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B ornaai HaBegeHo aHani3 cyyacHUX nitepaTtypHUX AaHUxX Npo penpoayKTUBHI npo-
Llecu y roriloHaciHHUX POCINH, a came, PO3BUTOK raMeToqiTiB, 3anuneHHs Ta 3annigHeH-
Hs. [igkpecnioTbes 0cobnmBoCTi nepebiry Lmx NpoLeciB y pidHMX Knacax ronoHaciH-
HWX, BiAMIHHOCTi M NoAiGHICTb i3 BigNOBigHMMK NpouecamMm y NOKPUTOHACIHHMX. [Nokasa-
HO, LLIO PO3BUTOK YOJSIOBIYOrO i XiHOYOro rameToqiTiB BiAOYyBa€eTLCA 3a CMiNIbHOK CXe-
Moto. [MMBOKI NpucTocyBaHHA A0 300QDinii BUSIBMEHI Yy CAaroBHUKOBUX i THETOBMX, BOHU
NigTBEpAXeHi TaKoX NaneoHTONOrNYHUMN JaHUMK NPO iICHYBaHHSA 300QDinil Y BUKOMHUX
rornoHaciHHMX. AHeModinis y Ginkgo i XBOMHUX XapakTepmn3yeTbCA BUCOKO crnewiani3o-
BaHMMM MeXaHiaMamu 3anuneHHs. NMpOHMKHEHHST YOmOoBIYOro rameTodiTy A0 XKiHOYOro
nicnsa 3anuneHHs (nocTnoniHauinHa dasa penpogyKTUBHOIO LUKY) XapakTepusyeTbCs
3HAYHMM PiI3HOMAHITTAM, SK i npouec 3annigHeHHs1. Onuncari hakTn NiaTBEPOXKYOTb, L0
BiZAMIHHOCTI MiX Knacamu rofiloHaciHHMUX MOPIBHSAHHI 3 BIGMIHHOCTSIMW Mi>K rOfIOHaCIHHU-
MW Ta MOKPUTOHACIHHHUMW pocnMHamu. 3 iHworo 60Ky, MiX yciMa Krnacamu HacCiHHUX
POCIIVH iCHYOTb BaroMi CrinbHi NPUCTOCYBaribHi pUCK, NOB’A3aHi i3 HACIHHEBUM PO3MHO-
XeHHAM. [1ns rHeToBMX NpUTaMaHHi HanbinbLL cneumdivHi penpoayKTUBHI NpoLecK, 30-
Kpema, TeTpacrnopuYHUA XIHOYMI rameTodiT, BIOCYTHICTb apXeroHiiB Ta AvdepeHui-
MoBaHUX SALIEKIITUH, ,NOoABINHE 3anfigHeHHS”.

Knro4oei cnnoea: ronoHaciHHi, raMeToqiTn, 3anuneHHs, 3annigHeHHs, NUNKoBe
3epHO, HaCiHHWI 3a4aTtok, aHemodinis, 300¢inis, nocTnoniHa-
uirHa dasa.

BCTYN

CyuacHi ronoHaciHHi € gye reTeporeHHO rpyrnoK POCIUH, sika SBMAsie CODOK Cy-
KYMHICTb KiNbKOX OPEBHIX ifTOFEHETUYHUX TiNOK, MOXOMKEHHST Ta POOMHHI 3B’A3KN SIKNX
LLie [0 KiHLA He 3'COBaHi, SK i CTYMiHb IXHBbOT CMOPIAHEHOCTI 3 MOKPUTOHACIHHUMMU [1, 28,
41, 59]. AHani3 BYKOMHUX PELUTOK POCHVWH i CyYacHi MONEKYNSAPHO-reHEeTUYHI JOCTIXEH-
HS BKa3yOTb Ha Te, L0 rofoHaCiHHI pa3oM i3 MOKPUTOHACIHHUMU pocnnHaMu OPMYHOTb
MOHoOdINeTnYHy rpyny [66], sika Bignosigae Bioainy Spermatophyta. Takvm YmHoM, TepMiH
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“ronoHaciHHi”, abo ,Gymnospermae” 3apa3 Mae nvile OnMcoBe 3HAYEHHS | BUKOPUCTO-
BYETbCA OS5 BiAOKPEMITEHHS YOTUPBLOX CyHaCHUX KnaciB HEKBITKOBMX HACIHHNX POCINH
BiZ Knacy NOKpUTOHACIHHMX.

MpeacraBHUKM cyvacHux knacie ronoHaciHHMx (Cycadopsida, Ginkgoopsida, Pi-
nopsida Ta Gnetopsida) 3Ha4HO BiApPI3HATLCA Mibk CODOIO sk 3a By40BOK BeEretaTtue-
HWX OpraHiB, Tak i 32 0COONMBOCTAMM PENPOAYKTUBHUX CTPYKTYp [3, 13, 15, 41]. Cyyac-
Hi ronioHaciHHi pocrnuHu o6’egHytoTb 1026 BUAIB: TpY “HEXBOMHI” rpynu HanivytoTe: 310
Bunaie Cycadopsida, o6’egHannx y 10 pogis, oguH icHytoumi Bug Ginkgoopsida ta 80—
100 Buaie Gnetopsida i3 Tpbox pogie [24]. 3a gaHnmu Farjon [30], icHye 6nuabko 615
BMUAiB XBOMHUX, 06’egHaHmnx y 70 poaiB. Y TOW 4yac, SK Yy NOKPUTOHACIHHUX POCITMH Ae-
TanbHO onMcaHa MopdOonoriYHa PisHOMaHITHICTb PENPOAYKTUBHUX CTPYKTYP, @ BUBYEH-
HAM NPOLECiB PO3BUTKY CMOp, raMeToqiTiB, CTAaTEBOro NpoLecy Ta 3anuiieHHs 3anma-
IOTbCS1 OKPEMI Haykn — emOpionorist 1 aHTEKONorisi, ANsi TOfIOHACIHHUX BiAOMO 3HAa4HO
MeHLWe (akTiB 3 penpoaykTUBHOI Bionorii, ski BCTaHOBMEHI nuwe ans HebaraTbox
npeacTtaBHukiB [4, 5, 88]. OcTtaHHIM YacoMm 3’aBunocs 6arato HOBUX JAHUX MPO Cnocootu
i MEXaHi3MM 3anuneHHs, PO3BMTOK YOSOBIYOro Ta XiHOYOro raMeToqiTIB Nicns 3anuneH-
HS 1 0COBNMMBOCTI CTAaTEBOro MPOLECY B PI3HOMAHITHUX FrOfIOHACiHHMX pocnuvH. Lli aaHi
nogekyau cynepedyatb TpaguuiiHM YSBAEHHSM MPO OCHOBHI HanpsiMy eBosntouil Ha-
CiHHUX POCINH | MOXYTb Y MabyTHbOMY NMPU3BECTU OO0 Nepernagy nornsaiB Ha noxo-
DPKEHHS KBITKWM Ta KBITKOBMX pocnuH [35, 37].

Y Hawin poboTi NpeacTaBneHnin ornsi CydacHUX gaHuX Npo eMopionorivHi npoue-
CW B Pi3HUX rpynax rofloHaciHHMX POCNWH, Bif, 3annneHHs 4o 3annigHeHHs. AHani3yoTb-
Csl TaKOX AesKi AaBHO BCTAHOBIEHI haKTu, SKi He BigoOpakeHi y BiTYM3HSHIN NniTepaTy-
pi. HaBegeHi ctncno daktu 30BHILWHLOT Mopdhonorii cTpobiniB BigoOpaxytoTb BigMiH-
HOCTI MiXK Kracamu HacCiHHMUX POCIWH | aganTauil 40 MexaHi3amy 3anuiieHHs.

1. 3ATlAJlbHI OCOBIIMBOCTI MPOLIECIB CMMTOPOIEHE3Y,
FTAMETO®ITONEHE3Y TA 3AMNMUITEHHA Y TONTOHACIHHUX

CTpob6inu cy4yacHMx rofioHaciHHMX ogHocTaTeBi (Y rHETOBUX iHOAI dyHKLIOHANbHO
ofHocTaTeBi), YacTo POPMYHOTb PiBHOMAaHITHI 3a Mopdororieto 3ibpaHHA. CnopaHrii ro-
NOHACIHHUX, SK | MOKPUTOHACIHHUX, — Lie eBCMOopaHTrii 3 6aratoapoBOl CTIHKO, BHY-
TPILLHIV Wap 9Koi, TaneTyM, 6epe y4acTb Y XXUBMEHHI MiKkpocnop i opMyBaHHi 30BHiLL-
HbOi 06onoHkK Mikpocnopu. 3a gaHumu H. Singh [72], y 3pinomy mikpocnopasrii romno-
HaCiHHMX POCIMH CTIHKM KNiTUH enigepmicy NOTOBLUYIOTLCS (3@ BUHATKOM KIiTUH, PO3-
MiLLIEHMX MO NiHiT po3kpuBaHHs), a B Gnetum, Cephalotaxus, Pilgerodendron i Cupres-
SUS y KniTUHax enigepmicy Takox popmMytoTbest Pibpo3Hi NOTOBLLEHHS. ABTOP TpPaKTye
TaKuin NOTOBLLIEHUI enigepMic sIK eK30TeLin. Y BCiX BUBYEHUX HaMu BUAiB i3 poanH Cu-
pressaceae s. I., Cephalotaxaceae, Taxaceae Ta Ephedraceae cTiHKa 3pinoro Mikpocno-
paHris Takox npeacrtaBneHa nuwe eksoteuiem [10, 12]. MoxXnvBuMM BUHATKOM cepen
YCiX ronoHaciHHux € Ginkgo, B MIKpOCMOPAaHTisiX SIKOro MOTOBLLEHHS CTiHOK i hopmy-
BaHHS (pibpO3HMX NOTOBLLEHDb CMOCTEPIraeTbCs B KNiTMHaX 1-3 cybenigepmanbHuX Lwa-
piB, TOOTO POPMYETLCSI EHOO0TELN, SIK Y BCIX MOKPUTOHACIHHUX POCIVH [72], A€ BiH 3ae-
OiNbLUIOro oAHOLWApOBUWIA, ane iHoAi HeperynspHo-ABoLlapoBuii abo GaraTolapoBuii
[2]. B Gnetum cTiHKa MIiKpOCMOpaHTrist MiCTUTb JIMLIE EK30TELiN | ABOLIAPOBUIA TaneTyMm.
MikpocnopaHrii Ephedra ta Welwitschia po3kpuBatoTbcsi nopamu. Y GinbLIOCTi rofoHa-
CiHHMX MiKpocnoporeHes BiabyBaeTbCs CUMYIbTAHHO, ane 'y Taxus brevifolia onucanuii
CyKuecBHUI TUN hopmyBaHHsa Mikpocrop [18].
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Micna po3kprBaHHA MIKPOCMNOPaHria 3 HbOro BUCUMNAKTLCSA MUSKOBI 3epHa, BKPUTI
OBOLLAPOBOI OBOMOHKOK 3 EK3MHWN Ta iIHTUHW. Y Pi3HUX BUAIB FONTOHACIHHMX YOMOBIYMA
rameTomiT y NUIKOBMX 3epHax 3HaXoANTbCS Ha Pi3HMX CTafisix po3BUTKY. Ha BiamiHy Big
MOKPUTOHACIHHUX POCIIVH, Y SIKUX MWUJIKOBI 3epHa 3aBXaW SABNATb COO0K 2—3-KMNiTUHHI
YOMOBIYi ramMeToqiTh, y AesIKUX FONTOHACIHHMX NMUITKOBI 3epHa OOHOKNITUHHI (Taxaceae,
Juniperus). YonoBivi raMeTn Hikonm He OPMYHTLCS B NMUIIKOBOMY 3€pHi 4O BUNITY i3
CMOpPaHrito, SIK Y NOKPUTOHACIHHUX 3 TPUKITITUHHUM NMUAKOM. PO3BUTOK YOMOBIYOro rame-
TOiTYy rofIoHaCiHHMX 3aBXAW 3aBEPLUYETLCA €K30CMOpPMYHO abo 11 yBech BiaOyBaeTbCA
€K30CMOPUYHO.

Yonogiuni raMeTodiT rosioHaciHHMX POPMYETBCS B pe3ynbraTi KiflbKOX MITOTUYHMX
noAinie, YacTUHa 3 AKUX BigOYyBaETLCS BXE MICNs 3aMUIEHHS, Ha HYLIENYCi HAaCiHHOro 3a-
yaTtka. KinbKicTb noginis i KNiTWH, WO dopMYOTECS Y NPOLEC PO3BUTKY YOMOBIYOro rame-
TOiTYy roroHaciHHUX, Pi3HATLCS, ane BiH BiAOyBaeTbCA 3a CMiNbHOK cxeMotko (puc. 1).
ICHYIOTb Pi3Hi Nigxoan 40 TePMIHOMONIT KMITUH YOMNOoBIYOro raMeToditTa rosioHaciHHKUX, iHO-
Oi 0Ha Ha3Ba BMKOPUCTOBYETLCS AN1S PI3HUX KMITUH. M1 HaBoanMO y3aranbHeHi Ha3Bu
Ta BU3HAYEHHS 3rigHO 3 HanbinbLl NOWMPEHNMU Ta CydaCHUMU MOrMsgamMm Ha npouec
¢opMyBaHHs YOITOBIYOro raMeToqiTy rofloHaciHHMX (y Ay»KKaxX HaBeOEeHO iHLi MOLIMpPEHi
BiQMNOBIAHVKIN HA3B LMX KIiTUH, SKi, HA HaLly AyMKY, € HE 30BCiM KOpeKkTHUMN) [32, 72, 74].

Mikpocnopa (emOpioHarnbHa KIiTMHa) — Le nepLia KniTuHa rameTogiTHOT reHepa-
LT, SiKa PopMYy€eETbCH B MIKPOCMHOPAHTil y pe3ynbsrati MEMOTUYHOMO NoAiny Mikpocrnopo-
uuta (puc. 1, 2, A-B). NMpoTanianbHi KNiITUHU — HEBENWKI CTEPUIbHI KNITUHK, SKi BU-
HUKaKTb Yy pesynbTaTi NocnigoBHOrO NoAdiny Mikpocnopu (nepla npotanianbHa Kiitu-
Ha) Ta ii noxigHoi (apyra npotanianbHa knitnHa) (puc. 1, 2, -2K). LleHTpanbHa Knitu-
Ha (MepucTeMaTu4Ha iHilianb, eMOpioHanbHa KIiTUHA) — KpyMnHa KNiTuHa, sika opmy-
€TbCA NiCns NepLUOro NoAiny Mikpocnopwu B AesKUX pofamHax rornioHaciHHux (Ginkgoaceae,
Podocarpaceae, Araucariaceae, Pinaceae, Ephedraceae). AHTepuaianbHa iHilianb
(MepucTeMaTmyHa iHilianb) — KniTMHa, ska opMYETLCSA B pe3ynbraTi NoAiny LeHTparb-
HOI KIiTMHK abo Mmikpocnopwu (y TakCOHIB, SiKi MaloTb OOHY npoTanianbHy KniTuHy). Lis
KNiTMHa € nepLUoto B psay opMyBaHHSA criepMid. AHTepuAianbHa KiiTUHa (cnepma-
TOreHHa KniTuHa, reHepaTuMBHA KIiTMHA) — (POPMYyeTbCA B pesynbraTti noginy aHre-
puaianbHoi iHiyiani (y GinbwocTi ronoHaciHHMX) abo mikpocnopu (Taxaceae, Cepha-
lotaxaceae, Gnetum, Welwitschia). KnitTuHa-Tpybka (rayctopianbHa, cudoHoreHHa
KNniTMHa) — € NOXiAHOK aHTepuaianbHOoi iHiuiani (puc. 2, 3, /) i dopmMye NUIKoBy TpyOKy
nicrs noTpanisgHHA NUIIKOBOIo 3epHa Ha HyLenyc HaciHHOro 3avaTtka. CtepunbHa Kni-
TuHa (cTebenbLeBa KniTnHa, 6asanbHa KIiTuHa, KNiTMHa-HiKKa) € CTePUINbHOK MOXIAHO
aHTepuaiansHOI KNITUHK. Y aesknx BuaiB poay Ephedra doopMyeTbCs He KNiTUHA, a 94p0
cTtepunbHoi KnitnHn (puc. 2, K, J1). FTeHepaTuBHa KniTUHa (CnepMaToreHHa KnituHa,
KNiTMHa-TINo) — pepTunbHa noxiaHa aHTepugianbHoi kKNiTuHW. List kniTnHa 6e3anocepea-
HbO (POPMYE YOMOBIYI raMeTU.

Yonogiyi rameTu ronoHaciHHuX — Lie 6aratomxryTukoBi cnepmaTo3oiamn (Cycadop-
sida i Ginkgoopsida), cnepwmii-knitnHn (Cupressaceae) abo cnepwmii-agpa (Podocar-
paceae, Araucariaceae, Pinaceae, Taxaceae, Cephalotaxaceae, Ephedraceae, Gneta-
ceae, Welwitschiaceae), ski po3TaLloBYOTbLCA NOPSAA Y LUTOMMAa3Mi reHepaTuUBHOI KNiTu-
HK, sIKa iHOAI po3rNAgacTbCa 9K ABOSAEpHUIN cnepmin [15].

Ha 4ac nuneHHs NnnkoBe 3epHO rONTIOHACIHHUX MICTUTb Pi3HY KifbKiCTb KNIiTUH: OAa-
HOKMITUHHI 3epHa € y Juniperus, Taxus, Pseudotaxus, Austrotaxus (pvic. 1, ), ABOKIi-
TUHHI — y Taxodiaceae, Cephalotaxaceae, Cupressaceae (puc. 1, E), oeskux Taxaceae
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Puc. 1. Cxema po3BuTKy Yonosivoro rametodita ronoHaciHHnx (A-3), 3a [32], 3 HawmnmMm yTouHeHHAMM: Cy-
cadaceae (A); Ginkgo (b); Pinaceae (B); Podocarpaceae i Araucariaceae (I); Taxaceae, Cephalo-
taxaceae Ta Juniperus (Cupressaceae) (4); Cupressaceae, kpim Juniperus (E); Ephedra (XK); Gne-
tum ta Welwitschia (3). CTagis BUnboTy NWmky i3 MiKpOCMOpaHris no3HadyeHa 3ipo4Koro

Fig. 1.

Schematic presentation of the male gametophyte development in Gymnosperms (A-3), after [32],

with our improvements: Cycadaceae (A); Ginkgo (b); Pinaceae (B); Podocarpaceae and Araucaria-
ceae (IN); Taxaceae, Cephalotaxaceae and Juniperus (Cupressaceae) (4); Cupressaceae, except
Juniperus (E); Ephedra (XK); Gnetum and Welwitschia (3). Shedding stage is asterisked
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(Torreya, Amentotaxus), TpukniTuHHi — y Cycadaceae, Cedrus, Gnetum, Welwitschia
(puc. 1, A, 3), 4-kniTuHHI — y Ginkgo (puc. 1, B), 4-5-kniTuHHI — y Pinaceae Ta Ephe-
draceae (puc. 1, B, )K), baratokniTuHHi — B Araucariaceae (puc. 1, ).

Y GinbLUOCTI BUAIB B MUIIKOBOMY 3€PHi MPUCYTHI KifbKa LWBUAKO BigMMPaK4nX KNiTUH
PYOMMEHTAPHOrO Tifla YoroBiYOro rametodita (NpoTanianbHi KNiTMHK), KNiTMHa-Tpyoka
i reHepaTtumBHa (abo aHTepugianbHa) knituHa (puc. 1, 2, J1). KinbkicTb npoTanianbHUX Ki-
TMH YorioBiyoro rametoditTa 3Ha4Ho Bapitoe: y Cycadaceae, Gnetum, Welwitschia dop-
MYETbCS1 OHa NpoTarnianbHa KnituHa, y Pinaceae, Ginkgo Ta Ephedra — aBi npoTtanianb-
Hi KNiTnHK (y Aesiknx Buais Ephedra ogHa npoTanianbHa KniTMHa 1a sgapo ApYyroi), iHKomnm
ix € 6-8 (Podocarpaceae) abo 40 (y Agatis 3 Araucariaceae) 3a paxyHOK Nofify nepLumx
nBox (puc. 1, IN), abo BOHU He yTBOptotOTbCA B3arani (Cupressaceae s. |., Taxaceae, Ce-
phalotaxaceae) (puc. 1, [, I'). 3 reHepaTuBHOi (200 aHTepuaianbHOI) KIITUHN BXe B Ha-
CiHHOMY 3a4aTKy 6e3nocepeaHbo nepes 3annigHeHHAM MNicns O4HOro (ansa reHepaTuBHOI
KNiTuHM) abo ABOX (418 aHTepuaianbHOI KMITUHW) KITITUHHKUX NOAiniB hOpMYHTbCS YOoro-
Biui rameTn. Y Cycadopsida i Ginkgoopsida cnepmaToreHes BigbyBaeTbCsl B CaMOMY M-
KoBOMY 3epHi. Y peskux Cycadopsida B nunkoBoMy 3epHi OyBae 4 cnepmarosoigu,
y Microcycas 16-22, y BuaiB Cupressaceae cdopmyetbes go 20 cnepmiis. [Nunkosa Tpy6-
ka y Cycadopsida i Ginkgoopsida BMKOHY€E (hyHKLIi0O KOPOTKOI NpUCOCKM abo raycTopii,
a cnepmMaTo30ign CaMoCTiHO OONNMBatoTb A0 AWLEKNITUHM (3ooigoramisi). Y Pinopsida
Ta Gnetopsida nunkoea Tpybka criyrye anst popMyBaHHS | TPaHCMNOPTYBaHHS HEPYXOMMX
CrepmiiB 40 SNLEKNITUHK, SK Y MOKPUTOHACIHHUX (cndboHoramis) [3, 5].

Puc. 2. Po3suTok Yonosivoro rametodita Ephedra distachya L. 0o BUNbOTY NUKOBUX 3€PEH i3 MiKpocnopaH-
ris (A-I) (A. Pyay3oea): ai — aHTepugianbHa iHiliane; ak — aHTepuaianeHa KnituHa; rk — reHepaTtmBHa
KNiTUHA; KT — KNiTMHa-TpybKa; MC — MiKpocrnopa; sick — SAPO CTEPUIbHOI KMITUHU; LUK — LeHTparnbHa
KNiTVHa; NMK — nepLua npoTtanianbHa KNiTMHa; ANk — gpyra npoTanianbHa KnitmHa

Fig. 2. Male gametophyte development in Ephedra distachya L. up to the shedding stage (A-I1) (A. Ruguso-

va): ai — initial cell of the anteridium; ak — anteridial cell; rk — generative cell; kT — tube-cell; Mmc — micro-
spore; sick — sterile cell nucleus; uk — central cell; nnk — first prothallial cell; ank — second prothallial cell

ISSN 1996-4536 e bionoriuni Ctyaii / Studia Biologica e 2013 e Tom 7/Ne2 e C. 217-238



222 A. B. OdiHuoea, I I. Pyaysoea

YKiHo4i penpogyKTUBHI CTPYKTYPU FOMOHACIHHMX OYXe pidHOMaHiTHI [3, 57]. Y Cy-
cadopsida BOHM nNpeacTaBrieHi KOMNakTHUMK 3ibpaHHsMK MeracTpobiniB, siki iHogi gocs-
raloTb BENUKMX po3MipiB, y Ginkgo BOHW pedyKoBaHi 4O ABOX HACIHHMX 3a4aTKiB, 3 SKUX
nvwe ofuH ctae oepTuribHUM. Y XBONHUX BOHU XapaKTepU3YHTbCA 3MEHLLIEHOO KirbKic-
TIO CTPOOGINiB i HAcCiHHMX 3a4aTkiB (0O ogHoro) abo KoHAeHcaLie cTpobiniB y 3ibpaHHi
3 yTBOpeHHAM XiHodoi wuwkn (Pinaceae, Sciadopytiaceae), Wwo MicTUTb hepTUnbHi
KOMIMIIEKCM 3 HACIHHOI Nycku (MasyLUHOro CoLLeHoro bpaxibnacra), Ha sikin po3TalloBa-
Hi HaCiHHI 3a4aTky, Ta Npunernoi OpakTei (MOKPMBHOI NyckK). IHOAI HAsABHI Na3yLUHi KoMn-
nekcu 3 OpakTei, HaciHHMX 3a4aTkiB i cynyTHuX cTpykTyp (Cupressaceae s. I., Cephalo-
taxaceae) [65]. Y Cupressaceae s. |. HaCiHHI Nycku peayKoBaHi, a UMLKY hopMyoTb
OpakTei [31]. HanbinbLu npuMiTMBHI 3i0paHHs i3 baratbox MeracTpobinis € B poguHi Podo-
carpaceae [80, 83]. Y Phyllocladus (Podocarpaceae) HaciHHi 3a4aTkn pO3MilLieHi Y BUIM-
Kax cerMeHTiB inoknagiiB y nasyxax rnycok.

HaciHHi 3a4aTkM Cy4aCHUX rOMOHACIHHMX POCIMH aTpOrHi, CuadAdi, yHiTermanbHi
(puc. 3, A). Y BinbLlIOCTi FONOHACIHHMX HyUernyc Ha BepxiBLi nig Mikponine yTBOproE
NMUNKOBY Kamepy — PYAMMEHT MiCLUSA PO3KPMBAHHSA MEracnopaHrito, aka BigCyTHSA Y poan-
Hax Pinaceae, Araucariaceae, Podocarpaceae Ta B 6inbwocTi Bugis Cupressaceae s. |.
[72]. 2KiHo4MI rameTodIT PO3BUBAETLCS B LIeHTpanbHin abo 6asanbHii YaCcTuHi Hyueny-
ca. B ycix ronoHaciHHuX, 3a BuHsATKOM Gnetum ta Welwitschia, BiH MOHOCNOPUYHUIA,
a B Gnetum i Welwitschia — BiH po3BUBa€ETbLCS 3 LLEeHOCNOPK, TOBTO € TETPacnopUYHUM
[48, 90]. 3a gaHmmun W.E.Friedman Tta J.S. Carmichael [36], y Gnetum gnemon copmy-
€TbCA Big 2 0o 8 MmeracnopouunTiB (MaTePUHCBHKNX KMNiITUH Meracnop). Y pesynbsrati Mero-
TUYHOIO MOAINY MaTEPUHCBLKOI KIMiITMHU Meracnop 3a3su4yan opMyeTbCS MiHiMHa TeTpa-
Aa abo Tpiaga meracnop (SKLO Micns nepLioro noAginy Menosy ogHa 3 KniTUH He Npoxo-
ONTb OPYrnn nogin i gereHepye). Y aesikux BuaiB Tetpaga T-nogibHa. Y 6inbLiocTi rono-
HaCIHHMX TiNbKN OHA 3 Meracnop (NepeBaXHO xanasarnbHa) NPOAOBXYE PO3BMBATUCS,
iHWi gereHepytoTb (puc. 3, A), npote y Gnetum i Welwitschia xiHouni rameToiT TeTpa-
CMOPUYHWIA, SK Y OeAKUX MOKPUTOHACIHHMX. Y nogansLlioMy yHKLUiOHaneHa meracnopa
30inbLUYETLCA Y PO3MIipi, B Ti LLEHTPi POPMYETBLCA KpyMHa BaKyorb, NMPOXOANUTb HMU3Ka
KapiokiHe3iB 3 YyTBOPEHHSAM BiNbHUX siaep (ueHoumTHa cragis) (puc. 3, 5, B). MNoginu
anep BiabyBalTLCA CMHXPOHHO, ane ixX KinbKiCTb 40 MovaTKy uentonapuaadii BigpisHs-
€TbCsl HaBiTb Y BMAIB OQHOIO poay.

OpHoyacHo 3 hopMyBaHHAM BinbHUX f4ep 00’em XiHOYOro rameTodita i HyLenyc
30inbLUyOTbCS, @ IHTEryMEHT NOAOBXYETbCS. HacTynHa, anbBeonsipHa, ctagis po3Bu-
TKY iHo4oro rametodpita (puc. 3, ) nounHaeTbCH, KoNu picT rametodiTa i Hyuenyca
BTMXatoTb. CniBBigHOLIEHHSA MiX KifbKICTIO BifIbHUX S4ep i uMTonnasmm Oocsirae Takoro
3HAYEHHS, Lo 94pa pO3TALUOBYOTLCHA 4OCUTbL BNMN3bKO, | MiXX HAMK NOYMHAKOTL 3aknaga-
TUCb aHTUKMIHANbLHI Neperopoakun, opMyrTbCS NOJOBXEHI CTPYKTYPU, BIOKPUTI B Ha-
NPSMKY LIEHTPY >XiHOYOro raMmeTodiTa — anbBeonu. Ha uen yac Tino »xiHo4oro rametoi-
Ta Mae koHyconopfibHy dopmy, a cam raMeToiT oTodye MmeracnopiansHa membpaHa —
pyavMeHTapHa 0BOMnoHka Meracrnopu, sika B 300i40raMHUX FONOHACIHHMX MPOcoYeHa
crnopononeHiHoM i ninigamu [61]. AnbBeonu pocTyTb Yy HaNpsIMKy A0 LEHTPY, A€ MiX
HUMM 3aKNagarTbCA OCTaHHI NEePEropoaku, MiCna Yoro BOHW oApasdy MnepukniHanbHO
AinaTbea. Y MIKpONinapHiN YacTUHI XIHOYOro raMmeTodiTa Kinbka anbBeon He OinsaTbes,
IXHi 9Opa 30inblUyOTECS, @ UMTONMa3mMa CTae LWiNbHIWOW, — Tak AndepeHL,iTbes
apxeroHanbHi inigiani (puc. 3, ). Y noganbLomy po3BUTKY 3 HUX (POPMYHOTBCSI OKpPEMi
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apxeroHii abo apxeroHarnbHi koMnnekcn. KoKeH apXeroHin MicTUTb AALIEKNITUHY, YepeB-
LeBe KaHanbLeBe 94p0 Ta WWnKy 6e3 kaHanbLeBux KnituH (puc. 3, E). Y Welwitschia Ta
Gnetum XiHo4YMIn raMeTodiT NPOXOANTb CTafilo BiNbHUX SOEP | anbBeOr, ane apXeroHii
B HUX He hopMYyHOTbCA. Becb pO3BUTOK XIHOYOrO rameTodiTa ronoHaciHHUX BigOyBa€eTb-
CS eHOOCMOPUYHO, SK | Y MOKPUTOHACIHHMX.

K00

Puc. 3. Po3suTok iHo4yoro rameTodpita Ephedra distachya L. (A. Pyay3oea) (A—E): A — HaciHHWMIA 3a4aTok

Fig. 3.

3 TeTpafoto Meracnop; 5 — 4-x saepHuUii XiHouMin rameTodiT (NO3J0BXKHIN 3pi3); B — 16-34epHUI XiHo-
Yni rameTodiT (nonepeyHuid 3pis); I~ — NoYaToKk YTBOPEHHS KMITMHHOTO rameTodita — anbBeonsipHa
cTapis (No3moBXHin 3pis); [ — anbBeonsipHa CTaflisi pO3BUTKY XiHOYOro rametodita — KNiTUHHUIA rame-
TOIT; E — dhopMyBaHHS apXeroHiiB: 3Mn — 30BHILLHI NOKPUB; iap — iHiLliarb apXeroHito; iH — iIHTEryMeHT;
ilwap — iHiLianb LMAKA apXeroHito; KKr — KINiTUHW XXiHOYoro rametodiTy; Kob — KniTuHWM oBKnaamHKw,
Hy — HyLenyc; M — dyHKLioHanbHa Meracrnopa; Lkap — LeHTparnbHa KNiTMHa apXeroHito; skr — sapa
»iHOYoro rametocpita

Female gametophyte development in Ephedra distachya L. (A. Rugusova) (A-E): A — ovule with the
tetrad of megaspores; b — four-nucleate female gametophyte (longitudinal section); B — 16-nucleate
female gametophyte (transverse section); I" — beginning of the cellular gametophyte formation — al-
veolate stage (longitudinal section); ] — the stage of alveoli in the female gametophyte — cellular ga-
metophyte; E — archegonia formation: 3an — external cover; iap — archegonium initial cell; iH — integu-
mentum; iwap — initial cell of the archegonium neck; kkr — cells of female gametophyte; ko6 — jacket
cells, Hy — nucellus; ¢m — functional megaspore; Lkap — archegonium central cell; sbxr — nuclei of the
female gametophyte

BBaxkaeTbC4, WO Ang cy4acHUX rofloHaCiHHMX NpUTaMaHHi 3Ha4HO MEHLL BUPaXKeEHI
CTPYKTYPHI Ta di3ioNnorivHi Np1CToCyBaHHS 0O NePexpecHoro 3anuneHHs, HiX y nokpuTo-
HaciHHMX [16]. Lle MoxHa nosiCHUTM OBOAOMHICTHO i BiAMOBIAHO 0BniraTHOK NepexpecHo-

ISSN 1996-4536 e bionoriuni Ctyaii / Studia Biologica e 2013 e Tom 7/Ne2 e C. 217-238



224 A. B. OdiHuoea, I I. Pyaysoea

3anunbHicTo NpeacTaBHukiB knacie Cycadopsida, Ginkgoopsida i Gnetopsida Ta yactu-
HW npegcTaBHUKIB Knacy Pinopsida. [depeBHa xutteBa gopma, po3giribHOCTaTeBICTb
CcTpoGiniB i Benuka Npoaykuis Nnky gobpe y3romkyTbCa 3 aHeMoQoinieto, ska € BUXia-
HUM i NepeBaXkato4nM, ane He eaMHUM CrocoboM 3anuneHHs cepepn ronoHaciHHMX [52,
75]. Y BinbLUOCTi rofioHaciHHMX Y pe3ynbraTi 3anuineHHs MUIToK NePEeHOCUTLCST Ha MIKPO-
nifie HaciHHOro 3ayaTky, 3 AKOro nif Yyac MUIeHHsa BUAINAETLCS 3anuroBarnbHa Kpanss,
siKa BMOBOE NUNKOBI 3epHa. [loBeaeHo, WO CEKPET 3anuntoBarnbHOI Kpanni MiCTUTb pis-
HOMaHITHI LIyKpUW, OpraHivHi cnupTtu, aMmiHOKMCNOTK, NenTuan Ta epMeHTn (3o0Kpema,
npoTeasu, rigponasu, iHeepTtasu, poccaTasu, rmoKo3raasn Ta XitTnHasn), siki BNMBarTb
Ha NPOTUMIKPOBHMIA 3aXUCT i PO3BUTOK YoroBi4oro rametocpita [51, 52, 85].

Micns BnoBntoBaHHA NWUIKy BigOyBaeTbCcA peadcopbuis 3anuroBanbHOI Kpansii,
sika BTArYe NPUKIIEEHi NUITKOBI 3epHa Yepes MiKponifie 40 NUITKOBOT Kamepu, a 11 3anuLu-
KW 3aninmoTb OTBIP Mikponine. ICytoTb pisHi NOrmsan Ha MexaHiaMm BTAryBaHHA 3anu-
ntoBanbHOI kKpanni. BBaxkaeTbcs, WO Len npouec Moxe BigbyBaTncsa NacMBHO, LLSISIXOM
BMMApOBYBaHHSA BMICTY 3anumoBarnbHOi Kpanni Ta ii gerigpatauii [81, 82, 85]. 3 iHwoi
TOYKM 30pY, BTANYyBaHHSA 3anuoBarnbHOI Kpansi € akTUBHUM NPOLECOM, L0 IHOYKYETbCS
NoTPanIIiHHAM Ha Kpanmo xuttesgatHoro nunky [50, 51]. Yepes geskun yac (2—-10
OHIB) micna Toro, sk NUIKOBI 3epHa NOTPaNATb Ha HyLEenyc, MiKponine 3akpuBaeTbCS.
Y GinbLLOCTi rofloHaciHHUX e BigOyBa€eTbCs 3a paxyHOK POCTY B pafjiaribHOMY HanpsiMKy
Ta noganbLUoro noainy enigepmanbHuX i/abo cybenigepmanbHUX KNiTUH iHTETYMEHTY,
ane y BuaiB poay Ephedra — 3a paxyHOK gereHepauii KSiTUH iHTErYMEHTY i pOCTY BHY-
TPILLIHLOrO LWapy NanifioigHMX KNiTUH 30BHILLUHLOrO NOKPUBY B pajiaribHOMY HaMpsiMKY.

3 MOMEHTY KOHTaKTy MUIIKOBOrO 3epHa 3i CMPUAMAaKYO NMOBEPXHEK MPUAMOYKM
(y nokpuToHaciHHMX) abo Mikponine HaciHHOro 3a4yaTtky (y rofloHaciHHMX) MOYUHAETLCS
noctnoniHauiHa dasa penpoayKTUBHOMO LMKIY. Y MOKPUTOHACIHHUX POCIUH Le dasa
neHeTpauii — npouecy B3aemogii YHonosivoro rametodpiTa 3 TKAHMHAMM MaTOYKK Mig Yac
pPOCTY NUNKOBOI TPyOkuM [14], Ky paHiwe po3rnaganu sk nporamHy dasy 3ansigHeHHs
[7]. Y ronoHaciHHMX pOoCnMH NocTnosiHauiiHa dha3a OXONSKE PI3HOMaHITHI Npouecu, SKi
BifOyBalOTbCS B HACIHHOMY 3a4aTKy MiCns 3anuiieHHs 3a y4acTHo NMUITKOBOTO 3epHa, pe-
3ynbTaTtoM SKMX y NO3UTMBHOMY BUNaAKy € 3annigHeHHs. Lli npouecu Taki: BTaryBaHHs
MUITKOBOTO 3epHa Yepes Mikponine Ao Hyuenyca, MpoOpOCTaHHS YOroBIYOro rameToiTa,
3aKpIiNJIEHHs AOro Ha CTiHLUi NUIIKOBOI Kamepu 3a A0MOMOrow MUIKOBOI TPyOKK, TpaH-
CMOPTYBaHHA YOMOBIYMX rameT 4o anuekniTuHKU. Tig yac noctnoniHauinHol dha3un 3a-
BepLlyeTbes (iHOAj 3AINCHIOETLCSA NMOBHICTIO) PO3BUTOK YOSOBIYOrO Ta XXIHOYOro raMeTo-
iTiB | yTBOpPIOOTECA rameTu. Llen npouec TpmBae Bif KiflbKOX MiCALIB 40 POKY.

BBakaeTbCs, WO OCHOBHA NporpecmBHa puca NokKpUTOHaCiHHMX POCIINH, MOPIBHAHO
3 FOfIOHACIiHHMMW, Lie HasiBHICTb (i3ionoriyHoro MexaHiamy BMOIPKOBOCTI 3anmigHEHHs,
NMoB’A3aHOrO i3 BioKOMYHIKaLie reHoTUNIB Nig vYac neHeTpauii [62]. OcTaHHiI gocnigkeH-
HS nocTnoniHauinHNX npoueciB y Ginkgo Ta Aesikux XBOMHUX NMoKasarnu MOXIMBICTb ic-
HYBaHHSI MEXaHi3My BMi3HaBaHHS TakCOHOCMeUMdiYHOro NUIKy Ha ctagii peagcopbuii
3anunoBanbHOT Kpansi. ToMy MOXHa NPUNYCTUTK iCHYBaHHA Takoro MexaHiamy B O4HO-
OOMHUX MPEeACTaBHUKIB XBOMHUX 5K 3ac0o0y 30inbLUeHHsT YacTku kceHoramii. [MokasaHo
TaKoX, L0 po3ni3HaBaHHS ,CBOro” NUIKy B AesAKMUX ronioHaciHHuX (Pinus strobus, Picea
meyeri, Pinus bungeana), sik i B NOKPUTOHACIHHUX, MOXe OyTu 3yMOBIeHe NpoAyKLie
cneuianbHMX KOPOTKMX NENTUAIB Y NUITKOBIN TpybUi nig yac ii pocty [42].

OTxe, po3BUTOK raMeToiTiB y CyvacHMX Krnacax rofloHaciHHMX POCNUH BigOyBa-
€TbCS 3a CXEMOLO, CMiSIbHOK 3 MOKPUTOHACIHHUMUK pocinMHaMK. BigMiHHOCTI y pO3BUTKY
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YOSOBIYOro rameTodiTa NOB’A3aHi 3 PI3HNUMU CTYNEHSIMU NOr0 peayKuii Ta pi3HMM cnis-
BiHOLLUEHHAM €HOO0- N eK30CMOPUYHOro po3BUTKY. YKiHOUMA raMeTomIT rosioHacCiHHKX,
SIK | MOKPUTOHACIHHUX, eHOO0CNOPUYHUIA, i3 A0EePHOI0 CTadielo PO3BUTKY, 3 TEHOEHUIAMMN
[0 BTpaTW apXeroHiiB Ta MHOXWHHOIO 3annigHeHHs B OQHOMY raMeToiTi.

2. 3ANMUNEHHA | BANNIOHEHHA Y CYCADOPSIDA

Yci cyvacHi Cycadopsida € 4BOOOMHUMM POCITMHAMM 3 TEPMiHaNbHUMK, 3piaka Oiy-
HUMK cTpobinamu, nobyaoBaHMMM 3a ChinbHUM nriaHoMm (kpim Cycas, y SKkoro Mmeracnopo-
dinn po3mMilLeHi Ny4ykOM Ha BepXiBLUji BereTaTuBHOro naroHa) [45, 87]. Ana Cycadopsida
XapaKTepHa BeNnuKa KinlbKicTb cnopodinie y cTpobini (A0 KinbKOX COTEHb), MiKpOCTNopaH-
riiB Ha MiKpoCTpObini Ta MiKpocnop y MIKpOCNopaHrii, Tak Wo OAuH MIKpOCTpobin Moxe
yTBOpPUTK 00 6,5 mnpg nunkoBux 3epeH [3]. MunkoBsi 3epHa TpukniTuHHI (puc. 1, A), opio-
Hi, LUMPOKOENIMTUYHI, 3 KOMIPYaCTOH NoBepxHeto [46]. Y xiHovyomy rametoditi Cycadopsi-
da dopmyeTbes 3a3Buyan 3—10 apxeroHiiB, iHOAI iX kinbka gecatkis (qo 200 y Microcy-
cas), po3MileHnx nNo nepudepii XxiHo4yoro rametodiTta.

MuneHHsa TpuBae Big 5 gHiB Ao 5-8 TwxHiB. TpaguuinHo Cycadopsida BBaxanucs
aHeMoinbHUMK pocnuHamm [13], y Sskux nepen, no4aTkoM NUMEHHS BiCb MiKpocTpobina
LWBMAKO BUAOBXYETBCS, CTIHKM CMIOPAHTiiB NigCnXatoTb | pO3TPICKYOTLCS, a NUIKOBI 3ep-
Ha onagalTb Ha MiKpocnopodinu, Wo po3MilLeHi HUXYe, 3BiOKM BOHM MOXYTb Migxo-
nnoBaTUCA NOPUBaMM BITPY i MEPEHOCUTUCS HA MEracTpoOinu, siki TakoX TPOXu BUAO-
BXytoTbCsl. [1poTe cyyacHi chakTtu ekcnepumeHTanbHO MiATBEPAUIIM yvacTb APIOHUX
KOMaXx y NepeHeceHHi NUIKY i BiCYTHICTb €peKTUBHOrO BiTPO3amnueHHs (BiTep He Npo-
HUKae A0 rMUBOKO PO3MILLEHNX Y MeracTpobini HaCiHHNX 3a4aTkiB), LLO NpUMNycKanu Bxe
Big novatky XX cT. [16, 75].

[nsa pisHmx Bugie Cycadopsida BusiBNeHi sk 3anuntoBadi ApiOHI XXyKku, SKi € iXHiMK
obniraTHUMK napasutamm-itodaramu (IMCTOIAN, TPUMNCKU, JOBFOHOCUKM), @ TaKOX HiYHi
MEeTENUKK, 6pkonu, Wwo 36uparTb NUINOK, 6axonu-adian, myxm. MyTyanictuyHa B3aeMo-
Jis KoMaxa—pocCrnvHa y caroBuKiB BUaocneumdivHa i BUCOKO crielianizoBaHa [26, 71, 78].
Tak, Encephalartos villosus 3anuntotoTe foBroHocukn Antliarhinus zamiae (Coleoptera:
Brentidae) i Porthetes sp. (Curculionidae) [26], Macrozamia lucida i M. machinii 3anunto-
toTbcsa Tpuncamm 3 popy Cycadothrips (Thysanoptera, Aeolothripidae) i Bugamn Tranes
spp. (Coleoptera, Curculionidae), M. riedlei — xxykamu Paracucujus rostratus (Coleoptera,
Boganiidae) Ta Xenocryptus tenebroides (Coleoptera, Languriidae), M. moorei Ta Bugn
Cycas — xykammn Ulomoides australis (Coleoptera, Tenebrionidae), Lepidozamia peroff-
Skyana — posroHocukamu Tranes lyterioides, Bnan Bowenia — posroHocukamun Milto-
tranes (Curculionidae, Molytinae) [78]. CaroBuk Stangeria eriopus 3anuniotoTb 6necTsH-
kn (Coleoptera: Nitidulidae, 8 BugiB), ctadiniHian (Coleoptera: Staphylinidae: Aleocha-
rinae, Tpun BMaun), caroBHukoBi Moni (Lepidoptera: Geometridae, pig Zerenopsis), Apo3o-
¢inun (Diptera: Drosophilidae, 3 Buan Drosophila i 1 Bug, Zaprionus), a Takox nanrypiign
(Languriidae) [64].

Tpuncu, sik NpaBuo, PO3MHOXYIOTbLCA B MIKpOCTpobinax, Ae ixHi camku Bigknaga-
I0Tb ANLA, a MOTIM NMEepeMILLyTbCS POEM Ha MeracTpobinu. YyacTb ApibHMX Komax
y 3anuneHHi caroBHukiB Gyna niaTeepaxeHa 3a A0NOMOroK NPYXKNTTEBOIO dhapbyBaHHS
KOoMax, LLIO BMMOB3alTb 3 MiKpocTpobina, dnyopecueHTHUMN GapBHUKaMn. Y 3anune-
HMX 3@ Y4acCTHO LIMX KOMax HacCiHHMX 3a4aTkax nig doryopecueHTHUM MIKPOCKOMOM BUSAB-
nanv 3abapeneHi NUKoBI 3epHa HaBKOJIO MiKponine, B MiKpONINSApHOMY KaHani Ta nun-
KOBIii kKamepi [26, 64, 78]. lNoka3aHo, Lo KOoXHa 0cobMHa 3anuroBada MOXe BMHECTU
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3 MikpocTpobina 10—100 nunKoBuX 3epeH (3anexHo Big BUAY), 3 AKMX NULLIE Kinbka edek-
TMBHO NMOTPaNIIATb Ha MIKponine, Npu LbOMy ofHa KoMaxa MOoXe 3anunuTu Bifg ABOX 4O
OBOX OECSTKIB HACiHHMX 3ayatkiB y CTpoObini, a KinbkiCTb Komax, Lo BigBiaye cTpobin,
Y Kinbka pasiB nepeBuLLye MiHiManbHy HeobXigHy ANst 3anuneHHs KinbkicTb [78].

Komax npuabntoe y MikpocTpobinax caroBukiB ixka (MUMoK i KpoXMaroHocHa na-
peHxima B Mikpocrnopodinax), TEMMo 1 apomar, siki BAAINATb CTPobiny nig yac nunex-
HS. Bigomo, wo nig yac BuaoBxeHHs1 cTpobinm Cycadopsida BuainatoTe cneundivyHmm
apomart (nniceHeBuUn, QpyKToBMIA ab0 CONMOAKNN), Oist AKOro NiACUINIOETLCS NiABULLEHO
TeMnepaTypo BcepeauHi ctpobina, sika iHogi Ha 12°C Buwa Hix HaBkoso [79]. Lle Bia-
OyBaeTbCcs yBedepi abo paHO-BpaHL,i, KONM BiTEp HE3HAYHWUA, a KOMaxyu HanbinbLl ak-
TMBHI. Kpim Toro, BCi caroBnkn NpoAayKytTb HEMPOTOKCUMHW, FONTOBHUI 3 IKUX — HEBInKo-
Ba aMiHOKMUcroTa 3-MeTunamiHo-L-anaHiH, i TOKCUYHI MEeTMNAa30-rMKO3AN, Han4acTi-
we umkasuH [70]. 3anunoBadi, siki BUPOCTaKTb i MOCTIMHO XMBYTb y cTpobinax Cy-
cadopsida, HaKOMMYyOTb TOKCUMHKM Y CBOIX TifNax i CTaloTb OTPYWUHUMMU ONA XuKakiB. HAK
BMHAropody BOHM MaroTb JOOpe 3axuLLEHY Big XWKakiB OTPYMHY AOMIBKY, OTPUMYHOTb
36arayeHy a3oTHMMM CroflyKamm XXy (caroBuKM 34aTtHi 4o cMMBioTUYHOT a3oTduikcallii),
MicLie O4ns cnapioBaHHs | BUBEAEHHSI MOTOMCTBA.

[MokasaHo, Wo BifBiAyBaHHA MeracTpobiniB CTUMYMNIOETLCA BHACTAOK BiOLLITOBXY-
BaHHS TPUNCIB Big MiKpOCTpOOLiniB nepioguvHMM NiABULLEHHAM KOHLIEHTPaL,ii TOKCUYHUX
CMonykK y ixHbomy apomari [79]. Y uen yac Tpuncu LWyKarTb iHWi cTpobinn, nepegoBciM
MeracTpobinu, ki iMiTyI0Tb 3anaxoM YOmoBiYi Ta BUAINAKTb MOXMBHI 3anumtoBaribHi
kpanni [78]. OTxxe, caroBHMKN BUKOPUCTOBYOTbL OOMaH 3anuntoBadiB Anisi npuBabrneHHs
X 0O XKIHOYOI LUMLLKK, siKa 330BHI AyKe nodibHa Ha YornoBivy i BUAINsSEe nogioHuIM 3anax,
a TaKkoX NpV BUAINEHHI 3anaxy rHMNux ppykTiB ons npuBabneHHst gpo3odin [64]. 3a-
3BMUYalM MixK 3anUIieHHsM i 3anigHEHHAM CaroBUKOBUX MUHAE Bifg, 2 00 7 MicsLiB.

Ha cborogHi 30ocinist niaTBepa)keHa ans GinbLIOCTi caroBHUKOBUX: Zamia, Dioon,
Encephalartos, Macrozamia, Bowenia, Lepidozamia, Cycas Ta Stangeria. Lle pnae nig-
CTaBW NPUNYCTUTK, LLIO BCi CaroBHMKOBI 3anumtioloTbCA KOMaxaMu i LWo 300dinist BUHU-
Krla 3Ha4yHO paHille, HiXX MOKPUTOHACIHHI, e cepea HMXYMX HaCiHHMX pocrnvH [64]. Hosi
AaHi npo rmmboki aganTauii cnocoby 3anuneHHs y caroBHMKOBMX A0 300dinii niaTeep-
DPKYHOTbCS NaneoHTONorvYHMMM 3Haxigkamm tpuncis (Gymnopollisthrips) 3 nunkom Tuny
Cycadopites (caroBHMKOBOro abo riHKro) y Me3o30Mcbkmx Bigknagax [60]. Y BMKOMHUX
KoMax MOMITHI cneujianbHi Kinb4acTi BOSIOCKM Ha BUCTYMNa4YMX YacTUHaX Tina, B AKMUX
3annyTanucb rpyaoykn NUIKOBUX 3epeH. TakoX BiA3HayeHa iMOoBIpHICTb 300inii ons
BukonHux Glossopteridales 3 nepmcbKoro nepiogy, B SIKMX HacCiHHi 3a4aTky po3MilllyBa-
nucsa mmboko Ha meracnopodinax, ski 6ynmn cToBnYacTo CKnageHi oOauMH Ha OgHOMY
B CTPOOINi [77], SiIK y CydacHMX CaroBHUKOBMX. Taka CTpyKTypa CTPOOINniB He xapakTepHa
Ans aHeMoinbHUX BUAIB.

3. BANMUNEHHA | BANNIOAHEHHA Y GINKGO BILOBA L.

3aBOsku KynbTUBYBaHHIO MO BCii 3eMHin kyni, 6yaoBa penpoayKTUBHUX CTPYKTYP
i 0cobNMBOCTI penpoayKTMBHMX NpoueciB Ginkgo biloba nobpe BMBYeHI. [NiHKroO — Lie ABO-
OOMHa POCINHA i3 XPOMOCOMHMM BU3HAYeHHsIM cTaTi. bygosa ctpobiniB Ginkgo Bigno-
BiJae cMHOpomy aHeModinii — MiKpOCTPOOINM cepeXxkonoaibHi 3 YNCITEHHMMM CrOopaHTrie-
HOCLSIMK, @ MeracTpoOinu penykoBaHi 40 ABOX HACIiHHMX 3a4aTKiB, i3 SKMX NWLe OAMWH
ctae deptunbHuM [3, 13, 58]. Llum gocsaraetbes xapaktepHe Ana aHeMoqoinii BUCOKe
3Ha4yeHHs nokasHuka P/O (cniBBigHOLWEHHS KiNbKOCTi YOMOBIUMX i XXIHOUMX rameTodiTiB,
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SIKi NPOAYKYHTLCS OOHMM CTPOOinom). Ha yac BucMnaHHs 3 MikpocrnopaHrist (KiHeLb KBiT-
HSi — NoYaToOK TpaBHS) MUINOK MICTUTb 4 knituHn (puc. 1, B). 3a dopmoto nunok Ginkgo
noaiéHun oo nunky Cycadopsida. Mikponine mae ABi nonarti, sk i B 6aratbox XBovHuX [58].

XKiHoumn rametodiT Ginkgo B KiHLi YepBHSI YTBOPIOE ABa apXeroHii. TkaHuHa HyLe-
nyca i XXiHo4oro rameToita HaBKOMO HUX PYNHYETLCS, | YTBOPKOETLCS NUITKOBA KaMepa
3i CTOBNYaCTUM BMPOCTOM MiX apXeroHigmu (canbniHKCom). PyinHyBaHHS BEPXIBKU HYy-
uenyca BiabyBaeTbCsl BHACNigOK anonTo3y KNiTUH, SIKi BUAINSANM 3anuntoBarnbHy Kpanso
[44, 58]. BoHa ekcnoHyeTbcs npotsarom 10 gHiB, SAKWo He Biabynocs 3anunexHs, i dop-
MYETbCS MOBTOPHO, SKWO B Lier Yac byna WTy4yHo 3HATa [44]. TpmBanicTb ekcnoauuii
3anunoBarnbHOI Kpanni 3anexuTb Big 6anaHcy MixX i CekpeLielo Ta BUnapoByBaHHSIM.
Mpwn 3annneHHi NUAKOM TOrO X BUAY CeKpeLis MPUNUHAETLCS, | NUNKOBE 3epHO Yepes3
aKkTMBHY abcopbuito LWBMAKo (MpoTAarom 4 rof) BTAryeTbcs B Mikponine. Takox 6yno no-
KasaHo, Wwo abcopbuia 3anunioBanbHOI Kpanni iHOYKYETbCS i MANIKOM iHLINX BUAIB Ha-
CiHHUX POCIMH, 3 TUM BiNbLUOK IHTEHCUBHICTIO, YM BvkYe CnopigHeHi TakCcoHun [44,
TaMm e cnucok nocunaxe 3 Temu]. OTxe, 3anunioBaneHa kpanns 'y Ginkgo cnyrye ang
pO3ni3HaBaHHS i TPaHCNOPTYBaHHS MUITKOBUX 3€PEH Ha HyLenyc HaciHHOro 3a4yaTka.

3anuneHHs BiTPOM BUCOKO e(peKTUBHE Y MPUPOOHMX YMOBAX, OCKINTbKM MUIEHHS Ta
peLenuis NuKy BigdyBalTbCA CUHXPOHHO [44]. 3annigHeHHs BiAbyBaeTbCa Ha NovaTky
BepecHsi, TOBTO Yepes 6 (4—7) MicAUiB NiCNs 3anueHHs!, BXXe B Onanux HaciHHWUX 3a-
yatkax. Lis o3Haka, sk i 300igjoraMHuin ctateBuin npouec, 3onmxkye Ginkgo 3i caroBuka-
MU, ane 3HayHa BigMiHHICTb Y MOponorii penpoayKTUBHUX | BEreTaTUBHUX OpraHiB He
Aa€ 3MOrM BU3HAYMTW IXHIO Brn3bKy CNOPIOHEHICTb, a NuLe CNifbHICTb 3a piBHEM crie-
Lianisauii 4O HAaCiHHEBOrO PO3MHOXEHHS.

4. 3AMUNEHHA | 3ANNIAHEHHA Y XBOUHUX

XBOWHi € HAMYUCIIEHHILLMM KINacoM Cy4acHMX rofioHaciHHuX. Mopdpornoriyi [39] Ta
MONEKYNApHO-reHeTUYHI gocnimpkeHHs [19; 21-23, 73] nokasanu SOUiNbHICTb BUGINEHHSA
ceMu poavH xBolHKX: Pinaceae, Podocarpaceae s. I. (Bkn. 3 Phyllocladaceae), Arauca-
riaceae, Sciadopytiaceae, Taxaceae, Cephalotaxaceae, Cupressaceae s. /. (Bkn. 3 Taxo-
diaceae).

BinbLUiCTE XBONHUX — OAHOOOMHI POCANHU, CTPOBINN AKMX PO3MilLleHi NOOAMHOKO
abo B 3ibpaHHsAxX. [IBogoOMHUMK € NpeacTaBHUKN poauH Araucariaceae, Podocarpaceae,
Taxaceae, Cephalotaxaceae, gesiki Cupressaceae. Y Pinus johannis BUSIBIieHO noni-
raMHy CTPYKTypy nonynsuii 3 ogHOCTaTEBUMM 11 OAHOAOMHUMU 0cobuHamm [33]. 3ibpaH-
HS MIKpOCTPOOBIniB MICTATb Pi3HY KinbkiCTb CTPOGINiB, cnopaxrieHocuiB (4o 1000) Ta mik-
pocnopaHriiB (Big 2 0o 15). Nunkosi 3epHa XBOMHNX YUCIEHHI, OyXe Nerki, 4acTo 3 ABO-
Ma MOBITPSAHUMM MillKaMK, MK SKMMK po3MillleHa auctanbHa aneptypa. B Araucaria-
ceae, Taxaceae, Cephalotaxaceae, Cupressaceae s. ., gesknx Pinaceae i Podocarpa-
ceae NOBITPSHI MILLKW BiACYTHI, ¥y Tsuga € OAVH KinbLEeBUN NOBITPAHUIA MILLIOK, Lo nepe-
p1BaETLCA B MicLi anepTypu, a B Aesikux Podocarpaceae — 3—6 MiLLKiB.

[ns BCiX XBOMHUX XxapakTepHa aHemModinisa. Ha BigMiHy Big ABOOOMHUX NpeacTas-
HVKIB iHLWIMX KNaciB roroHacCiHHMX, BiMbLUICTb XBOMHMX YTBOPIOKOTbL YOMOBIYi Ta XiHOYi
CTpoGiNM Ha OgHI POCAVHI, O HE BUKIOYAE 3annneHHst B Mexax O4HOro aepesa, To0To
remToHoramii. Y 3B8’a3Ky 3 UM Y XBOMHUX BUSIBMEHI AesIKi MEXaHi3Mn 3abe3neveHHs nepe-
XPECHOTO 3arnuneHHs, aHasoriyHi Taknm, siKi ONncaHi y NoKpuToHaciHHmx [16]. Hanpuknaga:
HeofHo4YacHe O03piBaHHA MUIKY i HaciHHMX 3a4aTkiB (guxoramis) [18, 89], npocTtopose
pO3aineHHs MIKpOo- i MeracTpobiniB y KpOHi AepeBa (repkoramisi) Ta nepeBepHyTa opieHTa-
Lis MiKpOCTPOOIniB, Tak O LLiMMHN PO3TPICKYBaHHSI ONUHAKOTLCS 3BEPXY, | MUINKOBI 3epHa
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HEe BUCUMAKTbLCA BHWM3 OApasy Micnd PO3KPMBAHHSA MIKPOCMOPaHris, a PO3HOCATLCS
nuwe nicnsa cTpyLwyBaHHA Tinku BiTpoM. [Ana 6aratbox XBOMHUX MiATBEPO)KEHA HasiB-
HICTb 3MOYYBarnbHUX MUMKOBUX 3€pPEeH, SKi NuLle 3a HasiBHOCTI MOBITPAHUX MILLKIB HE
TOHYTb Y 3anunioBanbHiA Kpanmi, Wo MiCTUTb HanbinbLlle pyKTo3n, a TakoX Yy PisHin
KifIbKOCTI FFIH0KO3Y, caxapoay, aMiHOKMCNOTKU, NenTuaun, opraHivyHi cnupTu [68].

Y XBOMHWX BUAINSATb OBa KOHCTPYKTUBHUX TUMM XKIHOYMX LWWLWOK. [Nepwnin tmn
HagBHUN B poauHax Cephalotaxaceae, Cupressaceae, Sciadopityaceae i Taxaceae.
MW aganTauisiMn ns BrnoBntoBaHHA MUIKOBUX 3€PEH, SKi HE MatoTb NOBITPSHUX MILLKIB.
IHTEHCUBHUI PO3BUTOK XIHOYMX PENPOJYKTUBHUX CTPYKTYP Y HUX BigbyBaeTbcA nicns
3anuneHHs | NOB’siI3aHNI 3 MPUCTOCYBaHHAMM 0 3axXMCTy abo A0 NOLUMPEHHS HACIHUH.

Y Pinaceae Ta Podocarpaceae, Lo Hanexarb 0O APYrol rpynu, XiHoYi LWWLLKK BU-
COKO creuianisoBaHi 4O BNOBOBAHHA NMUITKOBUX 3€PEH, SKi 3a3BMYal MatoTb NOBITPSIHI
Milwkm [47, 68, 75]. Y uin rpyni Big3Ha4yaeTbCca AyaniCTUYHICTb MOPAOMOTii XKiIHOYMX LUK-
LLIOK, sIka crnepLuy nos’d3aHa 3 NpUCTOCYBaHHAMM O 3anuneHHs , a noTiM — i3 3aXnMcTom
i PO3NOBCIOAXEHHAM HaCIHWH.

Y poguHax apyroil rpynv BUSIBAEHO Kiflbka KOMMMEKCIB MPUCTOCYBaHb A0 BiTpo3anu-
NeHHs — cuHgpomiB aHemodpinii [13, 26, 56]. BuxigHnm cuHgpomom ansa poauHn Pina-
ceae (puc. 4, A) € HaCiHHi 3a4aTkM 3 MiKponine, Lo 3BUCAE AOHM3Y, HASBHICTb 3anunio-
BarnbHOI Kpanmi Ta NOBITPAHUX MiLLKIB. BUAO3MIHM LbOro CUHAPOMY NOB’s3aHi 3 YoTUpMa
OCHOBHMMW MoaundikaLisiMy: BTpaTO 3anunioBanbHOI Kpansii, pO3BUTKOM peulenTUBHOI
dyHKLUIT Mikponine, pegyKuieto NOBITPSAHMX MILLKIB, MPOPOCTaHHAM MUMKY OANeKo Bif Hy-
Lenyca, Lo Npu3BoAnTb A0 (POPMYBaHHSA CUHAPOMIB aHeMOQinii, BUKNaAEHUX HUXYE.

1. MNMunkoBi 3epHa 3 NOBITPSAHUMU Millkamun (Hanpuknag, y Pinus i Picea, kpim Picea
orientalis) i NPSIMOCTOSIMI >KiHOYi LUMLIKM 3 HACIHHUMM 3a4aTkaMm, MiKporine sikux 3Buca-
10Tb JOHK3Y (puc. 4, b, B). Y Taknx poCnvH HaBECHi, HA MOMEHT MUIEHHSI MiIKpOCNopo-
dinwm i Nyckn B XXiHOYIM LLMLLLI pO3CYBalOTbCH, | MUMKOBI 3epHa NOTPaNSAOTb 3 BiTPOM Ha
MiKponine HaciHHoro 3ayatka [29]. [icna 3anuneHHsa HaCiHHI NYCKU B XIHOYIN LUMLLILL
3HOBY 30nmxytoTbes. Ller cnocib 3annneHHs € HanbinbL NOWNPEHNM Y NPEACTaBHUKIB
poaunHn Pinaceae.

BusaBumnocs, Lo B XiHOYIM LUMLLILLI COCHOBMX ICHYE CUCTEMa NepexpeLLeHnX KaHanis
Y300BX [ABOX B3aEMOMNPOTUMNEXHUX NapacTuxX NMOKPUBHUX Nycok. EkcnepumeHTn 3 06-
AYBaHHSIM LUMLLIKM MOTOKaMM MOBITPSA NMoKa3anw, Lo 3aBAsiKM 30BHILWIHIM obpucam Ha-
CiIHHMX NYCOK y CMCTEMI KaHaniB CTBOPIOETLCS Bi EMHUIA TUCK | MUIOK BTAryeTbCs BCE-
peaunHy LLNLWIKK pa3om i3 NoBiTpsM. Lier mexaHiam 3abe3nevye 3anuneHHs BCiX HaCiHHUX
3ayartkiB ogpaasy i 3abe3nevyeTbcs TUM, Lo hopma Ta PO3MILLEHHS MOKPUBHOI i HACIHHOT
NYCOK MOKpaLLyoTb aepoamMHaMidHi BlaCTUBOCTI LMLKW, CIIPSIMOBYOYMM MOTOKM MOBITPS
3 NUIKOM BignoBigHoI opmMu 4o mikponine [8, 25, 53-55].

Mikponine yacto mae ABi nonaTi, MK sikumMn Jobpe BTPUMYETHCA 3anunioBarnbHa
Kpanns. 36epiratv opieHTaLito MMIKOBOro 3epHa ANCTanbHOK GOPO3EHKOK A0 HyLeny-
ca gonomaratoTb NOBITPSIHI MiLLKKM, SKi 4i0Tb 3a ,MPUHLUMMNOM NMonsiaBka’: Ton Gik nurko-
BOIO 3epHa, e PO3MiLLeHi MOBITPSHI MiLLKW, € NerwmM i ToMy 3aBxau 06epHyTUIn Joro-
pu [47, 68, 75]. Takox niaTBepaXKeHa posb NOBITPSHUX MILLKIB Y NOKpaLLEeHHi aepoauHa-
MiYHMX BNacTUBOCTEN NUITKOBOIo 3epHa NiJ Yyac nepenboTy Yy nosiTpi [71].

2. PyoumeHTapHi NoBIiTPsiHI MilLKy abo iX BiACYTHICTb YacTO NOEQHYOTLCS 3 NMOBUC-
numun wnwkamm (Picea orientalis), B sKMX NOCUNIOETLCA peLenTopHa PyHKLiA nonartemn
Mmikponine (puc. 4, ). Baxki nunkosi 3epHa TOHYTb Yy 3anurtoBarbHIiA pianHi 1 cami
ONYCKalTbCHA Ha NOBEPXHIO HyLleryca, TOMY MOBITPSAHI MiLLKKX TM He NOTPiBHI [67].
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Puc. 4. MexaHiamu BiTpo3anuneHHs y poauHi Pinaceae, 3a [27]. MNoka3aHa 6ynoBa HaciHHOMo 3a4aTka i OCHOB-
Hi TMNW NNKoBUX 3epeH. BasanbHuii TN Pseudovoltzia (A); 3niBa — eBontouinHuii psg Pinus (B); Picea
(B); Picea orientalis (L.) Peterm. (I); Pseudotsuga (4, E); Larix ()K). 3 npaBa psig Abies (3, ), Cedrus
(K, /1), Tsuga mertensiana (Bong.) Carriere (M); Tsuga heterophylla (Raf.) Sarg. i T. dumosa (D. Don)
Eichler (H)

Fig. 4. Anemophyly mechanisms in Pinaceae family, after [27]. Ovule and main pollen types are presented.
Basal type Pseudovoltzia (A); left — evolutionary series of Pinus (b); Picea (B); Picea orientalis (L.)
Peterm. (I); Pseudotsuga (4, E); Larix (K). Right series of Abies (3, I); Cedrus (K, /1), Tsuga merten-
siana (Bong.) Carriere (M); Tsuga heterophylla (Raf.) Sarg. and T. dumosa (D. Don) Eichler (H)

3. BigcyTHicTb 3anmnoBanbHOI Kpanni Ta NOBITPSHMX MILLIKIB, SIK MPaBWII0, NOegHaHI
3i 3BMCAOUMMKN AOHM3Y MiKporine, siki BUKOHYOTb peuenTuBHy dyHKuito (y pogax Larix
i Pseudotsuga). 3anuwaeTbCcsa HE3PO3yMinnMm, SIK Y LMX BUAIB MUKOBI 3epHa BTAMNYHOTHCS
Joropu BcepeavHi Mikponine, ane iCHye NpunyLeHHs Npo BigTepMiHOBaHe, HEMOMITHE
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A1 30BHILLHBbOrO CMOCTEPEXEHHS BUAINEHHSA 3anuioBanbHOI PianHM Ta ii peagcopOuito
BcepeauHi mikponine. Y Larix nonati Mikponine BUAOBXEHI, HECUMETPUYHI, iHOAI ogHa
nonaTb NPUKpUBAaE BXig y Mikponine (puc. 4, ’K), a peuenTuBHiI OiNSHKMA MiKponine BKPUTI
naninamu, ki yHKUIOHYOTb MOAIGHO A0 namin NPUAMOYKM MOKPUTOHACIHHUX [84].
Y Larix MOXIMBE NPOPOCTaHHS NMUIKOBOT TPYOKM 3 Oyab-aKOro Micus Ha wuvwidi. Y Pseu-
dotsuga >iHOoui LUMLLIKK HEe MatoTb reoTPONiYHOI peakuii, TOOTO opieHTOBaHi y Oyab-aKoMy
HanpsamKy. [NMnkoBi 3epHa y Pseudotsuga He BTAryIOTbCA Y MiKpOnisne, a npopocTaroTb Ha
MOro BHYTPILLHI NOBEPXHI 3 YTBOPEHHAM O0Broi NunkoBoi Tpyoku (puc. 4, [, E) [51].

4. BigcyTHicTb 3anunoBanbHOI Kpansi, ane HasaBHICTb NOBITPSAHUX MILLKIB npuTa-
MaHHi Bugam pogie Abies, Cedrus, Tsuga. Y unx pogax nicns 3anuneHHs BepxiBka Hy-
Luenyca BpocTae B Mikporine goropu (puc. 4, 3, ), NOkM He AOCArHE KOHTaKTy 3 MUIIKO-
BMM 3€PHOM, MIiCIIsl YOro NOYMHAETBLCA PICT NUNKOBOI Tpy6kM [8, 51, 69]. Y Cedrus mikpo-
ninie BUrHyTe Ha30BHI HACiHHOI NyCKM | hopMye rionateBe PO3LUMPEHHS, sIKe Ha3nBaloTb
LnNpuModkor” (puc. 4, K, J1). Y Tsuga nunok npopocTae nobnuay mikponine (puc. 4, M),
ay Tsuga heterophyllai T. dumosa nNunok NPOpOCTae Ha HaciHHiIn nycui (puc. 4, H).

HainbinbLy uikasy rpyny dopmMytoTb NpeacTaBHUKM poamHu Araucariaceae pas3om
3 gesikuMu cneuianisoBaHnmu pogammn Pinaceae ta Podocarpaceae, y SKMX NUAOK He
Mae€ MOBITPSAHMX MILLKIB, @ BMOBMIOBAHHSA NWUIIKY Ta 3annigHeHHs BiabyBaeTbCcs 3a Bia-
CYTHOCTI 3anuntoBarnbHoi Kpanni. Y poauHi Araucariaceae (puc. 5, 3) nunkose 3epHoO
NpopoCTae Ha NOBEPXHi HACIHHOT Nycku abo B ii Nasdyci, Ae po3MillleHa 3ano3ncTa “npu-
nMoukoBa” noBepxHs. Nunkosa Tpybka y Agathis i Araucaria ooBra, po3ranyxeHa, iHogi
BOHa BPOCTaE OOHMM Bifrany>eHHsIM y HyLlenyc, MPOHNKaE 00 MNPOBIAHMX TKaHWH, 3Big-
K 6epe NOXMBHI pE4YOBMHM A4S CBOrO POCTY, @ APYIMM BiAranyXeHHsiM Jgocsirae svie-
knitnHm [51]. Y umx pogax, a Takox y Saxegothaea, cnocTepiraeTbCsa PiCT NMUITKOBOI
TPpyOKM B MIKpOMINSpHOMY KaHari, 4O NoTpannsaHHS MUKy B NUkoBy kamepy. Lli pucu
nputTamaHHi i 6inbLIOCTI NOKpUTOHACiHHMX (Noporamis) [6, 83], xo4a y Aesikux BUAiB no-
KPUTOHACIHHMX MPOPOCTaHHS MWUKOBMX 3epeH BigbyBaeTbCcsa Yepes xanasy (xanasora-
mist) [6, 7, 17].

Y Podocarpaceae BusBneHo naparnesibHi BU4O3MiHM OCHOBHOMO CUMHOPOMY BiTPO-
3anuneHHs (puc. 5, A—XK). Tak, 6azanbHUn cMHAPOM 3anuneHHs (B pogax Podocarpus
i Dacrydium) Buao3MiHeHuIA TUM, WO B pogax Microcachrys i Pherosphaera € Tpu noBi-
TpsHi miwkn (puc. 5, I, O); y Saxegothaea — Hyuenyc po3LWMPEHnit i BUIT'SMEHNIA HA30-
BHi, MOBITPSHI MiWKM i 3anuntoBanbHa kpanns BiacyTHi (puc. 5, E); y Phyllocladus Ha-
CiHHi 3a4aTku nNpsAMi, NUAKOBI 3epHa 3 ABOMa MOBITPAHUMM MiLLKaMK, HagBHa 3anurto-
BanbHa kpanns (puc. 5, )K). Y baratbox Podocarpaceae HelwlogaBHo [82, 49] BusiBne-
HUI YHIKaNbHUA MexaHi3M 3arnureHHs, — 34MLaHHs MUKy 3a AoNoMOroro 3anunoBarib-
HOT Kpansi 3 HaNOMKYMX NOBEPXOHb XKIHOYOT LMLKW, KyAW BiH MOTpannse e A0 BUAi-
NeHHsA 3anuntoBanbHOT Kpansii. Lie BifbHi Bif BOCKY NOBEPXHi CTEPUIBHUX | EPTUNBHUX
NMOKPUBHUX JTYCOK.

3anunioBarnbHa Kpannsi MOXe CrnocTepiratucst Ha Mikponine o 2 TwxkHiB (Taxus
brevifolia) [18], y iHLWMX BUAiB BOHA BUAINSAETLCA HA KOPOTKUIA Yac NepioguyHo, BHoui abo
Ha CBiTaHKY, i 3HMKae BaeHb [51]. Y Larix leptolepis nepiog, peLenTUBHOCTI AyXKe KOPOTKUN
(meHwe 1 oobw) [84]. Y Juniperus communis 3anuntoBarbHa Kpanssi MOXe crnocTepiratu-
cs112 gHiB (y nabopatopii), akwo He Biabynocs 3anunexHs [51]. Peabcopbuis 3anvntoBanb-
HOI Kpanni BigdyBaeTbCcs Ayxe Wemako, 3a 10 xBunuH (Pinus), y pesynbsraTi Yoro nusKoBi
3epHa OMUHAITBCS Ha HyLIeNyCi HACiHHOMO 3a4aTka. Sk nokasanu HOBI JocnimpkeHHs [84],
peabcopOuisi 3anuntoBanbHOI Kpanni iHAYKyeTbCS NPy B3aeMOAii MUIKOBOro 3epHa 3 i
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noBepxHeto. YacTkoBa peabcopbuis NoYMHAETbCS Yepes perigpaTadito Nurky, a noBHa
peabcopbuis — Yepe3 BnaocneumndivyHy B3aeMO/iH XMBOTO MUIKOBOMO 3epHa i 3anunto-
BanbHOI Kpanni. MexaHi3amu i pe4oBUHM yMi3HaBaHHA A0Ci HEBIOOMI.

lMunkoBi 3epHa y NnpeacTaBHMKIB poanH Sciadopytiaceae, Taxaceae, Cephalotaxa-
ceae Ta Cupressaceae s. |. Ha HyLenyci HaciHHOro 3a4aTka NpopacTatoTb TiNbKKW Nicns
TOro, SIK BUBIJTbHSILOTLCA Bifl €K3NHW (CKMOatoTh eK3MHY). [Ana npopoCTaHHs NMUIKY iHLLIMX
XBOWMHUX BMBINIbHEHHS Bif, €K3MHM He NOTpibHe. bionoriyHe 3Ha4YeHHs Liboro nNpouecy, sk
NPUMYCKaeTbCA, MOB’A3aHO 3i 36iNbLLUEHHAM enacTUYHOCTI MUIKOBOrO 3epHa npu Moro
BXO)KEHHI Ta nepecyBaHHi y By3bKOMY MIKpOMinisspHOMY KaHani [76].

Puc. 5. MexaHiamu BiTposanuneHHs y pogunHax Podocarpaceae n Araucariaceae, 3a [27]. BasanbHuit Tvn
Ullmania (A); eBontouinHi psgn Podocarpus i Dacrydium (56, B); Microcachrys (I); Pherosphaera
(Microstrobos) (4); Saxegothaea (E); Phyllocladus (’K) i Araucaria (3)

Fig. 5. Anemophyly mechanisms in Podocarpaceae and Araucariaceae families, after [27]. Basal type Ull-
mania (A); evolutionary series of Podocarpus and Dacrydium (b, B); Microcachrys (I); Pherosphaera
(Microstrobos) (4); Saxegothaea (E); Phyllocladus (’K) and Araucaria (3)

3annigHeHHs1 y XBOMHUX BigOyBaeTbCs B TOW CaMUI CE30H, WO i 3anureHHsi, abo
B HacTynHun ce3oH (Cedrus, Juniperus). Y popgi Pinus nepiog MiX uUMMK npoLecamu
csrae 12—14 wmicsauis, nunkosa Tpybka i ABa cnepMii doopmytoTbCcs nepes 3annigHeH-
HAM. Y Oeskux XBOMHWUX cnepMii HEOOQHAaKOBi 3a po3mipamu, 3annigHEeHHS 3AINCHIoE
KPYMHILLWA i3 HUX.

5. BANMUNEHHA | BANNIOHEHHA Y THETOBUX

Knac Gnetopsida xapaktepnsyeTbcsi 03HakaMm BUCOKOI creLianisadii, B TOMy Ymchi:
3Ha4yHa peaykuisi Ta BTOPMHHA O4HOCTaTEBICTb CTPODLINIB i3 pyaumMeHTamm opraHis npo-
TUINEXHOI CTaTi, HAsIBHICTb Y CTPOOiNax CTepunbHMUX NMOKPUBIB — ,OLBITUHW, HAsIBHICTb
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OOBrMX TpybyacTmx Mikponine, HasiBHICTb SAEPHOI cTagii y pO3BUTKY YOSIOBIYOro raMeTo-
diTa, y Welwitschia i Gnetum BigCyTHICTb apXeroHiiB i TeTpacnopuYHUIM XIHOYMIN rameTo-
it [3, 13, 15, 20, 38]. LUnwkonoaidHi 3ibpaHHsA cTpobiniB rHeToBMX No30aBneHi crnopo-
inie, ogHocTateBi abo dyHKUiOHaNbLHO ogHocTaTteBi (4omoBsivi cTpobinu B Gnetum
i Welwitschia), ane B Ephedra Bigomi Tepatu 3 gBoctateBUMM 3i6paHHAMM CTPOOGiniB abo
ABOCTaTeBMMM CTpOBinamu, siki 3aBxam yHKuUioHanbHO ogHocTaTesi [40].

KoxeH mikpocTpobin Gnetum i Ephedra cknapaeTbca 3 4BOX 3pOCNUX MyCOK ,,0LBi-
TMHW” N aHTepodopa, SKUA Haragye TUYMHKY NMOKPUTOHACIHHUMX. [unok edbeppm enin-
TUYHUIN, Be3anepTypHUA, 3 NO3O0BXHIMWU Bopo3eHkamu, 5-aaepHuin, y E. gerardiana,
E. saxatilis, E. fragilis micTuTb OBi NnpoTanianeHi kKNitTuHW, a y E. foliata Ta E. tweediana
OfHYy nMpoTanianbHy KNiTMHY Ta S4po ApYroi npoTanianeHoi KNituHu (puc. 1, XK; 2 K, J1).
Mpwn NpopoCTaHHiI NUMOK ,CKUOAE” EK3UHY, K Y AesKNX XBONHKX [9, 11]. 3ibpaHHa mera-
CTpOOINiB MiCTATb 1—2 HaCiHHI 3a4yaTku, SKi MOBHICTIO BKPUTI 30BHILLHIMW MOKPUBaMM
(pnc. 3, A), B xiHo4YOMy rameTodiTi PopMyeTbCA 2—5 apXeroHiiB 3 AOBroK LUUMAKOH).
AnueknitvHa B ecbenpn Moxe OyTv OBOSOEPHOI Ha Yac 3anmigHEHHS 3@ paxyHOK Ha-
SABHOCTI SiApa YepeBLEeBOi KaHanbLEeBOI KNiTuHK. Lle cTBoptoe nepegymoBu ons ,noasivi-
Horo 3annigHeHHs” T gBosaepHuM cnepmiem [20, 34].

3ibpaHHsa cTpobiniB Gnetum cepexxKkonoAibHi, 3 KiNbYacTUM PO3MiLLEHHAM CTPOOi-
niB. MNMnnok rHeTyma chepuyHUn, KNenknm, TpuknitnHHmn (puc. 1, 3). XKiHounin rameto-
GiT nicnsa uentonspusadii popMye KNiTUHKU 3 KilbKOMa agpamMu, LLO 3fMBa0TbCS 3 YyTBO-
peHHAM noninnoigHux saep [20]. THeTym € yHiKkanbHUM BUAOM cepef HaCiHHUX POCIINH,
TOMY LLO AWLEKNITUHA 9K BIJOKPEMIEeHa KNniTMHa y HbOro BiACYTHSA. B ogHux BuaiB 3a-
nnigHeHHs BiabyBaeTbCA Ha LIEHOUMTHIN hasi, B iHLUMX — Ha KNiTUHHIN dasi, ane 4iTko
AndepeHLIiNoBaHOi SALEKNITUHM BCEPEOUHI apXEroHito Hikonu He Byno nomMivyeHo. Tpa-
NISETLCA TAKOX NPOLIEC 3anfigHEHHsT 060Ma cnepMisiMn OBOX AALIEKITITUH.

MikpocTpobinu Welwitschia mirabilis MiCTATb LLICTb CNOPaHri€HOCLB-TU4MHOK, 3pOC-
NMX NPy OCHOBI, Ta PYAUMEHT HaciHHOro 3ayaTka, 3 MiKponine siKkoro BUOINAE€TbCH 3a-
nunoBanbHa kpanns. MNMunok BenbsiYii 330BHI NoAibHMI Ha NMNok edyedpu, ane TpuKni-
TUHHWI | KNENKUR, K y THeTyma, abo ABOKNITUHHMIA [46]. KniTuHM xiHovoro rameTtocpita
CTalTb MONINMOIAHMMM Ha ©a3anbHOMY KiHLi rameToddita, a Ha MIKPOMINAPHOMY KiHLi
BOHM 3anuiiarTbcsa baratosgepHuUMm i popmytoTb npoTtaniansHy TpyOKy XiHOYoro ra-
MeTodhiTa, sika pocTe Kpi3b HyLenyc y HanpsiMKy 40 NunkoBux Tpyook [20]. MoTeHuiiHo,
KOXHe a4po npoTtanianbHoi TpyOkn Moxe PyHKLIOHYyBaTW K ArLeKkniTuHa. 3annigHeH-
HS, iHOA4i He ogHe, BiOOYBaETbCS Y KIHUMKY MUIKOBOI TPYOKM, Kyan NepexoavTb OfHe
A4po i3 baratosgepHol npoTanianbHOi TpyOkM abo y npotanianbHin Tpyoui [20, 46].

3anuneHHs rHETOBMX MOXe BigbyBaTucsa 3a JOMOMOrO BiTPY i KOMax, sSIKUX Mpu-
BabMOTL MWUMOK i 3anuntoBanbHi kpanni. KpiM Toro, nokasaHo BUAINEHHSA HEKTapy
3 NOBEPXHi NMOKPUBHUX FYCOK Ta ,OLBITUHW’ MIKPOCTPOGINiB edeapn Ta 3 Banuka nig
MikpocrnopaHrieHocuem y rHetyma [20, 40, 52]. Welwitschia 3annntoetbca Komaxamu,
3okpema Odontopus sexpunctulatus (Hemitera) Ta mockitamu [15, 46, 86].

BUCHOBKMU

AHani3 cy4acHux nyonikauin i pesynsrati BNacHUX SOCTIMKEHb i3 penpoayKTUBHOT
Gionorii NnpegcTaBHMKIB Pi3HMX KMNaciB rofloOHAciHHMX Nokasasnwu, WO Cy4YacHi rofioHaciHHi
BiPI3HAOTLCS MiXk COO00 32 MOPAONOTIE PENPOAYKTUBHNX OpraHiB, CTyNneHeM peayk-
Ui rameToQiTiB Ta 0COBNMBOCTAMYM penpoaykKLii, Tak caMo, K BOHW BCi pa3oM Bigpi3Hsi-
IOTbCS Bifl MOKPUTOHACIHHMX POCNUH. BogHo4ac cyyacHi JoCniaXeHHS BUSBUIM CRifbHI
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pUCK MiXK KBITKOBUMM Ta rOfIOHACiHHUMK pocnvHamMu (300dinisi, po3nisHaBaHHSA “CcBOro”
MUKy B NocTnoniHauiiHy daasy). 3gaTHiCTb 40 300qinii MoXe po3rnagaTuch siKk o3Haka
GaraTbox HaCiHHUX POCHVH, SK | aaepHa hasa po3BUTKY XKiHOYOro rameTodita, Ta MoX-
NUBICTb hopmyBaTK Aekifbka 3apoaKiB Ha OAHOMY XiHOYOMY rameTodiTi. Bucoko cne-
LianizoBaHUMN MeXaHi3MaMu 3arnuneHHsl, ki MOXYyTb MOXOAUTM Ge3nocepeaHbo Bif
Ge3HaciHHUX NpefkiB, € aHeModinis y XBOMHUX i Ginkgo. 13 yCix cy4acHMX ronoHaciHHUX
HanBINbLL HABNWKeHUn 00 POPMyBaHHS CUHAPOMY MOKPUTOHACIHHOCTI knac Gnetopsi-
da. TicHa koaganTauis 3 KoMaxamu-3anuroBadamm BUSBIIEHA Y NPUMITUBHUX Cy4aCHUX
i BUKOMHWUX FOFTOHACIHHKX.

IcHytoui ocobnmBocCTi OyaoBU reHepaTUBHUX CTPYKTYP FONTOHACIHHUX 3HAYHOK Mi-
PO 3YMOBSIEHI peaKLisMnU NPUCTOCYBaHHS OO MEBHOMO MexXaHi3my 3anuneHHsl. Tomy
npwv y3aranbHEeHHi AaHUX PenpoayKTUBHOI Gionorii ogHUM i3 BaXXNMBMX 3aBAaHb € PO3-
MEeXyBaHHS afjanTauiiHMX O3HaK Bid CUCTEMAaTUYHO BaroMuX KOHCEPBATUBHUX O3HaK.
Kpim Toro, HeoOxigHe aeTarnbHe BUBYEHHS BinbLUOI KiNbKOCTI BUAIB, 3 TakUX pogiB, SK
Ephedra, Podocarpus i gesikux iHwux. LlikaBum HanpsiMkoM O5isi po3B’si3aHHs npobne-
MM NMOXOOPKEHHSI MOKPUTOHACIHHMX € 3'siCYyBaHHSA MEXaHi3MiB BMOIPKOBOCTI 3ansligHEHHS
Ta 36iNbLUEHHS NMOBIPHOCTI KCEHOramii B O4HOAOMHMX rofloHaciHHUX. BuB4yeHHs embpi-
ororii 1 aHTeKonorii ronoHaciHHNMX Mae BENMKE HayKOBe i NpaKTUYHE 3HaYEeHHs!, NOB’s-
3aHe 3 NpobrnemMoto 36epeXxeHHst PITOPi3HOMAHITTS.
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PECULIARITIES OF THE REPRODUCTIVE PROCESSES IN THE GYMNOSPERMS.
GAMETOPHYTES’ DEVELOPMENT, POLLINATION AND FERTILIZATION
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The review contains the analysis of the latest literature sourses reproductive pro-
cesses in gymnosperms, namely gametophytes development, pollination, fertilization.
The peculiarities of these processes in the various classes of gymnosperms as also
differences and similarities with the Angiosperms are noted. It was shown that male and
female gametophyte development goes according to the common plan. Deep adapta-
tions for zoophyly were revealed in Cycadopsida and Gnetopsida, and confirmed with
paleontological data in fossil Gymnosperms. Anemophyly in Ginkgo and Pinopsida re-
vealed the high specialized pollination mechanisms. The penetration of the male game-
tophyte to the female after pollination (post-pollinative stage of the reproductive cycle)
reveals a great variability as also fertilization process does. The described facts confirm
that differences between the classes of Gymnosperms are comparable with the differ-
ences between Gymnosperms and Angiosperms. From another side, common adaptive
features between all classes of seed plants exist, and they are connected with seed
reproduction. Most specific reproductive processes are typical for Gnetopsida. They
tetrasporic female gametophyte, absence of archegonia and differentiated egg cells,
“double fertilization”.

Keywords: Gymnosperms, gametophytes, pollination, fertilization, pollen grain,
ovule, anemophyly, zoophyly, post-pollinational phase.

OCOBEHHOCTHM PEMPOAYKTUBHbBLIX NMPOLIECCOB Y FONNIOCEMEHHBbIX.
PA3BUTUE TAMETO®UTOB, OMNbINNEHUE W OMNITOOOTBOPEHUE

A. B. OduHuyoea', A. U. Pyay3oea?

" JlbgoscKUU HayuUOHarbHbIU yHUBepcumem umeHu VieaHa ®paHko
yn. I'pywesckoeo, 4, Jlbeos 79005, YkpauHa
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2 Hukumckuti 6omaHuyeckuli cad — HayuoHarnbHbIl Hay4YHbIU UeHmMp
noc. Hukuma, 5inma 98648, AP Kpbim, YkpauHa

B cTtaTbe npviBeaeH aHanm3 CoBPeMEHHbIX NMMTEPaTYPHbIX AaHHbLIX O PENPOAYKTMB-
HbIX MPOLECCax rofloCEMEHHbIX PACTEHWI, @ UMEHHO, O PasBUTUU raMeTOPUTOB, OMbl-
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neHun 1 onnogoTeBopeHun. MNMogvepkmnBaoTcs 0COBEHHOCTN NMPOTEKaHMS 3TUX MpoLec-
COB Yy NpeAcTaBUTENEN pasHbIX KNacCoB rONIOCEMEHHbIX, OTMYKS U NO4OBHOCTb C CO-
OTBETCTBYIOLLUMU NMPOLIECCaMN Y MOKPbITOCEMEHHBIX. [MoKasaHo, YTO pasBuUTUE MYX-
CKOTO 1 >XEHCKOro rametoduTa NponcxoguT No eanHon cxeme. mybokue npucnocobre-
HUS K 300PUNNM HaWAEHbI Y CAarOBHUKOBBIX M THETOBLIX, OHU Takke NoaTBepXKaatTcs
NaneoHTONOMMYEeCKMMN AaHHBIMU O CYLLECTBOBaHMM 300OUINN Y NCKOMAEMbIX rorioce-
MeHHbIX. AHeModunmsa Ginkgo M XBOWMHbIX XapaKTepu3yeTCcsl BbICOKO creuuanmanpo-
BaHHbIMW MexaHU3Mamu onblfieHns. [IPOHMKHOBEHNE MYXKCKOro raMeTodumTa K )KEHCKO-
My nocrne onbifieHns (MOCTNoNMHaUuOHHasa da3a penpogyKTMBHOIO LiMKIa) XxapakTe-
pU3yeTcs 3HauYUTENbHBIM pa3Hoobpasmem, Kak 1 npouecc onnogotsopenns. Onmcax-
Hble haKTbl MOATBEPXKAAIOT, YTO Pa3nNnuns Mexay Krnaccamm rofloCeMeHHbIX pacTeHUN
CPaBHMMbI C Pa3NUYMAMU MEXOY FONIOCEMEHHBIMW U MOKPbITOCEMEHHbIMU. C Opyron
CTOPOHbI, MEXOY BCEMU KIlacCaMu CEMEHHbIX PACTEHUA CYLLECTBYHOT 3HaYMTENbHbIE
obuwme npucnocobrneHuns, cBA3aHHble C CEMEHHbIM pa3MHOoXeHueM. [nsa Gnetopsida
XapakTepHbl Hambonee cneundpuyeckne penpoayKTMBHbIE MPOLIECCHl, @ UMEHHO, Te-
TpacnopuyecKni XeHCKNUI raMeTouT, OTCYTCTBME apXeroHneB 1 andgepeHumpoBaH-
HbIX ALIEKNETOK, ,4BOMHOE ONo40TBOPEHME”.

Knrodeenbie crioga: ronocemMeHHble, raMeTouTbl, OnblfieHne, ONnog0TBOPEHUE,

NbiNbLEBOE 3epHO, ceMs3adyaTok, aHeModunus, soodounug,
NoCTNoNfMHaUNOHHas gasa.
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