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B ornsni anamizyloTbest JliTepaTypHi JaHi, NPUCBSIYEHI pe3yjabraTaM BUBYEHHSI TiOepesiHiB i
BU3HAYEHHS IXHBOI POJIi B peryisiii okpeMux (i3iojoriyHux IpoLEeCiB y MpeacTaBHUKIB Biainy
Polypodiophyta. Y3araibHeHO BiZIOMOCTI TIpo JIoKaJjli3alilo TibepeliHiB y pi3HUX opraHax MaropoTeid,
iX B3aemofilo 3 iHIIMMU (ITOrOpMOHAMM, a TaKOX BIUIMB Ha PO3BUTOK ramerodirta i peryssiito
MpolLecy MPOPOCTaHHs crop. Po3risinaeTbesl 3HaUCHHST eKCepUMEHTaIbHUX JaHUX IpOo ridepeiHu
Yy MPOBEJICHHI €BOJIOLIIMHUX MOCHTIIKEHb, Ki CIPSIMOBaHI Ha 3’SICYBaHHS i€papXiYHOTO MOJOXEHHS
MaropoTeil y cucTeMi pOCIMHHOTO 11apCTBa.

Kawuoei caoea:eibeperinu, nanopomi, dionoeiuni Qyynkuyii, gizionoeiuni npoyecu, e6onroyis.

Ho ribepeniniB (I'K) HajmexuTb Beauka TIpy-
ma ¢iroropMoHiB (monanm 130 ¢opm) i3 mmpo-
KMM CIIeKTpOM peaklili-BiAMmoBigei, 3amisiHUX Yy
KUTTEBOMY LIMKJIi POCIMH, TIpubiB, BOZOPOCTEN,
MOXiB, JUIIAWHUKIB 1 OakTepiii. ['iGepeniHu peryJio-
I0Th TIPOIIECU TIPOPOCTAHHSI HACiHHS, KOOPAUHYIOTh
MOJT KJITAH i iXHIll pO3TAL, NETEPMiHYIOTh CTaTh,
iHAYKYIOTb LIBiTiHHSI KBITKOBUX POCAMH Tollo (PeiiBH
u 1p.,1990; Kymaesa, ITpokomiieBa, 2004; Ky3He1oB,
Hmutpuena, 2005; Nakajima et al., 2006). T'iGepeminu
MOCTIIXYIOTBCSI 3a TphOMa OCHOBHHUMM HaIpsiMa-
MM: 1) BUBUYAIOTBHCS OCOOJMBOCTI IXHHOTO OiOCHHTE3Y
Ta pI3HOMAHITTS; 2) 3’SICOBYIOThCS OiOJIOTiUHI
¢yHKIIIi Ta BIUIMB TibepeiHiB Ha (i3iojoriuyHi mpo-
Hecu; 3) 3OiMCHIOETHCSI TIOIIYK HOBUX TiOepestiHiB.
HalinetanbHilre mpoaHaai3oBaHO BIUIMB TiOepeniHiB
Ha TIpolieCU pocTy HaciHHEBUX pociauH (Mac Millan,
2001). Okpemo BuBYaiM ribepeninu Oakrepiii (Mac
Millan, 2001), rpu6iB (AHopuaHoBa W ap., 1993),
GaraTokKJiTMHHUX  Bojopocteit  (Mowat,  1965;
Tarakhovskaya et al., 2007), MoxiB, JIUIIAHUKIB
(Erglin et al., 2002; Sabovljevic et al., 2014) i maropo-
teit (Mac Millan, 2001; Tanurdzic, Banks, 2004).

© B.A. BACIOK, I.B. KOCAKIBCbKA, 2015

ISSN 0372-4123. Ykp. 6oman. xucypu., 2015, 72(1)

IManopori (Polypodiophyta) — onHi 3 HaiiIaBHIIIKX i
HalYMCeNbHIIIUX POCIUH HA 3eMJIi — HapaxOBYIOTb Bil
10000 mo 12000 BUIiB, BOHU PO3MOBCIOIXKEHI Ha BCiX
KOHTMHEHTAaxX 1 MNpeiacTaBlieHi Pi3HUMU KUTTEBUMM
dopmamu. ITanopoTi HamexaTh 10 CYAMHHUX CHOPO-
BUX POCJUH, OINBIICTb i3 SIKUX € PiBHOCIIOPOBUMMU.
IxHi XuTTEBi UMKIM CKIIANAIOTBCS 3 4YepryBaHb re-
TepOMOPMHUX TMMOKOJiHb i3 JOMiHYBAaHHSM BiJIbHO
icHyro4oro criopodira. Iameroditu — nBOCTaTeBi,
YTBOPIOIOTh aHTEPU/ii Ta ApXETOHil i € HE3aIeXKHUMU Y
CBOEMY XUBJIEHHI Bi ciopodiTa, IK1ii Ma€ COpycH Ta
cnopanrii. MopdosoriuHi i iziosioriyHi ocodJIUBOCTI
MPOIIECiB MPOPOCTAHHS CITOp, PO3BUTOK rameTodirTa,
BIJIMB Ha Li Mpouecu pidHUX (akTopiB (30Kpema,
CBiTJIa), OCOOJIMBOCTI OHTOTEHE3y 3apoaKa, Mopdore-
He3 3apOoCTKa, CTAHOBJIIEHHSI MEPUCTEMU raMeTodiTa it
0CO0IMBOCTI 1T (pOpMYBaHHSI, a TAKOX MPOLIECH OOTaMii
MpoaHaJli3oBaHi B 6aratboX AOCHiMKeHHsX (deMKuB,
CriTHuK, 1985; Bapabaniuukosa, 2009; Voeller, 1971;:
Ranker et al., 2004; Tanurdzic, Banks, 2004; Valledor
etal., 2014).

Mertoro Haioi myoikailii OyB aHati3 i y3araabHeH-
H$I BilOMOCTei Ipo 0ioJIOTiYHY PoJib ridepeTiHiB, IXHIO
Y4acTh Y PETYIISALIT OKpeMuX (Pi3ioIOriYHNX MPOIIECiB Y
MpencTaBHUKIB Bigainy Polypodiophyta.
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Jlokanmizamis riGepeninis y opranax cmopodira i
rametodita manoporeii. 1151 pi3HUX BUIIB POCIMH Xa-
paKTepHU cieunpiyHMMi IKICHUN i KiTbKICHUI CKITIaI
ribepeniHiB, SIKWI 3MiHIOEThCS Ha MEBHUX CTaisIX poc-
Ty ¥ po3BUTKY. B KoXKHOTO BUIy € JOMiHYIOUi (aKTMBHI,
abo «poboui») ridbepeniHu, 3adisiHi y iziosorivyHux
npoiecax, i rioepemiHu, sKi € MPOMiIKHUMHU JaH-
kamu cuHTe3y 1Hux ¢ditoropmoniB (Kymaesa, Ilpo-
komuesa, 2004; Daviére, Achard, 2013). I'iGepeninn
JOoCIiIXeHi y crnopodirtax i rameToditax mamnoporei
Cibotium, Blechnum, Dicksonia, Dryopteris, Lygodium,
Anemia, Ceratopteris i Psilotum, sKi HajgeXaTb IO poO-
nuH Cibotiaceae, Dicksoniaceae, Blechnaceae, Dryopte-
ridaceae, Lygodiaceae, Anemiaceae, Pakeriaceae,
Psilotaceae. Cepen HUX € JepeBOMOAiIOHI BUIH,
miaHu, remikpunroditu i emiditu. I[Ipu BuBUYeHHI
ribepesiHiB  3aCTOCOBYIOTbCSI METOAM Tra3oBOi i
pinnHHOI XxpoMaTorpadii Ta Mac-crieKTpoMeTpii. B mo-
JIOMUX TUCTKaxX (Basix) criopoditi mamoporeii Cibotium
glaucum (Sm.) Hook. & Arn. i Dicksonia antarctica
Labill. 6y Busineni ricepeninu I'K |, 3-eni-TK , 'K ,
I'K,, lla-rinpokci-I'K,,, 12a-rigpokci-I'K,,, TK
K, I'K,, I'K,, 'K, I'K,,, TK,, TK,, 'K, i[K,,
psa TONepelHUKiB, a TaKoX OKcoAuriapodaseeBa
Ta Tigpokcuauriapodaseena i abCLM30Ba KUCIO-
™ (ABK). Came B LUX AOCHIIXEHHSIX yrneplie Oysio
3HaiimeHo y BUIMX pocauH 'K, . V KizbkicHOMY
BMiCTi TibepelliHiB y AOCHiIXyBaHUX BUIIB BUSIBU-
JIM BiAMiHHOCTi. 3arajbHa KiJbKiCTb TiOEpesiHiB Y
C. glaucum Gyna 3HayHO OinbIIO0, HiX y D. antarctica.
BwmicTt abc1in3oBoi KuciaoTu BULLMii y D. antarctica, Tofi
sk y C. glaucum nepeBaxaa okcoquriapodaseena Kuc-
JIOTa, 110 OMOCEePEeaKOBAaHO BKa3ye Ha CIelU(iuHiCTh
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(iTOropMOHANBHOI  PETYJISALIl TMPOLEeCY PO3BUTKY
crnopoiTa B pi3HuX BUAiIB nmamnopoteil (Yamane et al.,
1988a).

HocaimkeHo TaKoX CKJIaj ribepesiHiB raMeTodiTiB
naroporeii. Y d4oJsioBiumx i XiHoumx rameTtoditax
Blechnum spicant (L.) Roth 6ynu Bussneni I'K,, TK,,
I'K,, TK,, TK, I'K,, mpuyomy 3a BMicTOM mnepeBa-
xamm 'K, TK i 'K, (Menendez et al., 2006a). ¥
rametoditi Dryopteris affinis (Lowe) Frasser-Jenkins
Ha pi3HUX cTadisgx OpMyBaHHS allOTAMHOTO 3apojKa
oyau BusHaueni 'K, TK,, TK,, I'K,, TK, Ta inxosmin-
3-ouroBa kucnora (IOK) (Menendez et al., 2006b).
BcraHoBeHo, 1110 pi3Hi BUAU pony Anemia xapakTepu-
3yI0ThCS crienudivHnM cKiramoM rioepeniniB (Furberg
et al., 1990). B anrepunisix Anemia phyllitidis (L.) Sw
susiBieHa 'K, (Kazmierczak, 2003a, b), a I'K,, TK; i
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I'K,, — B pu3oinax i MoBEpXHEBiil YaCTHHI MPOTATOM
pocrty Psilotum nudum (L.) P. Beauv. (Abul et al., 2010).

TakuMm 4yuHOM, HaliKpallle BUBUSHUMH III0JI0 CKJIa-
Ity TiOepeiHiB i IXHbOI POJIi B MPEACTABHUKIB BiILTy
Polypodiophyta € rametoditu. BogHouac ribGepeniHu
cnopoiTiB  3aIMIIAIOTBCS  MaJIOAOCTiIKEHUMH,
0COOJIMBO CTOCOBHO (DEHOJIOTIUHUX (a3 PpPO3BUTKY
XKUTTEBUX (POpPM.

I'ioepeninu Ta po3suTok ramerodira. Oco61mBa yBara
OTEPUIOJIOTIB 30cepeakeHa Ha BUBUEHHI raMeTodiTa,
¢opMyBaHHi CTaTeBUX OpraHiB, YTBOPEHHi 3UTOTU I
3apoaka criopodita (Tanurdzic, Banks, 2004). ITepime
MOBiIOMJIEHHS PO POCTOBi TOPMOHU B ramerodirax
nanoporti Cyathea spinulosa Wall. 3’sBunocst B 1938 p.
(Albaum, 1938). Y noganblunx AOCHIIKEHHSIX CyaAUH-
HUX POCIHMH OYyJIO 3’SICOBaHO, 110 PETYJISILIiSl cTaTeBOi
JeTepMiHallii BigOyBa€eTbCSl 3a y4dacTiO TiOepeliiHiB,
SIKi TPUCKOPIOIOTh PO3BUTOK UYOJIOBiUOi KBITKU B OfI-
HOJOJIbHUX 1 aKTUBYIOTh (DOPMYBaHHS KiHOYOT KBITKU
y nasoponbHuX BuAiB (Dellaporta, Calderon-Urrea,
1994). VY xapoBHX BOZOPOCTEH i MaropoTeii ribepeainm
crpusitoTh popmyBaHHIO aHTepuaiiB (Kwiatkowska et
al., 1998; Kazmierczak, 2003; Menendez et al., 2006b).

HasBHi B JiTepaTypi BiZOMOCTI Mpo JIOKadi3allito
ridepeniHiB y opraHax criopodita it raMerodira nmarmo-
poTeil y3arajabHeHi B TaOJIMLII.

HoBeneHo, 10 picT rameTodirta BimOyBa€eThcs 3a
paxyHOK BEpXiBKOBOi MEpUCTEMU, B SKili 3Haiime-
HO crneluu@iyHUi TOPMOH aHTEPUIIOTeH — peryss-
TOp TIpotiecy (hopMyBaHHSI aHTEPUiiB Ha 3apOCTKax
rnmaropoTreii. AHTEpUIIOTeH Ma€ Yy CBOIN CTPYKTYpi
ribepeiHOBUIA CKEJIET i MPOSIBIsIE TiOepeniHOMOAIOH
BjJacTuBOCTi. IlpoTe IS KOXHOro BUAY ITaropo-
Te XapakTepHa crenudiyHa XiMiyHa CTPYKTypa
anTepugioreHy (puc. 1). [oToBHUMU aHTepUAioreHaMu
BBaXXalOTb: Y BUIIiB AIIOpOTi Anemia phyllitidis (L.) Sw.,
A. hirsuta (L.) Sw., A. rotundifolia Schrad. i A. flexuosa
(Sav.) Sw. (Yamane et al., 1987) — antepunieBa kucio-
Ta; B A. phyllitidis — TK, , (3 a-rizpokci-9), 15-uukimo-
I'K, i 3-eni-TK, (Yamauchi et al., 1995); y A. mexicana
Klotzsch — T'K , (IB-rinpokci-9) i 15-mukmno-T'K
(Furberg et al., 1990); y Lygodium japonicum (Thunb.
ex Murr) Sw. — wmertunosi ebipu 'Ky i TK,; y
L. circinnatum (Burm.) Sw. i L. flexuosum (L.) Sw. —
I'K,,, metunosuii epip — I'K,, i meTtunosi edipu
i Bigomux ridepeninis: 'Ky, T'K,, TK,, TK i
3-eni-T'K, (Yamauchi et al., 1996); y Bunis mamo-
poreit L. microphyllum (Cav.) R. Br. i L. reticulatum
Schkuhr, — metunosi edipu I'K,; i I'K,, a Takox

JEKiNbKa MOXiTHUX MOHOTiAPOKCi-T'K, ,, AKi BBaXKaroTh-

ISSN 0372-4123. Ukr. Bot. J., 2015, 72(1)



Jlokanizauis riGepeltiHiB y opranax nanoporeenogionnx

Micue nokanizaitii Bun nanopori l6epeninu JIxxepeio
. .. N I'K,, 3-eni-I'K , I'K,, I'K,, 11a-rinpokcu-
M Cibotium glaucum (Sm.) Hook. & Arn. ” 125 TRy
CHZ“ZI(;;;ZCTK“ (Bai) s ¢ ) . TK,,, 12a-rinpokeu TK ,, TK, TK , TK,, Yamane et al., 1988a, b
P Dicktonia antarctica Labill. . TK, TK_. TK, TK. TK, iTK,
Pusoia i niopepxiresa Psilotum nudum (L.) P. Beauy. K, TK,iTK,, Abul et al., 2010
yacTUHA
AnTepumii Anemia phyllitidis (L.) Sw. 'K, Kazmierczak, 2003a,b
TameTodir Blechnum spicant (L.) Roth 'K, TK,, TK,, TK,, T'K,, TK, Menendez et al., 2006a
Tamertodit Dryopteris affinis (Lowe) Frasser-Jenkins 'K, I'K,, 'K, TK,, T'Kg Menendez et al., 2006b
antepunioren-B, I'K,, metunosuii edip I'K,,,
Tavetodit Lygodium circinnatum (Burm.) Sw., edipu I'K,, T'K, , TK,, TK i 3-eni-TK, Furberg et al., 1995; Yamauchi
L. flexuosum (L.) Sw. isomepu MoHoriapoken-I'K,, metunosoro et al., 1996
edipy, 'K,
Tametodit L. japonicum (Thunb.) Sw. MeTuiosi edipu I'K,-i 'K, Yamane et al., 1988
Tavetodit L. mtcrop.hyllum (Cav.) R. Br., METHUJIOBI C(IJIPH I'K,,iTK, noxinui Kurumatani et al., 2001
L. reticulatum Schkuhr MoHoriapokcu-I'K,
Tavetodi Anemia phyllitidis (L.) Sw. IK, I'K,, IK,;;, 15-unkno-I'K,; 3-eni-TK, | Furberg et al., 1990; Yamauchi
aHTepUJieBa KUCIOTA etal., 1995; Yamane et al., 1987
lamerogit A. mexicana Klotzsch 'K, S-mmkno-TK, Furberg et al., 1990
. A. hirsute (L.) Sw., A. rotundifolia Schrad i .
Tamertodit A. flexuosa (Sav) Sw. aHTepUIieBa KUCIOTA Yamane et al., 1987
Tamerodit Ceratopteris richardii Brongn. aHTepuioreH Banks, 1993

cs nonepegHKamu antepuaioreny (Kurumatani et al.,
2001). ToBeaeHo, 1110 32 YMOBUY BUCOKO1 KOHLIEHTpAaLIii
aHTEePUIIOTeHY V BEPXiBKOBIiil MeprcTeMi rameTodiTta
poniB Lygodium i Anemia BinOyBaeTbcsi GHOPMY-
BaHHSI OTHOCTAaTEBOIO YOJOBIYOro, a B pas3i #oro
BiICYTHOCTiI — XiHOYoro rametodira. Hu3bkuit BMicT
aHTEPUIIOTeHY CYIIPOBOMXKYETHCSI TTOSBOIO TBOCTATE-

Puc. 1. XiMiuyHa CTpyKTypa aHTepU-
JioreHiB mamnoporeit Schizaeceous
(3a Yamauchi et al., 1996)

Fig. 1 Chemical structure of
antheridiogens of Schizaeceous
ferns (according to Yamauchi et

BOTO 3apOCTKa, SIKMI MICTUTh aHTEPUAil i apXeroHii
(Furberg et al., 1990, 1995).

Mopdooriuai JoCTiIKeHHS alliKaJabHOI MEPUCTE-
Mu rametoditiB Osmundastrum cinnamomeum (L.)
C. Presl, BuUpoIIeHNX Ha TMOXWBHOMY CEpEIOBHUIIIL
3 momaBaHHsM ['K,, KW BBaXaeTbcs aHAIOrOM
aHTepUIiOTeHY, IIOKa3aJd, IO TOPMOH 3aTpUMY-

COOH
2a: GA,pq (R'=0H, B’=H)
2b: GA, g (R'=H, R*=0H)

al., 1996)
2 R
COOCH,
3a: GAy-Me (R'=F"=R"=H) da: GAg-Me (R'=RZ=R*=R"=H, RT=CH,)
3b: GAgs-Me (A'=0H, A%=R%=H) ab: GA-Me (R'=R’=A"=H, A*=0H,
3c: 3-apiGhgs-Me (R'= RP=H, R¥=CHa}

=0H)

dc: GAsp-Me (R'=R*=R%=H, R*=0H, R*=CH,)

3d: GAge-Ma [R'=R"=H, R°=0H) 4d: 3-api-Ghgs (A'=R*=0H, R*=R*=R%=H)
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BaB TEMITM PO3BUTKY 4YOJOBiYOro ramerodira. AB-
TOpU TIEpEKOHAaHi, 10 1e MiATBEPIXKYE iCHYBaHHS
aHTepuIioreHHoi cucteMu B O. cinnamomeum i €BO-
JIIOUIMHAN MeXaHi3M PO3BUTKY TOMYJISLIA TIpynu
JienTocnopaHriiB Leptosporangiate (Hollingsworth et
al., 2012). Y manoporteit pony Anemia BUBYAIIN IIIISIX
cuntesy I'K; i 'K, SKuii NpU3BOAMB 10 YTBOPEHHS
aHTepUIioTeHy. 3arajloM aHTepUAioTeH OyB 3HAWICHUIA
y TUX BUAIB Manopotelt, axi cuntesyroth 'K, (Voeller,
1964). I3 ramerodira mamopoti Lygodium circinnatum
(Burm.) Sw. Buninuau antepunioreH-B, He BUsIBIeHUIT
y iHImmx BUAiB 1poro poxy (Yamauchi et al., 1996).
O06pobka repmad@poauTHUX raMeTodiTiB MarnopoTi
Ceratopteris richardii Brongn. aHTepUIioreHOM, SIKWiA
BUIiJIEHUH 3i CITOp iHIIMX BUAIB LIOI'O POy, CIIpUsia
YTBOPEHHIO Y0JIOBIiYMX raMeTo(iTiB, 110 CBiTYUTD PO
iCHYBaHHSI ME€XaHi3My peryJsilii KOHTPOJIIO CTaTeBOl
nerepMiHalii rioepeixinamu (Banks, 1993). 3 meToro
BU3HAYEHHS POJIi Ti0epesTiHiB y IeTepMiHyBaHHI CTaTi
rametodira narnopoti Blechnum spicant L. ii 0yno 00-
poGierHo I'K, ., AKWiA BBaXaeTbCs aHTEPUIIOTEHOM
LILOTO BUAY TamopoTei, Ta iHTiOITOPOM CHUHTE-
3y TibepelliHiB — (QayprpiMigosoM Ha cTamii yTBO-
PEHHST E€HT-KaypeHy (3araJbHOro TeTPaIUMKIIYHOTO
IorepeIHrnKa BCiX TiOepesliHiB) 10 KaypeHOBOI Ku-
ciotu. B pesynbrarti 0yi0 3’sicoBaHO, 110 e(eKT Bif
Bukopuctanua ['K, . Ha QopMyBaHHA aHTEpUIiiB
1 apxeroHiit OyB HOCUTb ciabum, a (ayprpimigou
MMPUTHIYYBaB  HOPMaJIbHUI  TIPOLIEC  YTBOPEHHS
aHTEepUIiiB, IO CBIMYWUTH MPO Y4YacTh TribepestiHiB
y nmerepMiHauii crati (Menendez et al., 2006a). ¥
HOBITHiX MJOCHIIKEHHSIX TMOKa3aHo, IO iHAYKILis
aHTEPUIIOTEHOM PO3BUTKY UYOJIOBiUOro ramerodira y
Bechnum spicant cynpoBOIIKYETBbCSI aKTHBAIIi€O 3a-
XUCHUX CUTHAJIbHUX MeTabomiuHux nuisgxiB (Valledor
et al., 2014). BuBuatoun peakiiii-BiaIoBiai raMmerodirta
naropoti Anemia phyllitidis Ha BIJIUB ceMM €K30TeH-
Hux ricepeninis (I'K,, TK,, TK ,, TK, ,, TI'Kj), axi
3amisgHi 'y (QopMyBaHHI aHTEpHU[iiB, BCTAaHOBJEHO,
wo 'K, BUAB/IsAIa aKTMBHICTb y KOHIIEHTpawii 5x10°
19 r/MJT i IOCHITIOBaIa TIPOLIEC YTBOPEHHST aHTePUIIiB
y rameroditiB A. phyllitidis (Kazmierczak, 2003b) i
Blechnum spicant (Menendez et al., 2006a). ¥ aBox
BUMiB poauHu Schizaeaceae (Anemia phyllitidis i
A. mexicana) exsorenHa 'K, ctumyioBana po3Bu-
Tok rametoditiB (Nakanbisi et al., 1971). Kpim Toro,
manopote A. phyllitidis He yTBOpIOBaJia aHTEPUIIiB
npu BukopucranHi eksoreHHoi 'K, (Voeller, 1964). ¥
manopoti Ceratopteris richardii, HaBIIaKM, €K30T¢HHA
I'K, ctumyiroBaia po3BUTOK aHTepuiiB (Banks, 1993).
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Y Dryopteris affinis 00poOKa ayKCMHaAMH 1 TiOepeliHaMM
CTIPUYUMHSIIA aTlOTeHi10 (3KiHO1y CTeprbHICTh). Ex30-
rerHa 'K, y xoHueHTpauii 2,8 MKM mipusBoauia 1o
¢opMyBaHHs1 anoramHoro crnopodita (Menendez et
al., 2006b). TakuM yMHOM, HaBeJcHi JaHi CBigyaTh,
11O TiOepesiHM BiflirpaloTh OJHY 3 TOJOBHHUX POJIEH Yy
MpolieCi yTBOPEHHS CTaTi TaMeTO(iTOM.

BinomocTi mpo  B3aemopito  TibepesiHiB i3
iHIIUMU (iTOropMOHAMM Ta MeTaboJjliTaMu, SIKi MO-
XKyTh TIACUIIIOBaTH a00 MPUTHiYyBaTH ixHi edek-
TH, B peTyJslii mpolieciB ¢OpMyBaHHSI Ta PO3BUT-
Ky raMmeTodiTiB mamopoteil ¢dpparmeHTapHi. Tak, Ha
npukiaai rameTodita mnamnopoti Anemia phyllitidis
Oy/n0 3’SICOBaHO, III0 B PEryJsllil MPOLECiB PO3BUT-
Ky aHTepuiiB pa3oM i3 ridepediHaMu 3adiTHUN eTu-
neH. IlnTomopdonoriyHnmii aHami3 TPOIXEMOHCTPY-
BaB, 110 e(eKT Mii GiTOrOPMOHIB BUSIBJISIETHCS JIUIIIE
B MicClli po3TalllyBaHHSI aHTepUIiiB raMmeTodiTa i1 Ma-
TepUHCHKUX KJIITUH aHTepuIis. BUsiBieHo, 1110 eTuieH
MPUCKOPIOBAaB peopraHizallilo SAepHOT0 XpPOMaTUHY
i inoykyBaB cuHTe3 JIHK y sapi B aHTepumiaiabHii
YaCTUHI KJIITUH YoJji0Bivoro ramerodita (Kazmierczak,
2003b). Ha mnpuknami wmomesi (iToropMoHaabHOL
peryisuii B HAcCiHHEBUX POCIMH OyJI0 IOKa3aHo,
IO PO3BUTOK TamMeTodiTa IAIoOpOTell pPEeryIroeTHCS
LMTOKiIHIHAMM, ayKCMHAaMH Ta Tibepeninamu (Daviere,
Achard, 2013). ¥V ramerodirax Azolla pinnata R. Br.
i1 BIUIMBOM TiOepesiiHiB 30iJIbIIyBasach aKTUBHICTb
HiTporeHa3 (BiporiZHO, Take 3pOCTaHHS BigOyBayocs
3a paxXyHOK HiTporeHa3u IiaHobakTtepii Anabaena
azollae, 1O MICTUTBCS B JWCTKOBUX TOPOXHU-
Hax TMamopoTi SIK CMMOIOHT), KOTpa, y CBOIO 4ep-
ry, npurHiuyBaigacsg ABK (El-Desouky et al., 1987).
IIpu npopoctaHHi crop i popMyBaHHiI aHTEpUIIiB Y
manopoTti Anemia phyllitidis He BUSIBIEHO CUHEPTIIHOI
Jlii opraHi3My Ha BIUIMB TPUA3WHOHY, SKUA 30aTHUN
MPUTHIYYBaTH MO KJIITHH i [it0 TiOepesioBoi KUCIIO-
T, Ha IO MOXHa OyJio O CIoJiBaTHCS 3a aHAJIOTiEI0
3 KBITKOBMMU POCJIMHAMM, KOJAW MNpPU IIPOPOCTaHHI
pucy I'K, HiBemoBana nito TpuasuHOHY. B mamopori
TPUA3VMHOH TIPUTHIYYBaB TOMI KIITUH Yy cropax, a
obpooka 'K He 3Himana iHrioyrodoro edexTy, IO
CBiTUUTH TIPO BiAMIHHOCTI B peryisuii rideperiHamu
$i3i0NM0TIYHMX TIPOLIECIB Y HACIHHEBUX i CITIOPOBUX
pociauH (Schraudolf, 1984). HomaHi B XXUBWIBHE cepe-
JIOBUIIIE TSI IPOPOLIYBaHHS CIIop Pteris tripartita Sw.
caxapo3a Ta 'K, BrumBaniu Ha MopdoJioriuny OynoBy
raMmetodita. MakcuManbHy KiJIbKIiCTh CITOp, 11O MPO-
pOCJIM, CIOCTEpirajii B XKUBUJIbHOMY CEpPEIOBUII 3i
3HaueHHssMU pH 5.7 i 6.7. T1pu 11boMy 36inbLITyBaIacs
TaKoX JoBXHHa rametodita (Baskaran et al., 2014).
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OTxe, BCTAaHOBJIEHO, 1O  TribepenmiHaMm i
ridepesiHonoaiOHUM  pedyoBUHAM  (aHTEPUAIOTeHY
Ta aHTepuaioreHy-B) HaJIeXXUTh KJTII04O-

Ba poib Yy (opMyBaHHi CTaTeBOro MoJiiMopdizmy
narnoporenonioHux. 3aauInaloTbCs He3 SICOBAaHUMU
MUTAaHHS  B3aeMonii  ribepeniHiB 3  IHIIUMU
¢iToropMoHaMu TIpH 3AiMICHEHHI peryasuii nmpouecy
BU3HAYCHHS CTaTi, MOTPEOYIOTh TAKOX ITOHAIBIIOTO
BUBUYEHHS MEXaHi3MU il eHIOTeHHUX TibepeTiHiB i/
yac (popMyBaHHS OpraHiB rameTodira.

liGepeninn B peryisunii npouecy npopocTaHHs cHop.
liGepeniHM KOHTPOJIIOIOTH MPOLIECH IIPOPOCTaH-
HS cIiop y cnopoBux pociauH (Anterola et al., 2009;
Zhang, Dai, 2010). ¥ mpoBeaeHUX HaMM TOCTiIKEHHSIX
ribepeiHOMOAiOHI pPeYoBUHU Oyiau ineHTU(iIKOBaHi
y crnopax mamopoti Matteucia struthiopteris (L.) Tod.
IlopiBHIOIOUM TiOEpeniHU 3i CIOp POCIAUH in Situ
3 THUMH, KOTpi BIOPOJOBX POKY 30epiraaucsa B
snabopatopii npu Temneparypi +18—20° C, 6yno BuU-
SIBJICHO, 1110 B TUX POCJIWH, SIKi 30epiraaucs, KiabKiCTh
ribepeiHoNoniOHUX PEeYOBUH y ClopaxX 3HWXXyBajacs
mariixe BaBiui. Lle, Ha Haly AyMKY, 3yMOBJIEHO 3MEH-
LIIEHHSIM BOJIOTOCTIi IpU 30epiraHHi Crnop i MMOBipHOIO
HaCTYMHOIO iHaKTHUBalli€lo ridepeniHiB (Vasyuk et al.,
2011). Bimomo, 1110 11st IIPOPOCTaHHS CIIOP OLTBIIIOCTI
MmarnopoTeil HeoOXiTHMMM yMOBaMU € BoOJjiora, Tell-
50 (15—30° C) i cBiTiIO (OCOGIMBO YepBOHA YacTHHA
cnekrtpa). JloBeaeHo, 1110 npopocTaHHs cop Lygodium
Jjaponicum iHOYKYETbCS YEPBOHUM CBITJIOM ab0 €K30-
renHumu ridepeninamu 'K, (4x107M) i HU3bKUMU
koHueHTpauismu I'K;. CybonTimanbHi KOHIEHTpALLil
ribepestiHiB 30iIbIIyBaIy YyTJIUBICTh CIIOP 10 YE€PBO-
Horo cBitna. [IpunyckatoTsb, 1110 6ioCMHTE3 TibepelliHiB
3aJICKUTD Bifl CTYIIEHS aKTUBAIIil PiTOXpOoMy YepBOHUM
ciTiom (Kagawa, Sugai, 1991). CBiT/io i1 eK30reHHi
ribepesiiHu CTUMYJIIOBAJIM MPOLIEC MPOPOCTAHHS CIOP
nanopoteil pony Anemia. JloBeneHo, 110 MPOPOILY-
BaHHS criop A. mexicana i A. phyllitidis 3anexaino Bin
Bukopuctanud ridepeninis (I'K,, TK,, T'K, i I'K,) y
TeMpsIBi Ta Ha CBITJIi Tpu pi3HMX 3HaueHHIx pH. Bcra-
HOBJIEHO, IO JUISI PO3BUTKY CITOP ONTUMAJIbHUM €
3HaueHHs pH 6. KpiM Toro, o6uaBa Buau morpedysa-
JIA CBiTJIOBOI ekcnio3utlii (st A. phyllitidis — minimym
8 ron, nnst A. mexicana — 24 ron). Ilpu npopocTtaHHi
cniop epextuBHimmmu Busuncs 'K, i 'K, nix 'K .
YV TeMpsBi ribepelliHA Kpallle CTUMYJIIOBaIU ITPOpOC-
TaHHS criop Tanopoti A. phyllitidis, HiX A. mexicana
(Nester, Coolbaugh, 1986). Y maropoti Pteris inermis
(Rosenst.) Sota ek3oreHHa 00po0OKa cITop ribepemHamMu
Ta OCH3WJIAMiHOIYPMHOM TeX MPUCKOpIOBaja Ipo-
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nec mpopocranHs (Tanco et al., 2009). Ex3sorenHi
metusiosi edipu I'K, i 'K, crumymoBanu mpopoc-
TaHHS CcTIOp TanopoTi Lygodium japonicum y TeMpSIBi,
OJTHAK JIJIsI aKTUBallii TPOLECiB MPOPOCTAHHS METUIIO-
Buii edip 'K, BussuBca y 100 pasiB edeKTUBHIILMM,
Hix 'K, . OnTrMaibHOI0 KOHLEHTPALIEIO TiGepelTiHy
BBaxaeTbess 107°—107° M (Hara et al., 1988). JTose-
newo, o I'K, i 'K, 3naTHi mpoayKyBaTi MpopoCcTaH-
Hs criop nanopoteit Ceratopteris richardii y TeMpsiBi
(Banks, 1993).

Otxe, 3’scoBaHO, IO TiOepesiHM HajexXxaTh M0
KJTI0OYOBUX KOMIIOHEHTIB, SIKi TIO3UTMBHO BILIMBA-
I0Th Ha MpOlIeC MPOPOCTaHHS CIop naropoTeil. Bon-
HOYac 3ajJMIIAIOThCS MAJIOHOCITIMIKCHUMU TUTAHHS
CTOCOBHO €(heKTMBHOTO BUKOPUCTaHHSI TibepestiHiB
IIJIsT ONTUMi3alii IpopocTaHHsS CIop i (opMyBaHHS
raMmetodita narnopoTeit y KyJabTypi in vitro.

Tibepeninn B €BOJIIOLIHNX OCTiIZKeHHAX.
liGepeniHu € BeIUMKOI pPOAUHOK (HITOTOPMOHIB,
SIKi BillirpaloTh BaXKJIMBY POJb y pealizallii IMpOKO-
Tro CHeKTpa peaklUii-BiAIMoOBiAed YINPOAOBX YCHOTO
XUTTEBOTO LUKIY pociuH. HasiBHiICTh IMX pEeYOBUH
y OakTepiii, rpu0iB, CIIOPOBUX i HACIHHEBUX POCIUH
pa3oM i3 YHi(DiKOBaHICTIO iXHiX OCHOBHUX CTPYKTYp-
HUX €JIEMEHTIB CBiTYUTH IIPO Te, IO CUHTE3 IINX CITO-
JIYK CTaBCsl Ha paHHiX eTanax eBoJirolii. EBosoniiiHi
TpaHcdopMallii BinOyBalOTbCs Ha Pi3HUX iEpapXiyHUX
PiBHSIX — BiJ MOJIEKYJIM 10 eKocucTteMu. OTxXe, BUB-
YeHHS IUISIXiB CMHTE3Y TibepeniHiB i 0coOmMmMBOCTEi
ribepeiHOBOro CUTHAJIbHOTO NUISIXY B MPEICTABHUKIB
Pi3HMX CUCTEMaTUYHUX IPYIl OIOCEPEIKOBAHO CIIPUSIE
BU3HAYCHHIO CHUCTEMATUIHOTO IIOJIOKECHHS BUAY,
OCKiJIbKU J03BOJISIE 3pOOUTH MPUITYIIEHHS MPO Horo
eBOJIIOIiiHE TIOXOMKeHHsA. Hampukimam, 3aBIsIKH
MOPiBHSHHIO CTPYKTYpHU aHTEPUIIOreHYy I1aropoTeid
opsanky Osmundales i Tpymu JIENTOCIIOPAHTiaTHUX
MmanopoTei 0yJ10 MiATBepIXKEHO TiloTe3y Mpo Te, IO B
Mpolieci eBOJIIOLIIT BigOyBajacsl 3MiHa IUISIXiB CUHTE3Y
ribepeninis (Greer, 2013).

PosmmmgpoBka nuIsIxiB mnepefadi ribepeaiHOBOTO
curHajgy B apabimornicucy Ta pucy CIIOHYyKa-
Jla JOCHITHUKIB TIPOJOBXMTHU TIOLIYK i 3OiMCHUTH
MOPIBHAHHS NUISIXiB (POpMYBaHHS TaKOrO CUTHa-
JIy B POCJIMH Di3HOTO CHUCTEMAaTUYHOIO ITOJOXEHHS
(Hedden et al., 2001; Friedman et al., 2004). Kiro-
YOBMM MOMEHTOM Iiepenadi TibepesiHOBOro CHUTHa-
Iy (mocmimkeHMMH y a3y TpOpOCTaHHS HACiHHS
Ta MPU PO3TATYBaAHHI KJIITWH) BUSIBUJIACS B3a€EMOMis
rioepeninoBux penenropiB (GID1) i3 F-box-6inkamu,
KOTpPi, Y CBOIO 4Yepry, KOHTPOJIOIOTh PO3KIaJaHHS
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DELLA-6inkiBi perymoioTh Iporecu MopdoreHe3sy, 3a
siki BignogigatoTh rioepeninu (Ueguchi-Tanaka et al.,
2005; Nakajima et al., 2006). I'i6epeniHoBi peLienTopu
HaJIeXaTh 10 BEJIMKOI POAMHY TOPMOHOYYTIIMBUX JIiTa3
i3 3D crpykTypoio. Tomonoru GID1 3B’3aHi 3 KapOOK-
cujecTepa3amMu i po3MOBCIOIXKEHI B YChOMY POCIIMH-
HOMY CBiTi, aji¢ MaloTh BiAMiHHOCTi B ITOCJiJOBHOCTI
amiHokucnotr (Marshall et al., 2003). Ockinbku
CKJIaJOBi TiOepesiHOBOr0 CHUTHAJbHOIO IUISIXY B
MPEeICTaBHUKIB Pi3HUX CUCTEMAaTUYHMX IPYIT BiAMiHHi,
11e JO3BOJISIE BiICTEXXYBAaTU CUCTEMATUUHi 3B’ SI3KU MiX
aHuMH (Friedman, 2004). B ocHOBY mocimimkeHb Oy10
MOKJIaICHO BUBYEHHS IIOCHIIZOBHOCTI CITONyYeHb Yy
ribepelliHOBIM CUTHaAJIbHINA cucTteMi apabigoricucy.
HocnimxeHHs pelenTopiB Iepeaadi TideperiHOBOro
CUTHAJTy B JIOBOJIi IIIMPOKOIO CIEKTpa MPeACTaBHUKIB
pI3HMX CHCTEeMaTUYHMX TpYyH, cepel SKUX Tpuom
(Gibberella fujicuroi (Sawada) Wollenw.), BOmOpocCTi
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Tracheophytes

(Cianidioschyzon merole ta Clamydomonas reinhardtii
PA. Dang.), Moxu (Physcomitrella patens (Hedw.) Bruch
& Schimp.), mnayHononioHi (Sellaginella moellindorffi
Hieron.), manopotenonioHi (Ceratopteris ricardii) Ta
rojioHaciHHi (Pinus sylvestris L.), 1ano 3Mory nmpoBecTu
PEKOHCTPYKILil0 TeHOMHOI Ta OiJIKOBOI MTOC/iJOBHOCTI,
BHACJIIOK YOro OYyB BUSIBJICHMI 3B’SI30K, SIKWI1 3HaM-
IIOB BiTOOpaXXeHHS Y BUIJISIAI 3arajibHOMPUNHSTOL
eBOJIIOLIHI cxeMu, Ta cOpMyIIOBaTU IBi BiporimHi
rirnoTe3u €BOJIIOLIHOTO PO3BUTKY POCIMHHOTO CBITY.
Ilepma rimore3a (puc. 2) 06a3yeTbcs Ha TOMY, IO
ribepe/iHoBUl CUTHAJIbHUM ILUISIX Y CYOIMHHUX POC-
JIMH PO3BUBABCSI Yepe3 JIiHil0 3arajbHUX TPEeIKiB i3
MOXaMH, TUMYACOM SIK JIpyra pO3TJISIaE MOXIIMBICT
¢dopMyBaHHSI CUTHAJILHOTO ILILISIXY BiJl OMHOKJIITUHHUX
BOJOPOCTEi, sIKi €BOJIIOLIIOHYBAaAM B MOXOINOMiIOHI
(Vandenbussche et al., 2007). Lli rimore3an He MOX-
Ha BBaXaTu Oe33alnepeyHUMM Yepe3 HeAOCTAaTHICThb

Ranunculales (Aquiegia formosa x pubescens)
Soybean. cotton)

Monocots (Rrce, Bartey, Sorghum, Maize)
Caryophyliales (/ce plant)

Coniferales (Pinus taeda)

Rosidae (Arabidopsis. Poplar, Medicago.,
Solanales (Potato. Nicotiana, Tomato)
Asterales (Sunflower)

Magnohaceae
Vitales (Grape)

i

Astendae

7‘

Eudicols

Lignosae

® hypothesis 1
X @ hypothesis 2

Puc. 2. T'ibepeninoBuit curHanpHM nUTsIX (32 Vandenbussche et al., 2007)
Fig. 2. Gibberellin signaling pathway (according to Vandenbussche et al., 2007)
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npoBeAeHUX nociimkeHb. KpiM Toro, icHye aymka,
10 HAsgBHICTb y POCJWH TibepesiHOBUX PEeLeNTOpPiB
i TTOB’I3aHMX i3 HUMM OiJIKiB HE € HECIPOCTOBHUM
JIOKa30M TOTO, IO ILi PelenTOpu MOXYTh pearyBa-
™ Ha TribepeniHoBuii curHan (Provasoli, Carlucci,
1974; Erokhin, 1999). BomHoyac rpubu i pociu-
HU MICTSITh OJHAKOBI KOMIIOHEHTM TiOepeiHOBOIO
CUTHAJIBHOTO TUISAXY, IO OIIOCEPEIKOBAHO BKa3ye
Ha CXOXicTb po3BUTKY TibepeniHiB (Yasumura et
al., 2007). ¥V mpocTilmMx oOpraHi3MiB TaKWMil IIIJISIX
BiICYTHi/l, MOX! Ta JUIIAWHUKKM XapaKTePU3YIOThCS
YaCTKOBOIO TOMOJIOTi€I0 3 apabigorcrucoM, THMYACOM
aK ais1 1ayHka Selaginella moellendorffii moxazana
HasIBHICTh aHAJIOTIB [JIsI KOXXHOIO KOMITOHEHTa CUT-
HajbHoro nuisixy (Hirano et al., 2007). IlopiBHSIHHS
KOMITOHEHTIB TiOepeiHOBOrO CUTHAJILHOTO IIJISIXY
pi3HUX BUIIiB POCIWH CBiTYUTh Ha KOPUCTb TiCHOTO
€BOJIIOIIIAHOTO 3B’SI3KY MiX T'OJJOHACIHHUMM, OIHO-
IOTPHUMHU ¥ IBOOOJBHUMU POCIMHAMU, HATOMICTh
y HECYAWHHUX POCJIMH TOJOBHMX O3HAK KJACUYHOTO
UISIXY BUSIBJIEHO He Oyio (Vandenbussche et al., 2007).
Otxe, IpoOBeIeHUI aHami3 i y3araJlbHeHHs JaHUX
JIiTepaTypHHUX JKepesl CBiMIUTh Mpo Te, 0 Halikpa-
IIIe BUBYCHUMU B MAITOPOTEHl € cTaTeBa IeTepMiHAIIis
Ta KOHTpOJb TidepemiHamMu mpoleciB (opMyBaHHS
1 po3BUTKY rametodita. YacTKOBO JOCHiIXEHO pe-
TYJASTOPHY POJb TiOepelliHiB MpU MPOPOCTaHHI CITOP
namnopotei. Jlyxke mMajno BimoMocTedl Mpo ribepesiHu
cnopoiTiB i peryisuilo HUMU TPOLECIB POCTY Ia-
MopoTell Ha pi3HUX eTamax oHToreHe3y. Hemoc-
TaTHbO BMBUEHO B3aEMOJil0 TiOepeniHiB i3 iHIIUMU
(¢iToropMoHaMu Ta META0OJTITAMU MTPU MEPEXOi Maro-
poTeit i3 BereTaTUBHOIO 0 TeHEPATUBHOIO TUITY PO3-
BUTKY. BiACYTHi BitoMOCTi mpo BUBYEHHS BILJIMBY €K-
30reHHUX (haKTOPiB HA YTBOPEHHS Ta CKJIaf ribepestiHiB
y criopax i raMmerogiTi. B momanbmmx moCimKeHHSIX
CJIiJl 30CEPEAUTUCS Ha BUBYEHHI B3a€EMO3B’SI3KiB MiX
IHTEHCUBHICTIO POCTOBUX IIpOLIeCiB i TibeperaiHamu,
MpoaHalizyBaTU OCOOJMBOCTI iXHBOI JoKamizalii B
npolieci oHToreHesy. JlocaimKeHHsT poJli ribepesiHiB
Yy OHTOTEHE3i CIPUITUME B TOAATBIIOMY 3’ICYyBaHHIO
MUTaHHSI, Y4 MOXYTh OYTU €BOJIOLIiHI 3MiHU B
MeTaboi3Mi (hiTOTOPMOHIB OJHUM i3 YMHHUKIB, 1O
3yYMOBJIIOIOTh Pi3HOMAHITTSl POCIMHHOTO CBITY.

Asmopu eucnoenwwoms wupy noosaxKy npogecoposi,
0-py OGion. mayk Bipi Bikmopisui Ilpomononosiii 3a
HayKosi KoHCYAbmayii ma donomoey y 6U3Ha4eHi cucme-
MAMUYHO20 NOAOJNCEHHS 32a0anux y cmammi udie nano-
pomeil.
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HMuctutyt 60Tanuku umeHu H.T. XonogHoro
HAH Ykpaunsl . Kue

B o630pe mpencraBieH aHAU3 IUTEPATYPHBIX TaHHBIX, TIO-
CBSIIIIEHHBIX Pe3y/IbTaTaM U3yuyeHUs TMOOEpeUITHOB U OTIpe-
NIEJIEHUIO WX POJIM B PEryJSILMM OTAENbHBIX (DU3UOIOTHuYe-
CKMX TPOLIECCOB y TipeAcTaBuTeneit otnena Polypodiophyta.
O060011IeHBl CBECHNWSI O JIOKAIM3allMd TUOOEepeNIMHOB B
pa3IMYHBIX OpraHax MarnopOTHUKOB, UX B3aUMOJAEHCTBUHU C
npyruMu GUTOTOPMOHAMMU, @ TAKXKE O BIUSTHUY Ha Pa3BUTHE
raMeToduTa M PEryJsiuIo Mpolecca MpopacTaHusl CIiop.
PaccmarpuBaeTcst 3HaYeHHE SKCIEPUMEHTATbHBIX TaHHBIX
0 THOOepeTMHAX TIPU OCYIIECTBICHUM 3BOJIOIIMOHHBIX
WCCIIeIOBaHMIA, HAMPABJICHHBIX Ha BBIICHEHUE MepapXuue-
CKOT0 TIOJIOXKEHUSI MTAITOPOTHUKOB B CUCTEME PACTUTEILHOTO
11apcTBa.

Kawuesuvie caoea:eubbeperrutsl, NGnopomHuku,
buonoeuneckue QyHKyuU, puzuosoeutecKue npoueccyl,
2604HOUUS.

Vasjuk V.A., Kosakivska I.V. Gibberellins in ferns:
participation in regulation of physiological processes. — Ukr.
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Literature data on gibberellins studies, their biological role
in regulation of physiological processes in representatives
of Polypodiophyta are analyzed. Localization of gibberellins
in fern organs, their interaction with other phytohormones,
their influence on gametophyte development and spore ger-
mination are reviewed. The role of gibberellins in evolution-
ary processes in consideration of general concept of the plant
kingdom evolution is discussed.

Key words: gibberellins, ferns, biological function,
physiologycal processes, evolution.
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