0 W mc — OUCTalbHasl (Ha-
PY>KHsIsT) 4aCTh CTEHKWM MUKPOCIIOPAHTHSI, p ¢ — MapueTaibHasi KJIETKa, S ¢ — CIIOPOTeHHast KJIeTKa.

Fig. 3. Early stages of microsporangium formation.

1—4 — Allium caspium (Alliaceae), 5—8 — Rhododendron schlippenbachii (Ericaceae). an — anther, a ¢ — archesporial
cell, i ¢ me — initial cells of microsporangium, i i w mc — inner initials of microsporangium wall, i w mc — inner part of
microsporangium wall, / i w mc — lateral initials of microsporangium wall, / w mc — lateral part of microsporangium
wall, o i w mc — outer initials of microsporangium wall, 0 w mc — outer part of microsporangium wall, p ¢ — parietal
cell, s ¢ — sporogenous cell.
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Puc. 4. IluddepeHunaius u crieuaan3aius KJIeToK cIoeB CTeHKU MUKpocniopanrust y Allium caspium (Alliaceae).
I — cTanust COPOTEeHHOM TKaHU, 2 — MUKPOCTIOPOLIMTHI B Havasie Meiio3a, 3 — TeTpaibl MUKPOCIIOp, 4 — BaKyOJIu -
3UPOBaHHbIE MUKPOCTIOPHI, 5 — 3peJible MbUIbLEBbIE 3¢pHA, 6 — CXeMa MbUTbHUKA TTepe] BCKPbIBAHUEM. ¢l — CBSI3-
HWK, en — SHAOTELM1, ep — anuaepma, ft— GUOPO3HbIE YTONILEHUSI, M — MUKPOCIIOPA, /¢ — MUKPOCTIOPOLIUT, m [ —
CpeIHUIi IO, 0 — OPOUKYJIBI Ha TalleTaJlbHOM MeMOpaHe, p g — MbUIbLIEBOE 3€PHO, ! — TareTyM, ¢ m — TeTpajia
MHKPOCTIOP.

Fig. 4. Cell differentiation and specialization of microsporangium wall layers in Allium caspium (Alliaceae).

1 — sporogenous tissue stage, 2 — microsporocytes at meiosis beginning, 3 — microspore tetrads, 4 — vacuolized mi-
crospores, 5 — mature pollen grains, 6 — scheme of anther before dehiscence. cn — connective, en — endothecium, ep —
epidermis, ft— fibrous thickenings, m — microspore, mc — microsporocyte, m [/ — middle layer, o — orbicules on ta-
petal membrane, p g — pollen grain, # — tapetum, # m — microspore tetrad.

a Tak>Ke UrparoT posib B ipuBiedeHun onbututeneit (Goldberg et al., 1993; Rezanejad, 2008).
YacTo OHU BBITSTUBAIOTCS, MEJIKME BaKyOJU OObEIUHSIIOTCS B OJHY BaKyOJib, OTTECHSIS SIIPO
K niepudepun. HapyxkHast TaHreHTajbHasi CTEHKa YTOJIIAETCSI U TTOKPbIBACTCS KYyTUKYJIOM
(puc. 4, 1-5;5, 1, 2).

Croii KJIeTOK, JIeXalllnii HEIMOCPEACTBEHHO IO 3MUASPMOI, T.€. CaMblii HAPY>XXKHBI U3
CJI0eB, BOZHUKAIOLIUX B pe3yjibTaTe AeJIeHUs MapueTaIbHbIX KJIETOK, 00pa3yeT SHAOTEeL i,
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Puc. 5. CtpoeHue 3pesioro melJIbHUKA.

1, 2 — cTeHKa 3peJioro nbuUlbHUKA Y Gagea stipitata u3 ceMm. Liliaceae (1) u Hemerocallis citrina u3 ceM. Hemerocalli-
daceae (2), B sHmorennu ¢pudpo3HbIe yToeHus ; 3, 4 — TeranHKa (3) v nblibHUK (4) Ceratophyllum platyacanthum
u3 ceM. Ceratophyllaceae, B 9HIOTELIMU OTCYTCTBYIOT (PMOPO3HBIE MOSICKH, YTOIIIAIOTCS O00JIOYKHU JIMIIb OTAEIb-
HBIX KJIETOK. en — 9HIOTELUM, ep — dMUIepMa, p g — MbUIbLIEBOE 36PHO, S# — THIMMHKA, St — CTOMUYM, ¢ — TalleTyM.
Fig. 5. Structure of mature anther.

1, 2 — wall of mature anther in Gagea stipitata, Liliaceae (1) and Hemerocallis citrina, Hemerocallidaceae (2), there are
fibrous thickenings in endothecium; 3, 4 — stamen (3) and anther (4) of Ceratophyllum platyacanthum, Ceratophylla-
ceae, fibrous thickenings in endothecium are missing, only walls of separate cells are thickened. en — endothecium, ep —

epidermis, p g — pollen grain, sn — stamen, st — stomium, 7 — tapetum.

MIOCTUTAIONINIT HauOOJBIIETO Pa3BUTHUSI K MOMEHTY BBICHITIAHUS TBUTLIBI M3 MBUIbHUKOB
(puc. 5, 1, 2). Bonee monpoOGHO €ro CTpOeHUE PACCMOTPUM B CBSI3U C DYHKIIMOHUPOBAHUEM
tanietTyma. [Ton sHaOTEIMEM pacmoiaraloTcsl OAWH U 00Jiee CPEAHUX CIIOEB, COCTOSIIINX U3
HEKPYITHBIX KJIETOK, KOTOPBIE pa3pyIIaoTcsl, KaK MpaBUJIo, MOCJe 3aBeplIcHUsT Meifo3a B
MaTepUHCKMX KJIeTKaX MUKpocCIiop. B xone pa3zBuTus B KJIeTKaX CpeIHUX CJIOCB MOXET Ha-
KaIIMBaThCs TpaH3UTOpHBIM Kpaxmaln (Clement, Pacini, 2001).

BaxxHyio ponb mipu (hOpMUPOBAHUYM MHUIBHUKA BBITTOTHSIET CaMblii BHYTPEHHUI CIIOM
CTeHKM MUKPOCTIOPAHTUSI — TaIleTyM, WJIM BBICTWJIAIOIIWIA c/loii. Ero KiieTKu yacTto uMeroT
TabauTYaTYI0 (DOPMY, 3aMOJHEHBI TUIOTHOM IIUTOIIA3MOI U coaepXaT OIHO, a UHOTAA He-
CKOJIBKO saep. TameTyM ObIBaeT TOMOMOP(MHBIM (KJIETKA CXOOHBI IO CTPOCHUIO) U TeTepO-
MOpGHBIM (KJIETKU CO CTOPOHBI CBSI3HMKA YacTO KpYITHee, MaluuUIOBUIHbIE, a YMCIIO CII0EB
MoxeT ObITh 6oJibiie) (Kamelina, 1981, 2009). I'naBHo# dyHKIIMEe! TanieTaTbHON TKAaHU SIB-
JISIeTCSl CHaOXEeHNE MUKPOCTIOPOLIUTOB, (DOPMUPYIOIIMXCS MUKPOCIIOP U TThLUIBLEBBIX 36peH
MUTATEIbHBIMM BEIIECTBAMU, CPEAM KOTOPBIX BAaXKHYIO POJIb UTPAIOT MoJMcaxapuabl, dep-
MEHTbI, TOPMOHBI, HaKaruIMBaIUecss BHYTPU TojiocT Mukpocriopanrust (Pacini, 2010).
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YV HekoTophixX pacteHuii (Gentianaceae) B MpeMeiiOTUUECKUI U MEMOTUYECKUI TIEPUOIbI
Pa3BUTHSI B TIBIJIbBHUKAX BOZHUKAIOT crielinrIecKre Mmeperopoaku, Win TpabeKyibl, KOTO-
pBle TIPOXOISAT Yepe3 MOJOCTh THE3I U pa3lessioT CIOPOTeHHYIO TKaHb, a 3aTeM U MUKPO-
CITIOPOLIMTHI Ha TPYITIHI KJIeToK. [Tpupomaa Tpabekyn obcyxxaaeTcst B iuteparype. CyliecTBy-
IOT IB€ TOYKU 3peHUs: 1) TpabeKysbl, KakK 1 TalleTyM, MMEIOT CIIOPOT€HHOE IPOUCXOXKIEHNE,
2) TpabeKkyJibl IIPENCTaBIsSIOT COOOil KJIETKU TaleTyMma, pa3pacTalolldecsi BHYTPb THE3[
MbUIbHUKA (CITUCOK paboT cM. Shamrov, 1986). OgHuM U3 aBTOPOB HACTOSIIEN CTAThU MO~
TBepXKIAaeTCs TalleTalbHOe MpoucxoxaeHue Tpadekyn (Shamrov, 1988). ¥V Gentiana lutea n
Swertia iberica B cTeHKe (DOPMUPYIOIIETOCS MUKPOCIIOPAHTHS CHaYasia (popMUpyeTcs Tamne-
TYM C BHYTPEHHE# CTOPOHBI, a 3aTeM C JIaTepaIbHBIX CTOPOH U U3 MapUeTaTbHOTO CII0ST, BO3-
HUKIIETO B Pe3yJibTaTe NMEePUKIMHAIBHBIX JIeJIEHUIM apXecropralbHbIX KieTok. OcoGeHHO-
CTbIO Pa3BUTUS MbLIbHUKA 3TUX BUAOB SIBJISIETCSI AYTrOOOpa3HOE PaCMoJIOKEHUE CITIOPOTEH-
HBIX KJIETOK, [IPY 3TOM BHYTPEHHMUII TAIIeTYM OKa3bIBACTCS BHYTPH IYTU U MOAXOAUT OJIU3KO
K Hapy>XHOMY TareTyMmy. OTO MPUBOIUT K UX CMBIKAHUIO U 0Opa30BaHUIO B NaJibHEUIIIEeM
CEeNTUPOBAHHOCTY THe3l. Bo3HUKIIME TpaGeKyabl MPOXOIAT pamvualbHO 4Yepe3 MOJIOCTh
THe3/1a U pa3nelisTioT eAMHYIO CITOPOTeHHYIO TKaHb Ha KOMITJIEKCHI KJIETOK. B Xxome pa3Butus
KJIETKM TpaOeKyJ U TalleTyM pa3pylIaloTCs W COXPAHSIIOTCS IO CTAAUU 2-KJIETOYHBIX MbUTb-
LIEBBIX 3€peH (3pesiasi mbliblia — 3-kiieTouHas ). [lepBbiMU paspylaroTcsl KIeTKA BHYTPEH-
HEro TareTymMa, 3aTeM TpaOeKyJibl U IMOCICIHUMU — KJIETKU JaTepaJbHOIO M HAPY>KHOTO
tanetyma (puc. 6, /—13). AHaIU3 TUTEPATYPhl TTO3BOJISIET MPEAOIOXUTL (hOPMUpPOBaHUE
CeNT B MbUTbHUKE TSI APYTUX pacTeHuii: Berberis vulgaris (Berberidaceae) (Budell, 1964), He-
KOTOPBIX BUIOB ceMmeicTB Balsaminaceae u Onagraceae (Venkateswarlu, Lakshminarayana,
1957; Steffen, Landmann, 1958; Narayana, 1963).

OnHoI 13 BaXXHBIX (DYHKIIMI TarieTyMa SIBJISIETCSI CEKPELUsT €ro KJIeTKaMy pa3JIMYHbIX Be-
1IecTB: (pepMeHTa Kajlasbl JIsl pACTBOPEHUSI KAJUIO3HBIX 000J104eK BOKPYT TETPaJ MUKPO-
CIIOp; IPEeAIeCTBEHHUKOB CIIOPONOJIICHNHA 9K3WHBI U OpOMKYJI (Teliell YOouIa), KOTophie
OOBIYHO pacIiojlaraloTcsi Ha BHYTPEHHE MeMOpaHe M KOHTAaKTUPYIOT C pa3BUBAIOIIMMUCS
MbUILLIEBBIMU 3€pHAMU; TUTTUIOB U KAPOTUHOUIOB, BXOASIIIMX B COCTAB MOJUIEHKUTA; CMECU
ruapoGOOHBIX U TUAPOMUIbHBIX COEAWHEHMWI, yJ4acTBYIOIIMX B OOpa3oBaHUU TPUMUHLI
(TTOJIIEHKUT U TpuUHa CrmocoOCcTBYIOT onbuieHUI0 HaceKoMbiMK) (El1-Ghazaly, 2002). Op-
OUKYJIBI MPENCTABIISIIOT CO00I cheponnanbHbie CTPYKTYpbl. OHU OOHAPYXEeHBI B MbIJIbHUKAX
KaK OHOJOJIbHBIX U IBYJOJbHBIX, TAK U TOJIOCEMEHHBIX. YUacTre OpOUKYJI MpearogaracTcs
B ciaenyomux GYHKIUSAX: TpaHCTOPTHAas (GyHKUUS MO MOCTaBKE CITOPOIOJIIEHUHA,
byHKuMSA TUAPODOOHOTO CJI0S, BHICTUJIAIOLIETO MOJOCTh MUKPOCIIOPAHTHUS, 3a CYET YEro
obecrieyrBaeTcsl OTAEIeHUE MbUIBLIEBBIX 3€peH; paccenBaHue NbUIblbl (Pacini et al., 1985;
El-Ghazaly, 1989; Pacini, 2010).

B taneTyme cuHTE3UpYyIOTCS BEleCTBA, MHTMOMPYIOIIME TIPOLIECCHI CIEMaTN3alluy Kiie-
TOK 3HJIOTElMs B TeUEHUE BCero MuKpocrioporeHesa. MccienoBaHusi mo conpsixkeHHOCTU B
Pa3BUTUM HAOTELIMS U TarleTyMa OOBIYHO HEe 0OCYX/IAl0TCsl B JIMTEPATYPE, XOTSI MHOTHUE aB-
TOpBbI OOpalllaad BHUMaHUE Ha MOsIBJeHUE (DUOPO3HBIX YTOJILIEHUIA B 3HIOTCLUU U IJIU-
TEJIbHOCTh CYIIIECTBOBaHUS Taretyma. McciienoBaHus B 3TOM HAIlpaBJICHUU TIPOBOMASITCS
B 0CHOBHOM uHauiickum yyeHbiM C. Chauhan (1977). UToOBI TOHSITH 3Ty CONIPSIXKEHHOCTh B
pPa3BUTUM, OOPATUMCS K aHAJIM3Y JaHHBIX MO CTPOSHUIO U (DYHKIIMOHMPOBAHUIO SHIOTEIIS.
HMwmeronmecs: naHHbIE CBUAECTENLCTBYIOT O CTPYKTYPHOM Pa3HOOOOpa3uu 3HAOTELUS U €ro
pOJY IPY BCKPBIBAHU U TbUIBHUKA.

DHpoTeUMii pacriojlaraeTcsl 1o 3MUAEPMOl U HaMOOJIbIIEr0 Pa3BUTHSI JOCTUTAET B
OBUIBHUKE TIepen BCKpbIBaHueM (puc. 5, 1, 2). OT BHYTpEeHHUX CTCHOK €T0 KJIETOK OTXOIUT
OosplIoe KouuecTBO (hubpo3HbIX MosicKoB. KileTku sHaoTenus odecrneuynBaroT BCKpbhIBa-
HUE€ TbUIbHMKA B OOJACTM CTOMMYMa, OOBIYHO TMPOJOJbHBIMMU IIEISIMU B Kaxaoil Teke
(puc. 4, 5, 6; 6, 13). BckpbiBaHMe TEK MTPOUCXOIUT OOBIYHO MMOCJIE Pa3pyIlIeHUsT B HUX ITepe-
roponok. OnHako y Paeonia lactiflora neperopoaku B TeKax o0pa3yloTcsi B pe3yjabTaTe 3aBo-
pauMBaHMsI KpaeB CTEHKM MUKpoOcHopaHTrueB. B obnactu ctomuyma snuiepMaibHbIe CI0U
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Puc. 6. CtpoeHue u pa3BuTHe NMbIJIbHUKA ¢ Tpabekynamu y Gentiana lutea (Gentianaceae).

1—7 — dhopMHUpOBaHUE CTEHKM MUKPOCIIOPAHIHUS M TPAOGEKyJl Ha CTaIusIX OT apXecropus 10 MUKPOCIOPOLIMTOB,
1, 6 — cxeMBbl TIbJIBHUKA;

Fig. 6. Structure and development of anther with trabeculae in Gentiana lutea (Gentianaceae).

1—7 — formation of microsporangium wall and trabeculae at the stages from archesporium to microsporocytes, 1, 6 —
schemes of anther;
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Puc. 6. CtpoeHue u pa3BuTHe MbIJIbHUKA ¢ Tpabekynamu y Gentiana lutea (Gentianaceae) (IpofoOKeHME).

& — CTPOEHME CJI0EB CTEHKU M TPAOEeKyJl Ha CTaluy TeTPaa MUKPOCTop, 9— /] — MCYe3HOBEHUE KIIETOYHBIX CTEHOK B Ta-
TeTyMe U U3MEHEHUSI B €0 CTPOCHUHM Ha CTaMsIX BaKyOJIM3MPOBAHHBIX MUKPOCIIOP U 2-KJIETOYHBIX MBUIBLIEBBIX 3€PEH,
12 — cxema MBUTBHMKA TIEpell BCKPbIBAaHUEM, /3 — CTEHKa 3pesioro MbUIbHKUKA B 001acTH cTOMUyMa, [4—18 — ctanuu
MUKPOCIIOpOTreHe3a 1 00pa30BaHMsi TETPall MUKPOCIIOP. en — SHIOTELM I, ep — snuaepMa, [t — GUOpo3HbIe yTONIICHUS,
i t — BHYTPEHHMIA TanieTyM, / ¢ — JlaTepalibHblii TalleTyM, 7 — MUKPOCIIOpa, "¢ — MUKPOCIIOPOLIUT, 1 [ — CPeTHUIA CJIOH,
0 t — HapYXXHBI TalrleTyM, p g — TIbUIBLIEBOE 3€PHO, ST — CTOMUYM, f — TaTleTyM, ¢ m — TeTpajia MUKPOCTIOp, f7 — TpabeKyJa.
Fig. 6 (continued). Structure and development of anther with trabeculae in Gentiana lutea (Gentianaceae).

& — structure of wall layers and trabeculae at the stage of tetrad microspore, 9— 11 — disappearance of cell walls in tapetum
and changes in its structure at the stages of vacuolized microspores and 2-celled pollen grains, /2 — scheme of anther before
dehiscence, 13 — wall of mature anther in stomium area, 74— 18 — stages of microsporogenesis and tetrad microspore for-
mation. en — endothecium, ep — epidermis, f¢ — fibrous thickenings, i/ # — inner tapetum, / ¢ — lateral tapetum, m —
microspore, mc — microsporocyte, m / — middle layer, o f — outer tapetum, p g — pollen grain, sf — stomium, 7 — tape-
tum, ¢ m — tetrad microspore, #r — trabecula.
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3TUX KpaeB JIUIIb COMKHYTHI, a He cpacTatoTcsi. [l03ToMy B MOMEHT BCKpBIBaHUSI Kpasl pac-
KpbIBaloTCsl HapyXy (Shamrov, Heomy0J1.).

YV Drymis winteri (Winteraceae) (Bhandari, Venkataraman, 1968), Bauera capitata (Cuno-
niaceae) (Prakash, McAlister, 1977) ¢dbuOpo3HbIe MOSICKU BBISIBJISIIOTCS TOJBKO C Hapy>XHOM
CTOPOHBI, 3 UMEHHO, B TOI 00J1acTU, KOTOpasi (popMUpPyeTCsl 3a CUET JIeJICHUI KJIETOK apu-
etajibHOrO cyiosi. @UOPO3HBIE YTONIIEHMSI MOTYT BO3HUMKATh HE TOJBKO B Cy0amuaepMaib-
HOM, HO U COXPaHSIIOLLIMXCS HIKEIeXalux cyiogx (puc. 6, 11—13). B TakoM ciiyuae MHOTHUE
aBTOPHI YKA3bIBAIOT, YTO OHU (hOPMUPYIOTCS HE TOJILKO B SHIOTEIUU, HO U CPEIHUX CIIOSIX.
Bricka3zaHO MHEHUE O TOM, YTO TOJBKO KJIETKU C (PMOPO3HBIMU YTOIIIEHUSIMU MOXKHO Ha-
3bIBaTh 3HAOTeMEeM. [Ipu hopMrpoBaHUM YTOJIIEHUI B CyORNUAEpMaTIbHOM 1 HUKEJeXa-
LIUX CJIOSIX SHAOTELMIA SABJISIETCS MHOTOCIOMHBIM. Ha paHHUX cTagusIX pa3BUTUSI BCE CJIOU
KJIETOK MEXIy TaleTyMOM W 3MUIEepMOil IpeajaraeTcsi o603HayaTh KakK “TKaHb CPEIHUX
CJI0eB” U TOJIbKO TI0CJIe TOTO, Kak chopMupyroTcs hubpo3HbIe YTOIIIEHUS, ONIPEACIsATh Ha-
JINYME U XapakTep HAOTEeLUs (TIPUCYTCTBYET B BUIIE OJHOTO WJIM HECKOJBKUX CJIOEB, WU
orcytcTByeT) (Teryokhin et al., 1993). Cnenyer nmomguepkHyTh, YTO Y HEKOTOPBIX pacTEHU
(GuOPO3HBIE YTOJIIEHUS BOZHUKAIOT TaKXKe B OOJIBIIMHCTBE KJIETOK CBSI3HMKA BOKPYT IMPO-
BOMSILLErO Iyuka (puc. 4, 6; 6, 12; 8, 7), omlHaKO 3HAaYEHUE TaKUX KJIETOK [IJisi BCKPBIBAHUS
MbUIbHUKA B JINTEpAType HEe 00CyXkKIaeTcsl.

Dubpo3HBIE YTOJIIEHUS B CTEHKE MUKPOCTIOPAHTUST OTCYTCTBYIOT Y PACTeHUM C 1IBETKA-
MU, pa3BuBatolimmucs B Bone (Ceratophyllaceae, Cymodoceae, Najadaceae, Hydrocharita-
ceae, kpoMe Offelia) (puc. 5, 3, 4), a TakKe y BUJOB C KJIeiCTOraMHbIMU LIBeTKaMu. OHU He
00pasyloTcsl U 'y TeX paCTeHWI, MbUTbHUKHM KOTOPBIX BCKPBIBAIOTCSI BEPXYILIEUHBIMU MTOPaAaMU
(Asclepiadaceae, Ericaceae, Scrophulariaceae, Solanaceae) (puc. 7, 1, 2). YToaiueHus mpu-
00peTaT KJIETOUHbIE 000JI0UKY SMUIEPMBbI (TOTa TAKOU CI0I MO aHAJIOTUU C SHIOTELIMEM
Ha3bIBAIOT 3K30TElMeM), a TaKXe CTEeHKU KJIETOK, MOACTWJIAIOIIMX MOPhl B BUJIE BajlnKa
(puc. 7, 3, 4). Oco6wiii ciyuait onucan y Chrysanthemum morifolium (Asteraceae) (Fei et al.,
2016). ¥ omHOro KyJjabTHBapa CO BCKpbIBAlOIMMUCH MbUTbHUKaMU (Qx-097) sHooTeunit ¢
(GUOPO3HBIMU YTOMIIEHUSIMU, a y Ipyroro KyjabTuapa (Qx-007) MbUIbHUKU HE BCKPBHIBAIOT-
csl, TaK KakK B 9HIOTelMU He opmupyroTcs ¢ubposHbie yroiiieHus. Kpome toro, y mo-
CJIETHETO COXPAHSIIOTCSI TTOJTHOCTBIO CETITa B TEKE U CTOMUYM, TIPOUCXOAUT YBEIUUCHUE pa3-
MEPOB KJIETOK MbUTbHUKA, BBISIBIISIETCS] CUJIbHAS TUAPATALIMS U BBICOKOE CONEepKaHe NOHOB
K*, Ca?" Torma kak y repBoro KyJIsTUBapa pa3Mephl KJIETOK B ITBUIBHUKE COXPAHSIOTCS, Ha-
Omoaercs 00e3BOXMBaHUE, TTOTEPS COAEPKMMOTO KIETOK M CHUXKEHUE YKa3aHHbBIX NOHOB.

B pesynbraTe n3yyeHusl MpoueccoB COMPSI)KEHHOCTU B Pa3BUTUM SHIOTEIMS U TareTyMa
ObLIO MOKAa3aHO, UTO B TEUEHUE BCEr0 MUKPOCITIOPOTeHe3a He MPOMCXOMUT CIielIuaIu3aliust
kJeTok sHnorenus. [locie 3aBepiiieHNsI CMHTE3a CIIOPOMNOJUIEHUHA B TalleTyMe UHTUOUPYIO-
liee AeiCTBUE 3aKaHYMBAETCS, U TalleTyM HAauMHAET pa3pylliaTbCsi, YTO OOBIYHO COOTBET-
CTBYET CTaJuM BaKyOJIM3MPOBAaHHBIX MUKpOCTOP. TOJIBKO MOCJIE 3TOrO MPOUCXOIUT (hOPMU-
poBaHue yToeHui B KieTkax sHmoreust (Chauhan, 1977). I1pu 1imMTebHOM CYIIECTBO-
BaHUU TareTymMa, OCOOEHHO Y paCTeHUI ¢ My>XCKOI ITUTOTIIa3MaTUIECKOUN CTEPUIIBHOCTHIO,
HaOonaeTcs: abOpTUPOBAHUE MBUTBLIBI, KJIETKU HIOTELMS HE MepexoasT K (hopMUpoBa-
HUIO HGUOPO3HBIX MOSICKOB, U MbUIbHUKK He BeKpbiBaloTcs (Chauhan, 1979; Chauhan, Gup-
ta 2006). TTogoOHOE, BEpOSITHO, onucanu aBTopbl y Chrysanthemum morifolium (Asteraceae)
(Feiet al., 2016). XOTs1 OHU HE MBITATKCH BLISIBUTD CBSI3b MEXKIY Pa3BUTHEM TarleTyma u (pop-
MUpOBaHUEM (DUOPO3HBIX MOSICKOB B SHIOTELIMU, CYIsl MO MPUBEISHHBIM WJITIOCTPALIUSIM,
B HEBCKPBIBAIOIIIUXCS TMBUIBHMKAX TareTyM COXpaHsIETCS A0 KOHIIA MX CYIIEeCTBOBaHMSI.
Y HeKOTOpBIX paCTEHM TTOJOOHBIE TIPOLIECCHI TPOUCXOASAT B HOPME U MBIJIBHUKU BCKPbIBA-
1ot1cst. Y Escallonia rubra (Escalloniaceae) (Kamelina, 1985) ¢u6po3Hbie yTomieHus B KJIeT-
Kax 2—3-CJI0MHOI0 3HIOTELMs HAYMHAIOT (DOPMUPOBATHCS TOJHKO Ha CTaauu (hOPMUPOBa-
HUS 2-KJIETOYHOTO TbLIbIIEBOTO 3¢pHa (reHepaTUBHAas KJIETKa HAXOIUTCS ellle OKOJIO CIIOPO-
nepmbl). 3pesasi MbUIbLla Y 3TOro BuAa 3-KjeTouyHas. TameTym JOJIr0 COXpaHSIeTCsl U
paspyliiaeTcs TOJbKO TMepell BCKpbIBAaHUEM TTbIIbHUKA. [ITUTEeIbHOE CYIIIeCTBOBAHUE TATIETY-
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Puc. 7. BckpbiBaHMe MBUTbHUKA alTMKaIbHOM MOpoit y Rhododendron schlippenbachii (Ericaceae).

1, 2 — BCKPBIBIINIICS MBUTBHUK; 3 — KJIETKHU SMUAEPMBI YTOJIIIEHBI (9K30TeLHit), B 9HAO0TeLMH (PUOPO3HBIE yTONI-
ILIEHUST OTCYTCTBYIOT; 4 — (hparMEeHT CTEHKHU MbIJIbHUKA B O0JIACTM BCKPBIBAHUS alMKaJIbHOM MOPOIi, B KJIETKaX
BUJIHBI KpaxMaJbHbIe 3epHa, O0OJIOUKHU YTONIILEHBI; 5, 6 — TeTpagHasl MblIbLAa B bUIbHUKE (5) U Ha TTOBEPXHOCTH
poUIbLIA (6). en — SHOOTELM, ep — SNUAEPMa, S — Kpaxmal, f — TanetyM. MaciutaGHas nuHeiika, mkm: 1 — 1000,
2-100, 5, 6 — 10.

Fig. 7. Anther dehiscence by apical pore in Rhododendron schlippenbachii (Ericaceae).

1, 2 — dehisced anther; 3 — epidermal cells are thickened (exothecium), fibrous thickenings are missing in endothe-
cium; 4 — part of anther wall in the area of dehiscence by apical pore, starch grains are observed in the cells, cell walls
are thickened; 5, 6 — tetrad pollen in anther (5) and at stigma surface (6). en — endothecium, ep — epidermis, s —
starch, ¢ — tapetum. Scale bars, um: 7 — 1000, 2 — 100, 5, 6 — 10.

Ma, 3aKaH4YMBamlIleecs B rmepuon (OPMUPOBAHMS IBUIBLIEBBIX 3€PEH, MPUBOIUT K OoJee
MO3IHEMY BO3HMKHOBEHHIO (PUOPO3HBIX YTOJIIEHUWNA B 3SHIOTELMM HEKOTOPBIX BHUIOB
Euphorbiaceae (Euphorbia iberica, E. petrophila, E. seguieriana, E. stepposa — Anisimova, 2019).
B 3penioM MBITbHUKE KJIETKY TareTyMa, Kak MpaBujio, He COXPaHSIOTCS.

TareTyM LIBETKOBBIX PACTEHUI XapaKTepU3yeTCsl 3HAUUTEIbHBIM pa3HooOpazueM. YToObl
€ro OTpa3uTh, BBIAEISIIOTCSI TUITBI, IIOATUIIBI, (POPMBI U Bapualru. MHOIr1ue aBTOpPbl BHECIN
BKJIaJ B pa3paboTKy 3TO# MPOGIeMbl, OJHAKO BOMPOCHl TUMTU3AIIMY TAleTyMa MPOI0JIKAIOT
00CYXIaThCsI, OCOOEHHO MOCJe TPUMEHEHUST DJIEKTPOHHOTO TPAHCMHUCCUOHHOTO MUKPO-
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cKoma JUIsl aHaIu3a MOJYYEeHHBIX TaHHBIX. TeM He MeHee 3HAaYUMOCTh CBEICHUIA, TTOJTyUeH-
HBIX C TIOMOII[bIO CBETOBOTO MUKPOCKOTIA, TPYAHO MEPEOLIEHUTb.

BriepBbie 2 TUmna tamnetyma (CEKpeTOpHbBI M amMeObouaHbIi) OblM TipenioxeHbl Goebel
(1905). B cekpeTopHOM TareTyme KJIeTKA COXPAHSIOTCS, a B aMEOOUIHOM TUTIE CTEHKU KJle-
TOK pa3pylIaloTcs, U MPOTOIUIACTHI CIMBAIOTCS, (DOPMUPYS LIEHOUUTHBIN TazMonuit. Psin
aBTOPOB BMECTO aMeOOMIHOIO MpeajIaraloT pa3andaTh repuriasmoquaababiii Tun (Tischler,
1915; Claussen, 1927; Echlin, 1971). Beioensiror HaCTOSIIIMIA W JIOXHBINM MTOATUITHI TTEPUTLIA3-
monus (Tischler, 1915). B 3aBucumMocTH OT BpeMeHU MPOHUKHOBEHUS MEPUTLIa3MOAMS B TO-
JIOCTb MUKPOCTIOPaHTUs pa3inyalT 4 BapuaHTa: 1, 2 — dhopMuUpyeTCs BO BpeMsl MepBOro
(Sparganium — 1) wnu Broporo (Triglochin — 2) neneHust Mmeiio3a MeXIy AEASIIIUMUCT MUK-
pocriopouutamMu, 3 — Ha ctaguu Tetpan (Butomus), 4 — Tocie pacnaga TeTpaa MEXIy MUK-
pocriopamu (Sagittaria) (Claussen, 1927). Carniel (1961, 1963) mompa3messit TareTyM Ha 11eI-
JIIOJISIDHBIN OMHOSIACPHBIN, LEJUTIOJISIPHBIM MHOTOSIIEPHBIN M IUIa3MOIUAJIBHBIN C OOJIBIITNM
4yucjioMm snaep. Y Zea mays TarieTyM, 1O JaHHBIM aBTOpa, Pa3BUBAETCS KaK LIEJUTIOJISPHbIN
MHoOTOSIIepHbI. TakKe BBIAESIOT TPETUI MPOMEXKYTOUHbBINA TUI TalleTyMa — MHBAa3UBHBbI,
WIM HECUHUUTHANbHBIN. Y BUnoB Canna mocie paspylieHHUsI CTEHOK B KJIeTKaxX TareTyma
0o6pazyroTcs npoTtoriacTsl. Ha mo3gHuX cTagusix MUKpOCIIOpOreHe3a MpoTOIIacThl (hopMu-
pYIOT aMeOOUIHbIE BBIPOCTHI, HO IIpU 3TOM OHU He ciauBatoTcs (Tiwari, Gunning, 1986). He-
KOTOpbIE aBTOPbI MpeLIaraloT Ha3blBaTh CEKPETOPHBINM TaleTyM MapueTalibHbIM, a Mepu-
IUIa3MOAMANIBHBI — aMeOOMAHBIM. TUIIBl pa3InyaroTCsl BpeMEHEM CIUSTHUSL KJIETOK, KOH-
TaKTOM LIMTOILJIa3Mbl TalleTyMa C HApy>KHOM MOBEPXHOCTHIO MBLIBLIEBBIX 3¢pPEH, BPEMEHEM
CYIIECTBOBAHMUSI B MOJIOCTU MUKPOCIOpPAHTUS. BHYTpU KaXIoro Tumna BbIACISIOTCS Bapua-
uu (Bcero no 12) (Pacini et al., 1985; Pacini, 1997, 2010).

3HaYUTEIbHBIN UHTEPEC MpPEeACTaBlisieT Kjlaccudukaius taneryma, npeaioxeHHas Ka-
menuHo# (Kamelina, 1981, 1994, 2002, 2009). OHa niocTpoeHa He TOJbKO Ha CTPYKTYPHBIX
OCOOEHHOCTSIX, HO U BPEMEHHBIX XapaKTepuCcTUKax (Ha HUX oOpaTui BHUMaHue ele Car-
niel, 1963) B xoae pa3BUTHS KJIETOK TareTyMa. BhIIeIsIiOTCs TaKKe 1Ba TUITA TaneTyma: Kjie-
TOUHBIN (CEKPETOPHBIN) U TTePUTTTIa3MOAUATIbHBIN.

OCoOEeHHOCTBIO Pa3BUTHS TaleTyMa SIBJASIETCS pa3pyllieHue KJIETOYHBIX CTEHOK B XO#e
pa3Butwusi. [1pn nepuniasMoauaibHOM TUIIE CTEHKHW MCUE3ai0T 10 MU BO BpeMsi MUKPOCITO-
poreHe3a. [logoOHOE MPOMCXOAUT U B KJIIETOYHOM TarleTyMe, OJIHAKO €T0 CTEHKM OOBIYHO
pa3pylIaloTcs Ha CTaAuM TeTpaa WM OMUHOYHBIX MUKpocIiop (puc. 4, 4; 8, 5). B mbuibHMUKe
¢ TpabeKyJiaMy CO CTaauM BaKyOJIM3MPOBAHHBIX MUKPOCIIOP CTEHKM MEXIY KJIeTKaMU Tare-
TyMa U TpabeKyJ He BBISBISIOTCS 1aXe C TIOMOIIbI0 0COOBIX METOIMK OKpalliuBaHus. Bos-
HUKIIIME TTPOTOIIACThI Y€TKO OTIPAaHUYEHBI APYT OT APyra U CyIIECTBYIOT B TAKOM COCTOSI-
HUU ellle Ha CTaAuU 2-KJIETOYHbIX MbLIbLIEBIX 3epeH (puc. 6, 9, 10).

[To muenuio Kamenunoii (Kamelina, 1994), B KJIeTOUHOM TaneTyMme MepBUYHasi 00004~
Ka B KJIETKaX COXpaHsIeTCs 10 CTaJuU TeTpaa MUKpocrnop. Beien 3a ee pacTBopeHUEM TTpoO-
UCXOOUT 0Opa3oBaHUE “BTOPUYHOI 000JIOUKM”, comepKalleil CrIOpoIioJiJIeHWH, 8 BO MHO-
TUX CJIydasiX Ha BHYTPEHHE U paaualibHbIX CTOPOHAX ee (hopMUpyroTCs OpOUKYJIbI. Y MHO-
TMX PaCTEHUI CTpOEHUE TaleTyMa B JajibHElIleM He U3MEHSIETCSl U COMPOBOXKAAETCS JIUIIb
JIM3UCOM COIEPXKMMOTO MPOTOIIACTOB. B 3pesioM NMblIbHUKE COXPaHSIETCS JIUIIb CIIOPOMOJI-
JIEHMHOBAs TareTajibHasl TUIEHKa ¢ opOuKynaMu. DTta (popMa KJIETOYHOro TareTyma 6e3 pe-
opraHuzaliMu oTMedeHa B 229 cemMeiicTBaxX IBYAOJbHBIX U 38 ceMelicTBaX OJHOMOIbHBIX pac-
TEHU.

B nuteparype mpemioxkeHbl U Ipyrue MOHSITUS 1711 0003HAUYEeHUSI 000JI0UKU, KOTOpasi
OKpYXaeT KaXIbIii MPOTOIUIACT MOCJe pa3pylleHUs KIETOYHBIX CTEHOK TareTyma: ‘“rare-
TaJlbHaY TUIeHKA”, “opOuKyJIsipHas IUIeHKa”, “meummKyna”. HazBanue “rareraabHass MeM-
O6paHa” BITepBbIE MTOSBUJIOCH B paboTax Mo TareTymy rojocemMeHHbIX (Pettit, 1964) 1 HekoTO-
pbix 3makoB (Banerjee, 1966). B.MD. Oropoanukosa (Ogorodnikova, 1986, 1990) npennarana
0003HauarTh ee Kak “crioporojyiecHuHOBast obosouka”. B manbHeiiem oHa (Ogorodnikova,
1994), kak 1 MHOTHME aBTOPHI, TAKXKE CTaJla MCIIOJIb30BaTh MOHITHE “TaleTajibHasi MeMopa-
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Ha” JJIs ONMCaHUsl 000J0YKH, OKpYyXalolleil B MOCTTeTPaIHbIN TEPUO, LIEJIUKOM KaxXAayIo
KJIETKY TarieTyMa ceKpeTopHoro Tuna. KpoMe 3TOro BbIAEISIOT 3KCTpaTareTaibHYIO, WIN
TepuTaneTaJbHyl0o MeMOpaHy Ha TpaHUIIe TMEePUTUIa3MOIUAbHOTO TalleTymMa M CPEIHETO
ciost (Heslop-Harrison, 1969; Dickinson, 1970).

Takum 06pa3oM, B IUTEpAType UCIIOJIBb3YIOTCS pa3IMUHbIC TTOHSITUS IS OMUCAHUS MTPO-
LICCCOB TIOSIBJICHUST HOBOI 000JI0YKY BOKPYT TalieTyMa I0ocjie pa3pylieHUs KJIETOYHbIX CTe-
HoOK. [To mHeHuto Bhandari (1984), B 3ToM ciydyae jydiiie UCITOJIb30BaTh TEPMUH “TareTaib-
Hasg MeMOpaHa”. UToObI oTpa3uTh crienuKy MeMOpaH, CJIeAyeT YKa3bIBaTh CTOPOHBI IIPO-
TOILJIacTa, KOTOPBIe OOpallleHbl APYT K APYry (pamvaibHbie MeMOpaHbl), BHYTPb K TTOJOCTH
MUKpPOCHOpaHTrusl (BHyTpeHHUE MeMOpaHbl) JIMOO K CpeaHeMy CJIolo (HapyXHble MeMOpa-
HbI). Y pacTeHUI C KJIETOUHBIM TalleTyMOM BbIJEJIEHBI 4 TUIIA CTPOCHUS TalleTAIbHOI MeM-
6pansl: 1. Pinaceae-tun (npeacrasieHa ¢GpUOPUIUISIPHBIM MaTepUajioM, B KOTOPBI Ha BHYT-
peHHell MeMOpaHe BKIIIo9eHbI opOMKYybl) — Pinaceae, Alliaceae, Chenopodiaceae, Moraceae,
Ruscaceae, Schisandraceae, Simmondsiaceae. 1I. Rosaceae-tum (opOukynsl B pudpmiI-
JIIPHOM MaTepuaie OTCyTCTBYIOT) — Rosaceae, Fabaceae, Linaceae, Polygonaceae. I11. So-
lanaceae-Ttun (TamnetajabHas MeMOpaHa ceTyaTasi B BUAE TSDKEM, OpOMKYJIbl Ha BHYTPEHHEH
MeMmOpaHe) — Solanaceae. IV. Poaceae—tumn (TanerajibHasi MeMOpaHa COCTOUT U3 MPOJIbI-
PSIBJIGHHOTO CJIOSI M CETYATOTO TeperuieTeHUsT TsKeil; OpOMKY/Ibl pacrojiararoTcsl Ha
1/3 MoBepXHOCTU paguaibHBIX MeMOpaH, OJIMKe K MTOJIOCTU MUKPOCITIOPAHTHS; panuaibHast
4acTh MeMOpaHbl YACTUYHO 3aXOIUT Ha HAPYXKHYIO, MTPEICTABICHHYIO (DMOPWILIIPHBIM Ma-
tepuanoM) — Poaceae (Ogorodnikova, 1994).

[TpUMEHWIBHO K KJIETOYHOMY TareTyMy ISl OTpakeHUsI MHOrooopasusi ero (opm BBejie-
HO moHsTHe “peopraHuszanus Taretyma” (Kamelina, 1981, 1994). IlocnenHee o3HavaeT
CTPYKTYPHO-(DYHKIIMOHAIBHYIO TIEPECTPOITKY KJIETOYHOTO TareTyMa, MpOUCXOISIIIyI0 B Ha-
yaje MoCTMEMOTUYECKOTo Tepro/ia pa3BUTHs MbUTbHUKA. Ha ocHOBaHMYM 0cOOeHHOCTEM pe-
opraHu3auuu BblIENSIOT 4 ¢hopMbl KJIeToyHOro tamnetryma: cuHuutuit (Pacini et al., 1985)
(paHee 3Ta hopma OblIa Ha3BaHa JOXHBIM IepuiiazmonaueM — Carniel, 1952, 1963; Kameli-
na, 1981) — nmpoToriacTsl TareryMa oObeIUHSIOTCS 1 3aMOJTHSIIOT BCE TTPOCTPAHCTBO T10J10-
ctu (Asteraceae, Caprifoliaceae, Malvaceae, Rubiaceae, Winteraceae, Valerianaceae); ame60-
unHbiil (mo Budell, 1964) — nmpoToriacTel pa3pacTaloTcsi, HO MPU 3TOM He OObEeIUHSIOTCS
(Asteraceae, Berberidaceae, Papaveraceae, Rubiaceae); okaimstiomuii cumiuiact (1o
Budell, 1964) — oTaenbHBIE TPOTOTLIACTBI OOBEIUHSIIOTCSI, OCTAaBasICh B IIPUCTEHHOM CJIO€
(Berberidaceae); TaneranbHas TkaHb (o Kamelina, 1981) — cHauyana Bce MpoOMCXOOUT KaK
Npu amMmedoMaHOI (opme, HO 3aTeM OOpa3yloTCsl BTOPUYHBIE O0OJOYKM M TaleTyM CHOBa
CTaHOBUTCS KJIETOYHBIM. CIIOpONOJUIEHUH U OPOUKYJIbI BO BeeX 3TUX hopMax, Mo MHEHUIO
aBTopa (Kamelina, 1981, 1994), orcyTcTByIOT.

B uccnenoBanuu AHucuMoBoii (Anisimova, 2019) 66110 0OHapyXKEHO, YTO y YEThIPEX U3Y-
YeHHbIX BUNOB Euphorbia TanieTyM B IIPEeMEMOTUYESCKOM U MEMOTUYECKOM MEPHUOJax XapaK-
TepU3yeTCsl KJIETOYHOM CTPYKTypoit. OnHaKO yKe Ha CTanuu TeTpan MUKpocrop y E. seguie-
riana, pactiaga TeTpan U o6pa3oBaHUsT MUKPOCIIOp V E. stepposa, OMUHOYHBIX MUKPOCTIOP Y
E. iberica n E. petrophila cteHKM MeXOy KJIETKAMU TarleTyMa HaUYMHAIOT pa3pymartbes. [1po-
1IeCC MCYE3HOBEHMS KIJIETOUHBIX CTEHOK COMPOBOXIAETCS BHITSTYMBAHUEM OOPa3yIONINXCS
MPOTOIJIACTOB BHYTPb MOJIOCTU MUKpOCTIopaHTusi. [TporcxoauT peopraHusaliys KJIeTOuHO-
ro Tarnetyma B ameOouaHbIi. [TpoTonaacTel KJIIETOK TalleTyMa OCTalOTCsI B IPUCTEHHOM I10-
JIOXKEHWU, TIe pa3pylialoTcs, MPUYEM UX OCTaTKU C SIIPAMU COXPaHSIIOTCSI MOYTU 10 CO3pe-
BaHMs TbUJIbHUKA. TaneTtyM B BUAE TYCTOIJIA3MEHHOTO CJIOSI COXPAHSIETCS! BILJIOTh A0 00b-
eIMHEHUST MMKDPOCTIOpaHTHMEB B TeKax. lluToruiasmMa BaKyoJM3UPYeTCs, TPOTOIUIACTHI
TTOCTETIEHHO YMEHBIIIAIOTCS B pa3Mepax, a Ux comepkumoe Jusupyet. [lociie paspyiieHust
CTEHOK TalleTyMa BOKPYT KaxKIOro IpOoTOoILIacTa 00pa3yeTcs TaneTajabHast MeMOpaHa. Boisis-
JIEHBl pa3jiduMsl B JIOKAJU3allMM OpOMKY/ Ha TarerajbHOil MemMOpaHe. OHM 0OpasyloTcs
OOBIYHO Ha BHYTPEHHE! TAHTEHTAJILHOM, a y E. seguieriana v Ha 1/3 MOBEpPXHOCTU CMEXHBIX
panuaabHbIX MeMOpaH Tarnetyma. [TonoO6HbIM 06pa3oM (hopMupyeTcs aMeOOUIHbBII TareTyM
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Puc. 8. Cranuu pa3Butusi nblibHUKA y Veratrum lobelianum (Melanthiaceae).

1 — cTanust MUKpPOCIIOPOLINTOB; 2—4 — MUKPOCITIOPOTeHe3 U 00pa3oBaHUe TETpaa MUKPOCIIOp; 5 — MCYE3HOBEHNE
KJIETOYHBIX CTEHOK B TareTyMe Ha CTaauy BaKyOJU3MPOBAHHBIX MUKPOCTIOP; 6 — CTEHKA 3peJIOro MbUIbHUKA; 7 —
cXxeMa MbITbHUKA TIepe]] BCKPbIBAHUEM. en — SHIOTELMid, ep — anuaepMma, ft — puOpo3HbIe yTONIIEHUS, M — MUK~
pocropa, mc — MUKPOCITOPOLIUT, m [ — CPeIHUIA CII0i, 0 — OpOUKYJIa, p g — MBUIBLEBOE 36PHO, ST — CTOMUYM, f — Ta-
MeTyM, ¢ m — TeTpaaa MUKPOCIIOP, V b — MPOBOASIIMIA MTy4OK.

Fig. 8. Stages of anther development in Veratrum lobelianum (Melanthiaceae).

1 — microsporocyte stage; 2—4 — microsporogenesis and tetrad microspore formation; 5 — disappearance of cell walls
in tapetum at the stage of vacuolized microspores; 6 — wall of mature anther; 7 — scheme of anther before dehiscence.
en — endothecium, ep — epidermis, f¢ — fibrous thickenings, m — microspore, mc — microsporocyte, m / — middle
layer, o — orbicule, p g — pollen grain, st — stomium, # — tapetum, ¢ m — tetrad microspore, v b — vascular bundle.

y Allium caspium (Alliaceae) u Veratrum lobelianum (Melanthiaceae). Ha craguu TeTpambl
MUKPOCIIOpP HaUMHAETCsl pa3pacTaHUe KJIETOK TareTyMa BHYTPb MOJIOCTH MUKPOCTIOPAHTHS
Y Ha BHYTPEHHUX W YaCTUYHO palvaIbHbIX MEMOpaHax Ha CTaAUM MUKPOCIIOP TMTPOUCXOIUT
oOpa3oBaHue opouky (puc. 4, 3, 4; 8, 4, 5) (Shamrov, Heomy0J1.).

CeKkpeTOopHBIi TaneTyM, Kak HamboJjee YacTO BCTPEYalolIUiics y 1IBETKOBBIX PACTCHMIA,
usydyeH MHorumu ucciienoBareasiMu (Echlin, Godwin, 1968; Hoefert, 1971; Christensen
etal., 1972; Steer, 1977). AHanu3 yabTpacTpyKTyphbl KJIeToK Tanetyma y Helleborus foetidus
(Ranunculaceae) (Echlin, Godwin, 1968) u Avena sativa (Poaceae) (Steer, 1977) mokasai,
YTO KJIETOYHbIE CTEHKM B Hayajle Meilo3a CTaHOBSITCSI TOHbIIE U BO BpeMs MeTadassl | Ha pa-
IUATbHBIX CTEHKAX COXPaHSIETCS JIMIIb CpeMHHAas rutacTuHKa. KiierouHast o6o10uka yacTuy-
HO YTpPauMBaeT CBOIO 3JIEKTPOHHYIO IUIOTHOCTh, I€MOHCTPUPYST BOJIOKHUCTOE cTpoeHue. Ha
3aKJIIOYMTEILHOM CTAaaM PacTBOPEHUsI O0O0JIOYEK TarieTyMa Ha BHYTPEHHEH TarleTajlbHOit
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MeMOpaHe GOopMUPYIOTCS MPOOPOUKYIISIPHBIE Tea, IOKPHITHIE CJIOEM CITOPOTIOIJIEHUHA U ac-
COLIMUPOBAHHBIE C SHIOMIA3MaTUYECKUM PETUKYITYJIOM IPOTOTLIACTA.

DTHU TaHHbIE COBITANAIOT C pe3yJbTaTaMM JIPYTUX aBTOPOB. Y 371aKoB Avena sativa, Secale
cereale v Triticum aestivum Ha CTalMy CPEIHUX TETPAJl MUKPOCIIOp HAYMHAIOT pa3pyllaThCs
KJIETOYHBbIE CTEHKW B TarieTyMe, 3aTeM OHU paspbIXJIsTioTcs. Ha cramuu MOo3mHUX TeTpaj
CTEHKM JIeTEHEepHMPYIOT, HO ellle COXPAHSIOTCS BElleCTBa Ha BHYTPEHHEH TaHTEHTAIBHOM
creHnke. [Tocie pacTBOpeHUsT KaJUTO3bl BOKPYT TETPaa M 0Opa3oBaHUST OMMHOYHBIX MUKPO-
CIIOp CTEHKH MOJIHOCTBIO UCUYE3al0T M HAUMHAeTCsl 0Opa3oBaHUe TaleTaJbHOl MeMOpaHBI ¢
opoukynamu (Ogorodnikova, 1986, 1990). A.A. Ye6otaps (Chebotaru, 1994) Beinenun 5 a3
B pa3BUTUU TalleTyMa KyKypysbl: 1 — muddepeHumanus tarneryma, 2 — AeJICHUs saep, UX
MMOJIUTUTONIN3ANMS, 3 — ycuwieHue (pU3n0oI0ro-6MOXNMMNIECKO aKTUBHOCTH, 4 — HACTYII-
JICHVe JIMTUYECKOM BOJIHBI, HAYaJIO NECTPYKIIMK TareTyMa, CEKpelrs TpeaIleCTBEeHHUKOB
CITOPOTIOJUIEHWHA (TUTa3MaJleMMa XOPOIIO MPOCIEXKUBAETCSI, COASPXKUT MHOXECTBO MUHO-
LIMTO3HBIX UHBarMHaUuii), 5 — “riepuruiaaMonan3anus” KJIETOK TareTyMa, peopraHu3alus
cTpyKTyp opraHesii. @as3el 1—3 npoxoasat Ha poHe Meiio3a, 4-s1 ha3za — COOTBETCTBYET CTa-
UM TeTpaJ MUKPOCTOP (pa3pylleHue KIETOYHBIX CTEHOK B TalleTyMe MPOUCXOAUT OTHOBpE-
MEHHO C PacTBOPEHMEM KaJIO3bl BOKPYT TeTpal MUKPOCIIOP), a 5-51 — CTaIuu OTAEIbHBIX
MMKPOCTIOP, KOT/Ia TareTalbHble KJIETKH JIMIIIEHBI 000JI0YEK, a UX MPOTOIJIACThI OTpaHuYe-
HBI TJ1Ia3MaJIeMMOM, TIPU 3TOM ILIEHOLIMTHBIN IJIa3MOoauyM He obpasyercd. “Ilepuruiazmo-
IUit” TiepeMelraeTcsl B IPOCTPAHCTBO MeXIy (hOPMUPYIOIIMMUCS MbUIbIIEBHIMU 3epHAMM.
Cyns 1o onvcaHulo, TaneTyMm y Z. mays peTeprieBaeT peopraHn3aiiio B paMKax aMmeoou/I-
HOIl Bapualuu.

Y Arabidopsis thaliana (Brassicaceae) KJIeTKU TalieTyMa JI0 CTaIuU TeTpaabl MUKPOCIIOP
XOPOIIIO OTJUYAIOTCS OT APYTUX CIOEB cTeHKU MUKpocriopanrus (Quilichini et al., 2014). Ho
VK€ B KOHIIE 3TOI CTaIuy OHU BaKyOJM3UPYIOTCS M HAYMHAIOT MPOSBIISTh MPU3HAKK OTIE-
JICHUSI OT CMEXXHOTO CPEIHETO CJIosl. B manbpHeeM KJIIeTKU U30JIMPYIOTCS 3a CUeT pa3pylie-
HUS CTEHOK Y HAYMHAIOT CUHTE3 BEIIIECTB CIIOPOITOJUIEHUHOBOM IMTPUPOIHI 32 Mpeaesbl KIeT-
ku. TameTyMm coxpaHsieTcsl A0 CTaauu 3peJibiX 3-KJIETOYHBIX MbUIbLEBBIX 3epeH. OO0 3ToM
TakKe CBUJETEJbCTBYIOT AaHHbIE, MOJyYeHHbIe ApyruMu aBTropamu (Sanders et al., 1999).
CrenyeTt oTMETUTB, YTO y 3TOTo BUna paHee (Owen, Makaroff, 1995) 6bu10 0GHapykeHO, 4YTO
paspylieHre CTEHOK B TalleTyMe HauMHaeTcs BO BpeMsl Melio3a. BHyTpeHHHUe TaHTeHTalb-
HbIEe U panvaibHble CTEHKH pa3pylIaloTcs Ha CTaauy TeTpaa MUKpocrop. B otnmuuue ot apy-
rMX BUIOB ceM. Brassicaceae, y A. thaliana pa3pylialoTcs TakxKe Hapy>KHbIE TAHT€HTAJIbLHBIS
creHku. [Tocyie 3TOro HauUMHAeTCsl CEKPELUsl CO BCEX CTOPOH 0Opa3oBaBIIMXCS MPOTOILIA-
CTOB.

Y Rhododendron luteum (Ericaceae) (Mirgorodskaya, Miroslavov, 2012; Mirgorodskaya
et al., 2015) u Ribes nigrum (Grossulariaceae) (Koteyeva et al., 2015) Ha ctaguu TeTpag MUK-
POCIIOp CTEHKH KJIETOK TareTyMa pa3pbIXJISIIOTCS, U Ha MIOBEPXHOCTHU TJIa3MajieMMbI BBISIB-
JISIIOTCSL 9K30IIMTO3HBIE My3bIpbKM. Ha cTtamuy MuKpocrnop To Tepudepuu MpoToILiacTa,
00pallIeHHOTO B TTOJIOCTh MUKPOCTIOPAHTUS, aKKYMYJIMPYETCST 3JIeKTPOHHO-TIJIOTHOE Bellle-
CTBO, 00pa3yroTcs ria00yibl (0pOUKy/bl). BHYyTpeHHSIST TAaHTeHTaIbHASI CTEHKA COXPaHSIeTCs,
IpY 3TOM OHA CUJIbHO pa3pbixjieHa. Ha cramum 3penbix 2-KJIETOYHBIX MbLIbLEBBIX 3epeH
KJIETKU TareTyMa MOJTHOCTBIO JerpaiupyloT, 1 Ha UX TTOBEPXHOCTH, OOPAIIIEHHOM K ITOJIOCTH
MMKPOCTIOPAHTHSI, BBISIBJISIIOTCSI JIMIIIb OCTaTKA MeMOpaH W OpOMKYJ B BHIE TareTabHOM
TieHKU. Mlcxonst M3 aHalin3a TaHHbBIX, MPUBEJACHHBIX B paboTax, IS 3TUX BUIOB XapaKTepHa
peopraHu3alus B aMeOOUIHBIN BapUAHT KJIETOUHOTO TareTyMa.

[MepunnasmonuanbHelil TartetyMm, 1o Kamenunoit (Kamelina, 1994), xapakrepusyercs
(opmMupoBaHEeM IIEHOIIMTHOM CTPYKTYPHI B TEUEHHUE TTPEMENOTUIECKOTO U MEMOTUUECKOTO
MEpUOAOB pa3BUTHS NbUILHUKA. PacTBOpeHME 000109eK HAaYMHAETCS cpa3y ke mocyie oopa-
30BaHMs TaretajabHoro ciosi. Tak xe Kak 'y Claussen (1927), B 3aBUCUMOCTH OT BpeMEHU
BO3HUKHOBEHMS LIEHOLIUTA U BHEAPEHUST BOZHMKAIOIIETO MEPUTLIA3MOIUSI B TTOJOCTh MUK-
pOCTIOpaHTUs BBIAEISIOTCS 3 BapUallMy: Ha CTau MUKpocniopouToB (Ruppia), Ha ctanuu
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TeTpan Mukpocnop (Potamogeton), B MOMEHT pacraza TeTpal Ha OTIAeJIbHbIe MUKPOCIOPHI
(Zannichellia). Cnenyetr oTMETUTb, UTO Y Zannichellia pedunculata (Zannichelliaceae) pa3py-
IIEHHWE KJIETOUHBIX CTEHOK B TaleTyMe HauMHAEeTCs ellle Ha CTaluu AUa, a CJIUSTHUE TIPOTO-
IJTACTOB W pacrpeleieHue siiep B IMOJJOCTH MUKPOCITOPAHTHS TIPOMCXOAUT Ha CTAIUU OIU-
HouHblx Mukpocrnop (Kamelina, Teryokhin, 1990). ¥ pactenuii ¢ nepuriasmoaraibHbIM
TUIIOM Ha IpaHUIle TareTyMa U CPeAHEro cJiosi OOHapyKeHa SKCTpaTarneTaibHasi, UJn IMepu-
TaneTajbHasi, MeMOpaHa. DJIeKTPOHHO-TIpo3payHasi MeMOpaHa, KakK MpaBujIo, HE COACPXKUT
opOuKyabl. Ha Hell oTKanbiBaloTCsl TOBLKO T100Yyibl crioponoyuieHnHa (Heslop-Harrison,
1969; Dickinson, 1970). ¥ HekoTOpBIX BUAOB ceM. Malvaceae Ha TiepuTaneTalbHOM MeMOpa-
He JIOXKHOTO TIepUTUIa3MOIUs (CUMHIIUTHS), BOSHUKIIIETO B pe3yIbTaTe peopraHu3aium Kie-
TOYHOTO TarneTyMa, oOHapyXeHbI opoukyisl (Galati et al., 2007).

M crosib30BaHUE JIEKTPOHHOTO MUKPOCKOTIA YACTUYHO MOATBEPAMIIO JaHHbIE, TTOTYyYeH-
Heie Kamenunoii (Kamelina, 1994). VY Ruppia maritima w3 cem. Ruppiaceae Ob1J10 IToKa3aHo,
YTO KJIETOYHBIE CTEHKM TalleTyMa HaUYMHAIOT pa3pyliaThbCs y>Ke Ha CTaIuy paHHUX MUKPO-
criopouiToB. [IpoTOIIacTHl CIAMBAIOTCA, WHULIMUPYS (POPMUPOBAHUS TIEPUTLIIA3MOIUS.
K Hauany nejieHUsI MUKPOCIIOPOLIMTOB CTEHKM Pa3pbiBAIOTCS, MPOUCXOAUT BHEAPEHUE TTPO-
TOIUIACTOB B IOJIOCTh MUKPOCIIOPAHTUsI M MX MOJHOE ciausiHue. Ha cranuu TeTpan MUKpPO-
CHop MEepUIUIa3MOIWil CTAHOBUTCSI CWJILHO BaKyolu3upoBaHHBIM. [Tocie o6pa3oBaHus OT-
JEeJTbHBIX MUKPOCTIOP TalleTyM MOJIHOCTBIO PAcIiafaeTcsl, M €T0 OCTATKU COXPAHSIOTCS IO yT-
maM moaoctu Mukpocriopanrus (Taylor et al., 2018). IlomoOGHoe IOBemeHHMEe TameTyMa
XapakKTEepHO U IUIS IIPeACTaBUTENICH IPYTrMX ceMencTB nopsiaka Alismatales. Paznumuuns kaca-
I0TCSl BpEMEHU BHEIPEHUSI TPOTOIUIACTOB B IMOJOCTh MUKPOCIIOPAHTHSI: HAa CTaIuK Meiio3a y
Juncaginaceae, Ha ctanuu TeTpan mukpocrop y Hydrocharitaceae, mocie pacnana tetpan y
Scheuchzeria (Scheuchzeriaceae) u Echinodorus (Alismataceae) (Furness, Rudall, 1998; Fur-
ness, Banks, 2010).

ITpu aHanuse pacTeHUil ¢ MepUILIa3MOAMATIBLHBIM TUIIOM TarieTyMa CTaHOBMTCSI SIBHOM
npo6JjieMa HECOOTBETCTBUS TIPUHIIUITOB, MOJIOXKEHHBIX B pa3pabOoTKy pa3HbIX CUCTEM TUIIOB
tanetyma. Kak yxe 6bu10 otMeueHo, Kamelina (1994) ykasbiBasa, 4To mpoliecchl pa3pyliie-
HUSI KJIETOUYHBIX CTEHOK M (hDOPMHUPOBAHME LIECHOLIMTHOM CTPYKTYPBI TPOUCXOIAT B TeUCHHE
MPeMeOTUIECKOTO U MEMOTUIECKOTO TIEpUOIOB PA3BUTUS, a IIPU PEOPTaHU3AIUM KIeTOU-
HOTO TaleTyM B CUHLIUTUI, WIW JIOXKHBIN TEPUTUIA3MOANI, — B HA4YaJle IIOCTMENOTUYECKOTO
repuvoa pa3BUTUSI MbUIbHMKA. MHOTME aBTOPbI OOBIYHO HE pa3inyaloT HACTOSIIIUI 1 JIOX-
HbI BApUAHTHI IEPUILIIa3MOIUS 110 BpEMEHHBIM MapaMeTpaM B pa3BUTUM TanieTyma. [1oato-
My IpPUMeEpHI TTPOLIECCOB B TalleTyMe IMOCJIe paciiaga TeTpal, MPUBOASAIINX K pa3pylIeHUIO
KJIETOYHBIX CTEHOK TamleTyMa M CIMSHUIO IIPOTOIUIACTOB y Scheuchzeria (Scheuchzeriaceae)
u Echinodorus (Alismataceae) (Furness, Banks, 2010), MoHO OBLJIO0 OBl OTHECTH K CUHIIU-
TUIO Kak (hopMe peopraHu3aluuu KjietouHoro tanetyma. OnHako y Alisma plantago-aquatica
(Alismataceae) 3TU IIpoliecChl HAUMHAIOTCSI BO BpEMsI BTOPOIO AejJeHUsT Meiio3a, a BhIIISTUM -
BaHUE MPOTOIUIACTOB B ITOJIOCTh MUKPOCIIOPAHTUsI — Ha CTaaAuM 000COOJIEHHBIX MUKPOCTIOP
(Nikiticheva, 1990). [Tono6Hoe mociie pacrana Terpan otMmeuan Claussen (1927) y Sagittaria
M3 3TOTO Xe ceMelcTBa. [ paHUIIbI pa3nesieHus IpeMeiioTHIECKOT0, MEMOTUYECKOTO 1 TTOCT-
MeHOTUYECKOTO TIEpUOIOB Pa3BUTHS NBUTbHUKA HedeTKue. [Iporecchl 10 Meiio3a (06pa3o-
BaHME apXeCHOpUsI U CIIOPOT€HHBIX KJIETOK), BO BpeMs Meiio3a (MUKPOCIIOpOoreHe3 u op-
MUpPOBaHME TeTpald MUKPOCIHOp), Iocjie Melio3a (pacran TeTpal, BOSBHUKHOBEHHE 000Cc0o0-
JIEHHBIX MUKPOCIIOp U (DOPMUPOBAHUE TBLIBLEBBIX 36PEH) MOTYT HE TIOJIHOCThIO COBITaaTh
C IIpeo0pa30BaHUSIMHU B CJIOSIX CTEHKU MUKPOCITIOpaHTHs. DTU TpaHCHOPMaALIMM MOTYT Ha4Yu-
HaATbCs B OJHOM MEPUONE W IPOMOIKATLCS WIM 3aKaHYMBATLCS B APYTUX TNepromax. Tak,
MPOIIECCHI TTPpeoOpa3oBaHUs MEPUTLIIA3MOANATBLHOTO TalleTyMa MOTYT HAUMHATBCS BO BPEMs
NeJISHUST MUKPOCITOPOILIMUTOB, HAa CTalUM TETpad W MPOJOJIKATHCS Ha CTaIMU OTIETbHBIX
Mukpocnop. MMeHHO Io3ToMy BCe BapyalluM pa3BUTUS TalleTyMa B ceM. Alismataceae MOX-
HO OTHECTH K IIa3MoauaibHoMy TUIly. Clieayet 100aBUTh, YTO MPOLECCHl peOpraHu3aliu B
KJIETOYHOM TarleTyMe MOTYT TakxKe HauMHATbCSl HE MOCJe pacliana TeTpaj, a Ha CTaIuu UX
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dopmupoBanusi. [lonobHOe OBIJIO OTMEUEHO MPU aHaIU3e pa3BUTUS TarieTyma B poae Eu-
phorbia (Euphorbiaceae): Ha cranuu Tetpan Mukpocnop y E. seguieriana, pacriana TeTpana u
o6paszoBaHUsI MUKpocniop y E. stepposa, oTMHOYHBIX MUKpOCTIOp y S. iberica v E. petrophila
(Anisimova, 2019). Takue e naHHbIe TPUBOAATCS s Avena sativa, Secale cereale v Triticum
aestivum (Poaceae) (Ogorodnikova, 1986, 1990).

Bonbnoit uHTEepec MpeacTaBisieT U3ydeHUe TarieTyma y BUIOB ceM. Asteraceae. B am-
OPUOIOTUYECKOI XapaKTepUCTUKE 3TOTO CeMeCTBa YKa3bIBAETCs, YTO Y OOJIBITUHCTBA BU-
JIOB TarleTyM KJIETOUYHbII, C peopraHu3aiiyeii B mocTMeOTUYECKU TTepuoj B aMeOOUIHbIM,
a 'y npeacraButeseii Tpub Arctotideae, Gudelineae, Heliantheae, Vernonieae, Eupatoriecae —
B JIOXHBIN nepuruiazmonuii (Solntseva, 1987). OnHako ceKpeTOPHBI TaneTyMm 6e3 opraHu-
3auumn onucaH y Vernonia cinerea, V. cinerascens (Tiagi, Taimni, 1963), Sonchus oleraceus,
S. asper (Walter, Kuta, 1971), Platycarpha carlinoides (Ahlstrand, 1979). B aTom ciyuae rocie
pacnana TeTpana KJIeTOUYHbIe CTEHKW MCUe3aloT, a 3aTeM TaIlleTyM MOCTeTIeHHO TeTeHepUpyeT.
Y cemu BunoB Chrysothamnus (Anderson, 1970) TaneTym ornucaH Kak TMepuILia3MOauaib-
Hblii. [Tocne ctanuu 060Cc0O0IeHHBIX MUKPOCIIOP MPOTOILIACTHI IIPOHUKAIOT B OJIOCTh MUK~
pOCTIOpaHTUsI MEXIy MUKPOCIIOpaMU, HO TIpU 3TOM OHM He oobenuHsitorcest. Y Cicerbita alpi-
na (Pullaiach, Lakshmi, 1984) TarneTym Takke cuuTaeTcsl IepUILIa3MOIMAIbHBIM, U aBTOPbI
TOJIaraloT, YTO OMMCAHHbBIC IO HUX BAPUAHTBI CEKPETOPHOTO TalleTyMa Ha CAaMOM JieJie sIBJIsI-
1oTcsl hopMaMU TIePUTIIIa3MOIMS.

V BunoB pona Helianthus Gblta BBISIBJIeHa peopraHU3alysi KJICTOYHOTO TareTyMa B JIOX-
HBIN TIepUTUIa3Moanii. Bpemst aToit peopranusanuu pasnndaercs. Y H. annuus peopraHuza-
1IMSI TareTyMa HabJmronaaach Ha CTaliM OKOHYAaHUS paciiaia TeTpan Mukpocnop, y H. rigidus —
Ha cTaguu BakyoJu3upoBaHHbIXx Mukpocnop (Toderich, 1988). ¥V H. ciliaris v H. tuberosus
NPU3HaKM pa3pymicHUs KJICTOYHbBIX CTCHOK TaletyMa OBLIU 3aMEYEHBI Y2K€ B Ha4YaJI€ CTaAuUn
Meiio3a (Babro, Voronova, 2018), TeM He MeHee aBTOPbI COWIM BO3MOXHBIM paccMaTpuBaTh
€ro TakKe B paMKaX CUHIIUTHUSI.

HccnenoBanue, npoBeneHHoe y H. annuus eliie 10 usydeHus atoro Buaa Toderich (1988),
rokKasajio, YTO y HOPMaJIbHBIX pacTeHWI TarneTyM CHayaja pacrojaraercs 1o nepudepuu
nosioctu. Ha craguu meitosa I o6pasyrores 2, 4, 6 aaep B Kaxmoii kietke. [Tocite aToro uc-
Ye3aloT KJIETOYHbIE CTEHKU, W 00pa3yeTcs IMepuIuIa3MOINit, KOTOPBI COXpaHSIETCs 10 TTO31 -
Hel ctanuy Mukpocnop. Y LIMC-nmunauii, B oT/IMYne OT HOPMAaJIbHBIX PaCTeHUM, KIIETOYHBIS
CTEHKHU B TarieTymMe He mcue3aioT. Ilocie meiiosa Il mpoucxoauT mereHepalivsl TaneTyma,
pa3pylialTcs TeTpaabl MUKPOCIIOP, XOTsI B HaUajie Meiio3a B KJIETKaxX TarleTymMa HauMHaloT-
csl MPU3HAKU JIeCTPYKIIMU CTEHOK M HuToIazMatudeckux opranesut (Horner, 1977). Cno-
€00 pa3BUTHS TameTyMa, OOHapY>XKeHHBI! Y HOPMaJIbHBIX pacTeHuil H. annuus, IpUCyI, Be-
POSITHO, TaKXKe X HEKOTOPBIM APYruM BumaM ceM. Asteraceae. I1o manueim Heslop-Harrison
(1969), no cranum Terpanbl y Ambrosia artemisifolia, Cosmos bipinnatus, Tagetes patula (Aster-
aceae) KJIETKM TaleTymMa pa300lleHbl B TaHTeHTAJIbHOM HaIpaBjieHUU. TaHreHTaJlbHbIe
CTEHKM CTaHOBSTCS XeJaTMHOooOpa3HbIMU. [Tocie pacranma TeTpan MUKPOCIIOp oOpasyeTcs
nepuruiazMonuii. Bokpyr Tanetryma 1 MUKpPOCHOpP BO3HMKAeT MeMOpaHa, obpa3ysi CBOe00-
pa3HbIii Memok (“culture sac”). ITo xuMmyeckoMy cocTaBy MeMOpaHa CXOIHAa CO CIIOPOITOJI-
JICHUHOM 3K3WHBI TTBLTLLIEBOTO 3€pHA.

Takum obpazoM, y BunoB Helianthus 1 HEKOTOPBIX IPYTUX POJOB ceM. Asteraceae, Mo-BU-
IUMOMY, (OPMUPYETCST TepUIIa3MOIUATbHBIN TanieTyM. [lo HallleMy MHEHWIO, 00 3TOM
CBUJICTEJIbCTBYET KOMIUIEKC IMTPU3HAKOB (paHHee pa3pyllieHNe KJIETOUHBIX CTEHOK TalleTyma,
CIIMsSIHYE TIPOTOIUIACTOB 1 BHEAPEHUE UX B MOJIOCTh MUKpocnopaHrus). OnHako y H. ciliaris
u H. tuberosus BbITISTYMBAHNUE MPOTOIJIACTOB B MOJOCTH MUKPOCIIOPAHTUS TIPOUCXOIUT HE BO
BpeMsl Meiio3a, a 4yTh M03Xe — Ha CTanuu 000COOJIEHHBIX MUKPOCIIOP, Kak y Alisma planta-
go-aquatica (Alismataceae) (Nikiticheva, 1990) u Zannichellia pedunculata (Zannichelliaceae)
(Kamelina, Teryokhin, 1990).

B 3akirioueHue 1o 3TOMY pasJiely CTaThbU BbICKaXKeM CBOIO TOUKY 3pEHMSI O pa3HOOOpa3uu
U TUIU3ALMM TalleTyMa 1IBETKOBBIX pacTeHui. Kak ObLIO OTME4YeHO BhIlIE, OOJIBITUHCTBO
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aBTOPOB MCIOJIb3YIOT B CBOMX MUCCIIEIOBAaHUSIX KlacCU(UKaLIMK, KOTOPbIE BKJIIOYAIOT 2 TUIIA
Tarnetyma: 1) CeKpeTOpHBbIi (KJIETOUHBIN, TapueTaIbHbIN), 2) NepurIa3Moauii (ria3Moauid,
aMeOOMIHBIN, NMHBAa3WBHBIN, MHTPY3UBHBII), HE CYMTAasl Bapualvii B oboux tumax. [1pose-
NEeHHBI aHa3 TTOKAa3bIBaeT, YTO JIIOOOI THUIT TarleTyMa SIBJIIETCSI CEKPETOPHBIM, TaK Kak
€ro KJIETKU MPOAYLMPYIOT pasIMUHbIe BEIIECTBA MJIST pa3BUTUS MUKPOCIIOP U MBUIBIIEBBIX
3epeH. Ha paHHUX cTagusix pa3BUTHs OH, KaK IIpaBUjI0, 00pa3oBaH TaOJIMTIYATHIMU KJIETKA-
MM C TIJIOTHOIM LIUTOIIa3MOI, KaK U TKaHb CEKPETOPHOro Tumna. TareryMm HauMHaeT pa3Bu-
THE, 06pa3ys CJIOM WU CJI0U KJIETOK. B Xone nanpHeiiero pa3BuTHs TPOUCXOAUT pas3pylie-
HYE€ KJIETOYHBIX CTEHOK. MbI CYUTAEM, YTO MEPBBII TUIT MPEANOYTUTEIbHEE HA3bIBATh Mapu-
eTabHBIM, Kak pemtoxwt E. Pacini (Pacini et al., 1985; Pacini, 1997, 2010). B aTom ciaygae
TarneTyM BBICTWJIAET MTOJIOCTh MUKPOCTIOPAHTHSI, He 3aXos BIIyos ee. KileTouHoe cTpoeHme
COXpaHsIeTCsl 10 pacmaaa TeTpaj MUKpOcTop. XOTs, KaK CBUAETEIbCTBYIOT JUTEPATypHbIS
IaHHbIE, pa3pylleHUe KJIETOYHBIX CTEHOK MOXET HayWHaThCs ellle BO Bpems Mmeiio3a |
(Echlin, Godwin, 1968; Steer, 1977, Owen, Makaroff, 1995), npu oGpa3oBaHUM TeTpai
(Ogorodnikova, 1986, 1990; Quilichini et al., 2014), 0ofHOBpEMEHHO C paCTBOPEHUEM KaJIJIO-
361 BOKpyT TeTpan (Chebotaru, 1994). [Tocie pa3pyiieHns: CTeHOK Ha TarneTaabHbIX MeMOpa-
HaxX, 4aCTO BHYTPEHHMX, (DOPMUPYIOTCS OpOUKYJIIbI. B pe3ynbTaTe CTpyKTYpHOM peopraHu3a-
LIV BO3HUKAIOT ABe (hDOPMBI MapHETaTbHOTO TalleTyMa, TakK1ue Kak aMeOOUIHbBIN 1 OKaiiMJIsI-
omuii  cumiuiact. OOBIYHO TEepMUH “aMeboMIHOe” XapaKTepu3yeT IepeMelleHUe
>KMBOTHOM KJIETKHU TT0 CYOCTpaTy, KOTOPOE OCYIIECTBIISIETCSI Oy1arogapsi BHyTPUKIETOYHOMY
repeTeKaHuio UTOTIa3Mbl 1 0OPa30BaHUIO BPEMEHHBIX TICEBAOIOANII, Kak y ameObl. [1pu
(bopmMupoBaHUM aMeOOUIHOTO TarleTyMa pedb MIET O BHIPOCTaxX (BBIMSYMBAHMSIX) KIETOK
WA UHTPY3UH, a He O CIMSTHUY TTpoTorutacToB. Takoe moHuManue 6b110 nano Budell (1964)
o pe3yJbTatam ucciaenoBanus Inula helenium (Asteraceae). Y Coleus scutellarioides (Lamia-
ceae) u Berberis vulgaris (Berberidaceae) nm omnucaHa ocobasi ¢opmMa TareTryma, Ha3BaHHast
OKaNMJISIIOIIIUM CUMILJIACTOM — OTIEJIbHBIE MPOTOIIACTBI OOBEIUHSIIOTCS, HO TIPU 3TOM
ocrarorcd B mpucreHHoM ciioe (Budell, 1964). Boipoc 0 ITOBTOPHOM BO3HUKHOBEHUU Talle-
TaJIbHOM TKaHU B rHe3fe MukpocnopaHrus (Kamelina, 1981, 1994) tpebyeT manbHeiiiiero
n3ydeHus1. IHBasWBHBIN, WM HecuHIMTUANbHBIN U (Tiwari, Gunning, 1986) nmpencraB-
JISIET cO00# BapraHT aMmeboumHoro TaneryMma. [lpu peopranuzaiiiu BO3MOXHO (OpMHUPOBa-
Hue opouky, xotst Kamelina (1981, 1994) cuurana, 4yto opouKyJibl 06pa3yroTcs TOJbKO B Ta-
netyme 6e3 opraHusanu. Ho Torna Bo3HMKAaeT BONpPOC, KAKUMU CTPYKTYpaMu OCYILIECTBIISI -
eTCsl JIOCTaBKa CIIOPOMOJUIEHUHA K (QOPMUPYIOLIEHCS CIOpoAepME MHUKPOCIIOp U
MIBITBLIEBBIX 36PEH, U 3a CYET YeTro 00ecTieunBaeTCsl OTIE/IeHUE TIBIIbLEBBIX 36peH U UX pac-
ceuBanue (Pacini et al., 1985; El-Ghazaly, 1989; Pacini, 2010). M#sI 1Toka3anu B cTaTbe Ha
MpPUBEIEHHBIX IIpPUMeEpax, YTO Y BUIOB C peopraHusanmeit popMupyoTcs: opoukynasl. Bos-
MOXKHO, €CTh U IpYre MeXaHU3MbI TT0 00ECIIeYeHUIO YITOMSHYThIX YHKIIN, KaK, HAITpU-
Mep, MpuY nepuTareTaibHoM Tanetyme. O6e Bapuaiuu, BO3HUKAIOIIUE B XOe peopraHu3a-
LIMU, TaK Xe KaK pa3IMYHble BApUaHThl O€3 peopraHm3alu, MoJ4epKUBatoT IMTOCTEHHOE TT0-
JIOXKEHME TTapueTaTbHOTO TaleTyMa B TTOJIOCTU MUKPOCITOPAHTHS B XOZIe BCETO Pa3BUTHUSI.

Bropoii Tun Tametryma Jiydille Ha3bIlBaTh MEPUILIA3MOAUAILHBIM (OH TakxXe oOpasyeTcs
IOCJIe pa3pylIeHUs] KJIETOYHBIX CTEHOK), KOTOPBIi BOBHUKAET B pe3yJIbTaTe CIAUSIHUS TIPOTO-
IU1acToOB KJieToK. LlyuTormasma u sgapa repuruia3MoauaibHOrO TareTyMa paciiojiaraloTcst He
TOJIBKO MEXIY Pa3BUBAIOIIMMUCS MUKPOCIIOPAMU U TBIIbLIEBEIMUA 36pHAMM, HO Y KOHTaK-
TUPYIOT C BHYTPEHHUMH CJIOSIMU MOJIOCTU MUKpPOCITOpaHrysi. PaHee Mpu onmucaHUM TamneTy-
Ma Mbl IPUBEJN OMMMCaHUE He TOJIbKO TaK Ha3biBaeMoro HacTosero (rmo Carniel, 1963), Ho
u noxHoro (Carniel, 1952, 1963; Kamelina, 1981) nepunnasmonus, uiu cuHiutus (Pacini,
1997, 2010), paccMaTpuBaeMOTO BO MHOTMX MCCJIEIOBAHUSIX B KauecTBe (hOpMbI peopraHu3a-
UM KJIeToyHoro tarnetyma. ComepkaHue TepMUHA “CUHIUTUIL” He B MOJHOM Mepe CBUIEe-
TEJILCTBYET O CXOICTBE IIPOLIECCOB IeHE3UCa HACTOSIIETO W JIOXKHOTO TEPUILIa3MOINS.
[Mpexne Bcero, ceMaHTUKa TEPMUHA “CUMHLUMTHUIL” (Tped. syn — BMecTe, kitos — KJeTKa) yKa-
3bIBAET HAa COXPAHSIOLIYIOCS CBS3b MEXIY MOMETUBIIUMUCS KJIETKAMU, a HE sIpaMu, KOTO-
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pble 00pa3yloTCsl MPU JOXHOM TEPUIIa3MOINN. DTOT TEPMUH TAaKKe HE KOPPEKTHO HC-
MMOJIL3YETCS MPU XapaKTepPUCTUKE HYyKJIEapHOTO 9HI0CIIEpMa Ha IIEHOLIMTHO CTaanuu pa3Bu-
™U y Arabidopsis thaliana (Brassicaceae) (Guo et al., 2018). TUNUYHbBII CUHIIUTUIT U3BECTEH
y JKUBOTHBIX B (hOpMe 3apOIBIIIeBOI COEMMHUTEIbHOM TKAaH ME3eHXUMBI. Y YeJIoBeKa CUH-
LIMTUI 0Opa3yeTcsl BO BpeMsl ClIepMaTOTOHUAIBHBIX NeJieHuii. B aToM cilyyae IMTOKMHE3 He
JIOXOAMT 0 KOHIIA M KJIETKU OKa3bIBAIOTCSI COENMHEHHBIMU MEXIY COOOI 1TUTOIIa3MaThye-
CKUMHU MOCTHUKaAMMU. ﬂpn MOoCJCAYIOINX NCJICHUAX O6pa3y}OTCﬂ KJIOHbI B3aMMOCBSI3aHHbIX
kinerok (Gilbert, 2003; Danilov, Borovaya, 2018). UMeHHO cheHOMEH TTOJIHOTO CIUSIHUS TTPO-
TOIJIACTOB M OTCYTCTBUE LIMTOTUIA3MaTUYECKUX MOCTUKOB TTO3BOJISIET OOBEIUHUTH BCE CY-
IIEeCTBYIOIINE (POPMBI B paMKaX OTHOTO THITa — MEePUTUIa3MOIUAIbHOTO. B oTiimume oT ma-
pUETAJIbHOTO TarleTymMa, B MEePUILIa3MOAMAIbHOM THUIIe peopraHu3alivsl 3aTparuBaeT He
CTPYKTYpHBIE, a MPEeMYIIECTBEHHO BpeMeHHbIe MmapameTpbl. Kputeprem mwisi pa3rpaHuye-
HUA Bapnaunﬁ SABJISACTCSA BPEMS OG'bCLll/lHeHl/IH N BHCAPEHMUS MPOTOIJIACTOB B ITOJIOCTh MUK-
pocniopaHrus. B nmepumniasMonuanibHOM TaneTyme (popMUpyeTcsl 9KCTpaTarneTaaibHasl, Win
repuTaneTajibHasi, MeMOpaHa, KOTOpasi, Kak MPaBWIO, CONEPKUT TIOOYJIbI CITOPOITOJUICHU -
Ha. TakuMm 06pa3oM, YMCIIO CEMENCTB C MepUIIIa3MOIUATBLHBIM TalleTYMOM Ha CaMOM JieJie
3HA4YMTENIbHO OoJbliie, yeM ykadbiBasia Kamennna (Kamelina, 1994) u cocrasnsier He 21 ce-
MeicTBO, a 0Kojo 40 ceMeiCcTB, TPpU TOM COOTHOIIEHUE OJHOMOJbHBIX U IBYIOIbHbBIX IO
3TOMY TMPU3HAKY TPUMEPHO PaBHO.

HesaBucuMo OT Tuma TaneTyMa U BpeMeHU Havaja pa3pylieH!s] KIETOUYHBIX CTEHOK, ero
aKTUBHOCTh HauboJiee BHICOKA, BEPOSITHO, HA CTaIMUSIX 00pa30BaHUs TETpal U UX paciiaga Ha
OTIEeJbHbIE MUKPOCITOPBI. DTO, KaK MPaBUjIo, COBITaJAeT C CUHTE30M KaJljla3bl U MOCJIEAYIO-
MM PaCcTBOPEHHUEM KaJJTO3bI BOKPYT TETPa, a TAaKXKe C MMKOM CEKPELIMU TTPEIIIeCTBEHHM -
koB cnopornojuieHnHa (Echlin, Godwin, 1968; Steer, 1977; Chebotaru, 1994; Owen, Ma-
karoff, 1995; Mirgorodskaya et al., 2015). ¥ HekoTOpbIX pacTeHUlt Oblja BbISBIEHA LIUKJINY-
HOCTh B (DyHKIIMOHUPOBAHUM TamneTyMa, HauyMHasi ¢ OKOHYaHMSI Meiio3a 4yepe3 paHHIOW,
CPEIHIO M TO3[HIO TETPaabl MUKPOCIOP A0 CTaIUM OTAEIbHBIX BaKyOJIM3WPOBAHHBIX
Mukpocnop: Pinus sylvestris, Pinaceae (Rowley, Walles, 1988), Strelitzia reginae, Strelitziaceae
(Kronestedt-Robards, Rowley, 1989), Nymphaea colorata, Nymphaeaceae (Rowley et al.,
1992; Rowley, 1993). BDTOo nmocnykunjio OCHOBaHUEM LISl BBIAEJIEHUSI OCOOOTO IMKINYECKU -
nHBasuBHoro Tarieryma (Rowley, 1993). IlpoBeneHble nccaenoBaHus MoKa3aiu, YTo ellle B
TeTpaaax ¢ Kajulo30ii Ha MPUMAIK3WHE aKKyMYJUPYIOTCS TPEAIIECTBEHHUKU CIOPOTOJIe-
HMHa, U HAYMHAEeTCsT (POPMUPOBAHUE SHIIK3UHBI MUKPOCITOP U MbUIbLEBBIX 3€PEH.

Takum o6pa3oM, B SMOPUOTIOTMU LIBETKOBBIX PACTEHUI CYIIIECTBYET KOMILIEKC HEPEIlIeH-
HBIX pobyieM. OHUM KacarTCs MEePBBIX CTaAWUI 3aJI0XKEHUSI MUKPOCIIOpPAaHTUsI, MOCJeI0Ba-
TEJIbHOCTU (DOPMUPOBAHUSI CJIOEB €r0 CTEHKM M UX XapaKTepUCTUKHU, OCOOCHHO TareTyma, B
XOJIe Pa3BUTHSI.
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FORMATION OF ANTHER MICROSPORANGIUM WALL,
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Our analysis has shown that there is a complex of unsolved embryological problems in the
study of the anther of flowering plants. First of all, they relate to the first stages of microspo-
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rangium initiation. It has been suggested that from the initiation of the sporangium to the
differentiation of the archesporium, numerous cell divisions occur and a series of processes
takes place. Only after the separation of the wall layers of the sporangium from its inner and
lateral sides, the archesporium appears in the subepidermal layer of the sporangium. These
facts prevent us from the acception of the view about the parietal origin of the wall layers of
the microsporangium from all its sides. In addition, some types of microsporangium wall
formation are controversial and need to be clarified.

The existing point of view on connection in the development of endothetium and tapetum
was confirmed. The diversity of tapetum types and variations is discussed. Two types of ta-
petum are proposed to distinguish: parietal and periplasmodial. The parietal tapetum lines
the cavity of microsporangium and this position is maintained throughout the development.
The periplasmodial tapetum is characterized by formation of a coenocyte structure as a re-
sult of the fusion of protoplasts, while the cytoplasm and nucleus are located not only be-
tween developing microspores and pollen grains, but also come into contact with the inner
layers of the cavity. The differences between the tapetum types are related the peculiarities of
structural and temporal reorganization in the posttetrad period of anther development. The
parietal tapetum is characterized by structural reorganization. The protoplasts that form af-
ter the disappearance of the cell walls gradually break down, or they form protrusions inside
the microsporangium cavity (“amoeboid tapetum” variation), or individual protoplasts fuse
(“bordering simplast” variation). In all the cases, the tapetum retains its near-wall position.
In the periplasmodial type, the reorganization affects mainly temporal parameters. The cri-
terion for distinguishing the variations is the time of combining and invasing of protoplasts
into microsporangium cavity.

Keywords: anther, microsporangium wall, endothecium, tapetum, flowering plants

ACKNOWLEDGEMENTS

The research was carried out within the framework of the institutional research projects “Structural-
functional bases of development and adaptation in higher plants”, “Polyvariation of morphogenetic de-
velopmental programmes of plant reproductive structures, natural and artificial models of their realiza-
tion” (Komarov Botanical Institute of RAS, state registration Ne AAAA-A18-118031690084-9 — collect-
ing materials and description of the study results), and “Study and conservation of plant biological diver-
sity” (Herzen State Pedagogical University of Russia, Ne 34.29.01 — discussion of the obtained results).

REFERENCES

Abhlstrand L. 1979. Embryology of Actotideae—Gundeliinae (Compositae). — Bot. Notiser. 132 (3):
377-38l1.

Alimova G.K. 1985. Aceraceae family. — In: Comparative embryology of flowering plants. Brunel-
laceae—Tremandraceae. Leningrad. P. 183—185 (In Russ.).

Anderson L.C. 1970. Embryology of Chrysothamnus (Astereae, Compositae). — Madrono. 20 (7):
337-342.

Anisimova G.M. 1983. Family Begoniaceae. — In: Comparative embryology of flowering plants.
Phytolaccaceae—Thymelaeaceae. Leningrad. P. 144—148 (In Russ.).

Anisimova G.M. 2016. Anther structure, microsporogenesis and polen grain in Kalanchoe nyikae
(Crassulaceae). — Botanicheskii Zhurnal. 101 (12): 1378—1389 (In Russ.).

Anisimova G.M. 2019. Anther structure and development in some species of subgenera Esula of gen-
era Euphorbia (Euphorbiaceae). — Botanicheskii Zhurnal. 104 (2): 3—22 (In Russ.).
https://doi.org/10.1134/S0006813619020017

Babro A.A., Voronova O.N. The development of male reproductive structures in wild species of sun-
flower Helianthus ciliaris and H. tuberosus (Asteraceae) — Botanicheskii Zhurnal. 103 (9): 1093—1108
(In Russ.).
https://doi.org/10.7868/S0006813618090028

Banerjee U.C. 1967. Ultrastructure of tapetal membranes in grasses. — Grana Palyn. 7 (2—3): 365—
377.



OOPMUPOBAHUE CTEHKHW MUKPOCITOPAHI'UA IBIUIBHUKA 1029

Batygina T.B., Teryokhin E.S., Alimova G.K., Yakovlev M.S. 1963. Genesis of male sporangia in the
families of Gramineae and Ericaceae. — Botanicheskii Zhurnal. 48 (8): 1108—1120 (In Russ.).

Bhandari N.N. 1968. Studies in the family Ranunculaceae. X. Embryology of Anemone L. — Phyto-
morphology. 18: 487—497.

Bhandari N.N. 1984. Microsporangium. — In: Embryology of angiosperms. Berlin etc. P. 53—121.

Bhandari N.N., Khosla R. 1982. Development and histochemistry of anther in Triticale cv. Tri-1. 1.
Some new aspects in early ontogeny. — Phytomorphology. 32 (1): 18—27.

Bhandari N.N., Venkataraman R. 1968. Embryology of Drymis winteri. — J. Arnold Arboretum. 49
(4): 509-524.

Bower F.O. 1935. Primitive land plants also known as the Archegoniatae. London. 658 p.

Brunkener L. 1973. Beitrage zur Kenntnis der frithen Sporangienentwicklung der Pteridophyten und
der Gymnospermen. — Svensk. Bot. Tidskr. 67 (4): 333—400.

Budell B. 1964. Untersuchungen der Antherenentwicklung einiger Bliitenpflanzen — Zeitschr. Bot.
52 (1): 1-28.

Camefort H., Boué H., Obre A. 1997. Reproduction et biologie des végétaux supérieurs. Cedex.
436 p.

Carniel K. 1952. Das Verhalten der Kerne im Tapetum der Angiospermen mit besonderer Berticksi-
chung von Endomitosen und sogenannten Endomitosen. — Osterr. Bot. Zeit. 99 (3): 318—363.

Carniel K. 1961. Das Antherentapetum von Zea mays. — Osterr. Bot. Zeit. 108 (1): 89—96.

Carniel K. 1963. Das Antherentapetum. — Osterr. Bot. Zeit. 110 (2—3):145—176.

Chauhan S.V.S. 1977. Dual role of the tapetum. — Curr. Sci. 46 (19): 674—675.

Chauhan S.V.S. 1979. Development of endothecium in relation to tapetal behaviour in some male
sterile plants. — Phytomorphology. 29 (3—4): 245-251.

Chauhan S.V.S., Gupta H.K. 2006. Suppression of endothecium development by malformed tape-
tum in the anthers of chemically treated Lens culinaris. — Phytomorphology. 56 (1-2): 10—16.

Chebotaru A.A. 1994. Tapetum: ultrastructural aspects. In: Embryology of flowering plants. Termi-
nology and concepts. St. Petersburg. P. 52—56 (In Russ.).

Christensen J.E., Horner H.T., Lersten N.R. 1972. Pollen wall and tapetal orbicular wall develop-
ment in Sorghum bicolor (Gramineae). — Amer. J. Bot. 59: 43—58.

Claussen P. 1927. Uber das Verhalten des Antherentapetum bei einiger Monovotylen und Ranales. — Bot.
Archiv Konigsberg. 18 (1-3): 1-27.

Clement C., Pacini E. 2001. Anther plastid in angiosperms. — Bot. Rev. 67 (1): 55—-73.

Dafni A. 2000. Pollen and pollination. New Yok etc. 158 p.

Danilov R.K., Borovaya T.G. 2018. Histology, embryology, cytology. St. Petersburg. 520 p. (In
Russ.).

Davis G.L. 1966. Systematic embryology of angiosperms. New York etc. 528 p.

Dickinson H.G. 1970. The fine structure of a peritapetal membrane investing the microsporangium
of Pinus banksiana. — New Phytologist. 69 (4): 1065—1068.

Echlin P. 1971. The role of the tapetum in microsporogenesis of angiosperms. — In: Pollen develop-
ment and physiology. London. P. 41-62.

Echlin P., Godwin H. 1968. The ultrastructure and ontogeny of pollen in Helleborus foetidus L. 1.
The development of the tapetum and Ubish bodies. — J. Cell Sci. 3: 161—174.

El-Ghazaly G. 1989. Pollen and orbicule morphology of some Euphorbia species. — Grana. 28: 234—
259.

El-Ghazaly G. 2002. Tapetum and orbicules (Ubish bodies). — In: Embryology of flowering plants.
Terminology and concepts. Enfield (NH), USA- Plymouth, UK. Vol. 1. P. 20—21.

FeilJ., TanS., Zhang F., Hua L., Liao Y., Fang W., Chen F., Teng N. 2016. Morphological and phys-
iological differences between dehiscent and in dehiscent anthers of Chrysanthemum morifolium. —
J. Plant Res. 129 (6): 1069—1082.

Furness C.A., Banks H. 2010. Pollen evolution in the early-divergent monocot order Alismatales. —
Int. J. Plant Sci. 171 (3): 713—739.

Furness C.A., Rudall P.J. 1998. The tapetum and systematics in monocotyledons. — Bot. Rev. 64:
201-239.

Galati B.G., Monacci F., Gotelli M.M., Rosenfeldt S. 2007. Pollen, tapetum and orbicule develop-
ment in Modiolastrum malvifolium (Malvaceae). — Ann. Bot. 99 (4): 755—763.



1030 LIAMPOB u np.

Garcia C.C. 2003. Combination of sequences of cell divisions in the anther wall formation in Sola-
naceae species. — Flora. 198: 243—-246.

Gilbert S.F. 2003. Developmental biology. Sunderland, Massachusetts. 850 p. (In Russ.).

Goebel K. 1880. Beitriage zur vergleichenden Entwicklungsgeschichte der Sporangien. —Bot. Zeit.
38:32—33, 545552, 561-571.

Goebel K. 1905. Organography of plants. London. Vol. 2. 707 p.

Goldberg R.B., Beals T.P., Sanders P.M. 1993. Anther development: basic principles and practical
applications. — The Plant Cell. 5 (10): 1217—1229.

Guo L., Jiang L., Lu X.-L., Liu C.-M. 2018. Anaphase promoting complex/cyclosome-mediated
cyclin B1 degradation is critical for cell cycle synchronization in syncytial endosperms. — J. Integr.
Plant Biol. 60 (6): 448—454.

Hernidndez-Cruz R., Barron-Pacheco F., Sdnchez D., Arias S., Vazquez-Santana S. 2018. Func-
tional dioecy in Echinocereus: ontogenetic patterns, programmed cell death, and evolutionary signifi-
cance. — Int. J. Plant Sci. 179 (4):257—274.
https://doi.org/10.1086/697072

Heslop-Harrison J. 1969. An acetolysis-resistant membrane investing tapetum and sporogenous tis-
sue in the anthers of certain Compositae. — Canad. J. Bot. 47 (4): 541—-542.

Hoefert L.L. 1971. Ultrastructure of the tapetal cell ontogeny in Beta. — Protoplasma. 73: 397—406.

Horner H.T. 1977. A comparative light- and microscopic study of microsporogenesis in male-fertile
and cytoplasmic male-sterile sunflower (Helianthus annuus). — Amer. J. Bot. 64 (6): 745—759.

Kamelina O.P. 1981. Anther. — In: Comparative embryology of flowering plants. Winteraceae-Jug-
landaceae. Leningrad. P. 18—21 (In Russ.).

Kamelina O.P. 1983. Datiscaceae family. — In: Comparative embryology of flowering plants. Phy-
tolaccaceae—Thymelaeaceae. Leningrad. P. 139—144 (In Russ.).

Kamelina O.P. 1985. Escalloniaceae family. — In: Comparative embryology of flowering plants.
Brunellaceae—Tremandraceae. Leningrad. P. 9—14 (In Russ.).

Kamelina O.P. 1991. Comparative embryological analysis as a method of phylogenetic systematics
of flowering plants: Diss. ... Tashkent. 80 p. (In Russ.).

Kamelina O.P. 1994. A new approach to the classification of tapetum types. — In: Embryology of
flowering plants. Terminology and concepts. St. Petersburg. Vol. 1. P. 56—60 (In Russ.).

Kamelina O.P. 2002. New approach to the classification of tapetum types. — In: Embryology of
flowering plants. Terminology and concepts. Enfield (NH), USA-Plymouth, UK. Vol. 1. P. 28—32.

Kamelina O.P. 2009. Sistematicheskaya embriologiya tsvetkovykh rasteniy. Dvudolnye. [Systematic
embryology of flowering plants. Dicotyledons.]. Barnaul. 501 p. (In Russ.).

Kamelina O.P., Teryokhin E.S. 1990. Zannichelliaceae family. — In: Comparative embryology of
flowering plants. Butomaceae—Lemnaceae. Leningrad. P. 44—50 (In Russ.).

Kordyum E.L. 1978. Evolutionary cytoembryology of angiosperms. Kiev. 219 p. (In Russ.).

Koteyeva N.K., Mirgorodskaya O.E., Bulisheva, Miroslavov E.A. 2015. Pollen development in Ribes
nigrum (Grossulariaceae) in relation to the low temperature period. — Botanicheskii Zhurnal. 100 (10):
1001—1014 (In Russ.).

Lodkina M.M. 1971. Formirovanie pyl’tsevych meshkov u dvuch vidov ryaski [ Formation of pollen
sacs in two species of Lemna]. — Materialy V Vsesouznogo soveshchaniya po embryologii rastenii.
Kishinev. P. 102 (In Russ.).

Maheshwari S.C. 1954. The embryology of Wolffia. — Phytomorphology. 4 (4): 355—365.

Maheshwari S.C., Kapil R.N. 1963. Morphological and embryological studies on the Lemnaceae. 1.
The floral structure and gametophytes of Lemna paucicostata. — Amer. J. Bot. 50 (7): 677—686.

Mirgorodskaya O.E., Miroslavov E.A. Microsporogenesis and tapetal cells development in Rhodo-
dendron luteum (Ericaceae). — Botanicheskii Zhurnal. 97 (1): 356—365 (In Russ.).

Mirgorodskaya O.E., Koteyeva N.K., Volchanskaya A.V., Miroslavov E.A. 2015. Pollen develop-
ment in Rhododendron in relation to winter dormancy and bloom time. — Protoplasma. 252: 1313—1323.
https://doi.org/10.1007/s00709-015-0764-y

Narayana L.L. 1963. Contributions to the embryology of Balsaminaceae. — J. Ind. Bot. Soc. 42 (1):
102—109.

Nikiticheva Z.1. 1990. Alismataceae family. — In: Comparative embryology of flowering plants. Bu-
tomaceae—Lemnaceae. Leningrad. P. 16—20 (In Russ.).



OOPMUPOBAHUE CTEHKHW MUKPOCITOPAHI'UA IBIUIBHUKA 1031

Ogorodnikova V.F. 1986. The genesis and ultrastructure of the sporopollenin wall of tapetal cells in
grasses. — Botanicheskii Zhurnal. 71 (10): 1366—1371 (In Russ.).

Ogorodnikova V.F. 1994. The dynamics of cell organelle ultrastructure in tapetum of Triticum aes-
tivum (Poaceae). — Botanicheskii Zhurnal. 75 (2): 186—192 (In Russ.).

Ogorodnikova V.F. 1994. Tapetal membrane. — In: Embryology of flowering plants. Terminology
and concepts. St. Petersburg. Vol. 1. P. 49—50 (In Russ.).

Owen H.A., Makaroff C.A. 1995. Ultrastructure of microsporogenesis and microgametogenesis in
Arabidopsis thaliana (L.) Heynh., ecotype Wassilewskaja (Brassicaceae). — Protoplasma. 185: 7—21.

Pacini E. 1997. Tapetum character states: analytical keys for tapetum types and activities. — Canad.
J. Bot. 75 (9): 1448—1459.

Pacini E. 2010. Relationships between tapetum, loculus, and pollen during development. — Int. J.
Plant Sci. 171 (1): 1-11.

Pacini E., Franchi G.G., Hesse M. 1985. The tapetum: its form, function and possible phylogeny in
Embryophyta. — Plant Sys. Evol. 149 (3—4): 155—185.

Periasamy K., Swamy B.G.L. 1966. Morphology of anther tapetum in angiosperms. — Curr. Sci.
35 (17): 427—431.

Pettit J.M. 1966. A new interpretation of the structure of the megaspore membrane in some gymno-
spermous ovules. — J. Linn. Soc. London (Bot.). 59 (379): 253—263.

Prakash N., McAlister E. J. 1977. An embryological study of Bauera capitata with comments of the
systematic position of Bauera. — Austral. J. Bot. 25 (6): 615—622.

Pullaiach T., Swarajya Lakshmi P.L. 1984. A contribution to the embryology of Cicerbita alpina
(Linn.) Wallr. — Proc. Indian Acad. Sci. (Plant Sci.). 93 (4): 437—443.

Quilichini T.D., Douglas C.J., Samuels A.L. 2014. New views of tapetum ultrastructure and pollen
exine development in Arabidopsis thaliana. — Ann. Bot. 114 (6): 1189—1201.

Rezanejad F. 2008. The structure and ultrastructure of anther epidermis and pollen in Lagerstroemia
indica L. (Lythraceae) in response to air pollution. — Turkish J. Bot. 32 (1): 35—42.

Rowley J.R. 1993. Cycles of hyperactivity in tapetal cells. — P1. Syst. Evol. [Suppl.]. 7: 23—37.

Rowley J.R., Gabarayeva N.I., Walles B. 1992. Cyclic invasion of tapetal cells into loculi during mi-
crospore development in Nymphaea colorata (Nymphaeaceae). — Amer. J. Bot. 79 (7): 801—808.

Rowley J.R., Walles B. 1988. Cell differentiation in microsporangia of Pinus sylvestris: diplotene and
diffuse stage. — Ann. Sci. Nat. Paris. Ser. 13. 9: 1-28.

Sanders P.M., Bui A.Q., Weterings K., et al. 1999. Anther developmental defects in Arabidopsis
thaliana male-sterile mutants. — Sex. Plant Reprod. 11: 297—-322.

Shamrov I.1. 1986. Anther development in Gentiana lutea (Gentianaceae). — Bot. xypH. 71 (6):
733—739 (In Russ.).

Shamrov I.I. Structure of septate anthers in some flowering plants. — Ann. Sci. de I’Univ. Reims.
1988. 23: 68—70.

Shamrov I.1. 2006. Morphological nature of ovule and its evolutionary lineages in flowering plants. —
Botanicheskii Zhurnal. 91 (11): 1601—1636 (In Russ.).

Shamrov I.I. 2008a. Ovule of flowering plants: structure, functions, origin. Moscow. 356 p. (In
Russ.).

Shamrov I.1. 2008b. Sporangia formation in higher plants. — Botanicheskii Zhurnal. 93 (12): 1817—
1845 (In Russ.).

Shamrov I.1. 2015. Embryology and plant reproduction. St. Petersburg. 200 p. (In Russ.).

Shamrov I.1., Babro A.A. 2008. Anther development and structure in Rhododendron schlippenbachii
and R. luteum (Ericaceae). — Botanicheskii Zhurnal. 93 (8): 61—80 (In Russ.).

Smith G.M. 1938. Cryptogamic botany. New York-London. Vol. 1. 1-380 p.

Solntseva M.P. 1987. Family Asteraceae. — In: Comparative embryology of flowering plants. Davi-
diaceae—Tremandraceae. Leningrad. P. 318—331.

Steer M.W. 1977. Differentiation of the tapetum in Avena. 1. The cell surface. — J. Cell Sci. 25: 125—
138.

Steffen K., Landmann W. 1958. Entwicklungsgeschichte und Zytologische Untersuchungen am
Balkentapetum von Gentiana cruciata und Impatiens grandulifera. — Planta. 50 (4): 423—460.

Swamy B.G.L., Lakshmanan K.K. 1962. Contribution to the embryology of the Najadaceae. —
J. Indian Bot. Soc. 41 (2): 247-267.



1032 LIAMPOB u np.

Taylor M.L., Altrichter K.M., Aeilts L. B. 2018. Pollen ontogeny in Ruppia (Alismatidae). — Int. J.
Plant Sci. 179 (3): 217—-230.

Teryokhin E.S., Batygina T.B., Shamrov I.1. 1993. The classification of microsporangium wall types
in angiosperms. Terminology and conceptions. — Botanicheskii Zhurnal. 78 (6): 16—24 (In Russ.).

Teryokhin E.S., Batygina T.B., Shamrov I.1. 2002. New approach to classifying modes of microspo-
rangium wall formation. In: Embryology of flowering plants. Terminology and concepts. Enfield
(NH), USA-Plymouth, UK. Vol. 1. P. 32—39.

Tischler G. 1915. Die Periplasmodenbildung in den Antheren der Commelinaceen und Ausblicke
aus das Verhalten der Tapetenzellen bei den librigen Monokotylen. — Jarb. Wiss. Bot. 55 (1): 52—90.

Tiagi B., Taimni S. 1963. Floral morphology and embryology of Vernonia cinerascens, Schult. and
V. cinerea Less. — Agra Univ. J. Res. 12: 123—137.

Tiwari S.C., Gunning B.E.S. 1986. Development of tapetum and microspores in Canna L.: an
example of an invasive but non-syncytial tapetum. — Ann. Bot. 57 (4): 557—563.

Toderich K.N. 1988. Embryologiya podsolnechnika (Helianthus annuus, H. rigidus i drugiye) |[Em-
bryology of sunflower (Helianthus annuus, H. rigidus and others)]. Diss. ... Kand. Sci. Leningrad.
256 p. (In Russ.).

Torshilova A.A., Batygina T.B. 2005. The development of the male flower anther wall in Dioscorea
nipponica (Dioscoreaceae). — Botanicheskii Zhurnal. 90 (8): 1208—1215 (In Russ.).

Venkareswarlu J., Lakshminarayana L. 1957. A contribution to the embryolohy of Hydrocera triflora
W. and A. — Phytomorphology. 7 (2): 194—203.

Warming E. 1873. Untersuchungen tiber pollenbildende Phyllome und Kaulome. — Bot. Abh. Geb-
iet. Morphologie und Physiologie. 2 (2): 1-90.

Warming E. 1878. De I'ovule. — Ann. Sci. Natur. Bot. Sér. 6. 5: 175—266.



	СПИСОК ЛИТЕРАТУРЫ
	REFERENCES


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


