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B ornsai anamizyloTbesl JliTepaTypHi JaHi, NPUCBSIYEHI pe3yjabraTaM BUBYEHHS TiOepesiHiB i
BU3HAUEHHS IXHBOI POJIi B peryisiii okpeMux (i3iojoriyHux IpoLeciB y MpeacTaBHUKIB BiIiay
Polypodiophyta. Y3araibHeHO BiZIOMOCTI TIpO JIOKaJi3alilo TiOepetiHiB y pi3HUX opraHax maropoTei,
iX B3aemojil0 3 iHIIMMU (ITOrOpMOHAMM, a TaKOX BIUIMB HAa PO3BUTOK ramerodirta i peryssiito
MpoLeCy MPOPOCTaHHs crop. Po3risinaeTbest 3HaUGHHST eKCepUMEHTaIbHUX JaHUX IpOo ridepeiHu
Yy MPOBEIEHHI €BOJIOLIIMHUX MOCHIIKEeHb, Ki CIPSIMOBaHI Ha 3’SICYBaHHS i€papXiYHOTO TMOJOXEHHS
MarnopoTeil y cucTeMi pOCIMHHOTO 11apCTBa.

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

Ho ribepeniniB (I'K) HajmexuTb Beauka TIpy-
ma diroropMmoHiB (monanm 130 ¢opm) i3 mmpo-
KMM CIIeKTpOM peaklifi-BiAMoBifei, 3amisiHUX Yy
KUTTEBOMY LIMKJIi POCIMH, TIpubiB, BOAOPOCTENL,
MOXiB, JUIIARHUKIB 1 OakTepiii. ['GepeniHu peryJio-
I0Th TIPOILIECU TPOPOCTAHHSI HACiHHS, KOOPAUHYIOThH
MOAT KJITUH 1 iXHIll pO3TAL, NETEPMiHYIOTh CTaTh,
iHAYKYIOTb LIBITIHHSI KBiITKOBUX POCAMH Tollo (PeiiBH
u 1p.,1990; Kymaesa, I[IpokomiieBa, 2004; Ky3He1os,
Hmvutpuena, 2005; Nakajima et al., 2006). I'iGepeninu
IOCTIIXYIOTBCSI 32 TphOMa OCHOBHUMM HarpsiMa-
MU: 1) BUBYAIOTHCS OCOOJMBOCTI IXHBOTO OiOCUHTE3Y
Ta pI3HOMAHITTS; 2) 3’SICOBYIOThCSI  OiOJIOTiUHI
¢yHKIIi Ta BIUIMB TibepeniHiB Ha ¢i3iojoriuyHi npo-
necu; 3) 3OICHIOETHCSI TIOIIYK HOBUX TiOepestiHiB.
HalinetanpHille mpoaHani3oBaHO BIUIMB TiOepesiHiB
Ha TIpolieCHU pocTy HaciHHeBUX pociauH (Mac Millan,
2001). Okpemo BuBYanM ribepeninu Oakrepiii (Mac
Millan, 2001), rpu6iB (AHopuaHoBa W ap., 1993),
GaraToKJIiTMHHUX  Bojopocteit  (Mowat,  1965;
Tarakhovskaya et al., 2007), MoxiB, IUIIAHUKIB
(Erglin et al., 2002; Sabovljevic et al., 2014) i marropo-
teit (Mac Millan, 2001; Tanurdzic, Banks, 2004).
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ITanopori (Polypodiophyta) — onHi 3 HaliIaBHIIIKX i
HalYMCeIbHIIIUX POCIUH Ha 3eMJIi — HapaxOBYIOTh Bil
10000 mo 12000 BUaiB, BOHU PO3MOBCIOIXKEHI HA BCiX
KOHTMHEHTaxX 1 MNpeaCTaBlIeHI Pi3HUMU KUTTEBUMM
dopmamu. [TanopoTi HamexaTh 10 CYAMHHUX CIOPO-
BUX POCJUH, OBIICTD i3 SKUX € PiBHOCITOPOBUMMU.
IxHi XMUTTEBi UMKIM CKIIANAIOTBCS 3 4YepryBaHb re-
TepOMOPMOHUX MMOKOJiHb i3 JOMiHYBaHHSM BiJIbHO
icHyroyoro criopodira. Iameroditu — nBOCTaTeBi,
YTBOPIOIOTh aHTEPU/ii Ta ApXETOHil i € HE3aIeXKHUMU Y
CBOEMY XKUBJIEHHI Bil ciopodiTa, IKMii Ma€ COpycH Ta
crnopanrii. MopdosoriuHi i iziosioriyHi ocodJUBOCTI
MPOIIECiB MPOPOCTAHHS CITIOp, PO3BUTOK rameTodiTa,
BIUIUB Ha Li Mpouecu pidHuX (akTopiB (30Kpema,
CBiTJIa), OCOOJMBOCTI OHTOTEHE3y 3apoaKa, Mopdore-
He3 3apOoCTKa, CTAHOBJIEHHSI MEPUCTEMU raMeTodiTa it
0CO0IMBOCTI 1T (pOpMyBaHHSI, a TAKOX MPOLIECH OOTaMii
MpoaHaJli3oBaHi B 0aratboX AOCHiIKEeHHsIX (IeMKuB,
CriTHuK, 1985; bapabanimukona, 2009; Voeller, 1971;:
Ranker et al., 2004; Tanurdzic, Banks, 2004; Valledor
etal., 2014).

Mertoro Haioi mmyosikaiii OyB aHati3 i y3araJbHeH-
H$I BimoMocTeii po 6ioJIoriuyHYy poJib ridepesTiHiB, IXHIO
Y4acTh y PETYIISLil OKpeMuX (Pi3ioOriYHNX MPOILIECiB Y
MpencTaBHUKIB Bigainy Polypodiophyta.
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Jlokanmizamisi riGepeninis y opraHax cmopodira i
rametodita manoporeii. 1151 pisHUX BUIIB POCIUH Xa-
paKTepHU cieun@iyHMA TKICHU i KiTbKICHUI CKITIaI
ribepeniHiB, SIKWI 3MiHIOEThCS HA MEBHUX CTaisIX poc-
Ty ¥ po3BUTKY. B KOXXKHOTO BUIy € TOMiHYIOUi (aKTMBHI,
abo «poboui») ridbepeniHu, 3aaisiHi y diziosorivyHux
npoiiecax, i rioepemiHu, sgKi € MPOMIKHUMHU JaH-
kamu cuHTedy 1ux ditoropmoni (Kymaesa, Ipo-
komuesa, 2004; Daviére, Achard, 2013). I'iGepeninu
JIocIiakeHi y cnopodirax i rametoditax namnoporei
Cibotium, Blechnum, Dicksonia, Dryopteris, Lygodium,
Anemia, Ceratopteris i Psilotum, gKi HajgeXaTb 10 poO-
nuH Cibotiaceae, Dicksoniaceae, Blechnaceae, Dryopte-
ridaceae, Lygodiaceae, Anemiaceae, Pakeriaceae,
Psilotaceae. Cepen HUX € JepeBOMOAIOHI BUIH,
miaHu, remikpunrtoditu i emigitu. [Ipu BuBUYeHHI
ribepesiHiB  3aCTOCOBYIOTbCSI METOAM Ta3oBOi i
pinnHHOI XxpoMaTorpadii Ta Mac-crieKTpoMeTpii. B mo-
JIoMUX ICTKax (Basix) criopodditi mamoporeii Cibotium
glaucum (Sm.) Hook. & Arn. i Dicksonia antarctica
Labill. 6y;m Busineni ricepeninu I'K |, 3-eni-TK , 'K,
'Ky, lla-rinpokci-I'K,,, 12a-rigpokci-I'K ,, TK
K, I'K,, I'K,, 'K, I'K,,, TK,, TK,, 'K, i 'K,
psa TOIepenIHUKiB, a TaKoX OKcoauriapodaseeBa
Ta Tigpokcuauriapodaseena i abCLM30Ba KUCIO-
™ (ABK). Came B LUX AOCHiIKXEHHSIX yrneplie Oyjio
3HaiimeHo y BuIMX pocauH 'K, . V KigbkicHOMY
BMICTi TiOepelliHiB y AOCHiIXYBaHUX BUIIB BUSBU-
JIM BiAMiHHOCTi. 3arajbHa KiJbKiCTb TiOEpesiHiB Y
C. glaucum Gyna 3HayHO OiNbILIOO, HiX y D. antarctica.
Bwmict abciim3oBoi KuciaoTu BUILMii y D. antarctica, Tofi
sk y C. glaucum nepeBaxaia okcoquriapodaseena Kuc-
JIOTa, 110 OMOCEePeaKOBAaHO BKa3ye Ha CIelu(iuHiCTh
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(iTOrOpMOHANIBHOT ~ PETYJISALIl TPOLECY PO3BUTKY
crniopoiTa B pi3HuX BUAiIB nmamnoporteil (Yamane et al.,
1988a).

HocaimkeHo TaKoX CKJaf ribepesiHiB raMeTodiTiB
naroporeii. Y d4oJsioBiumx i XiHoumx rameTtodiTax
Blechnum spicant (L.) Roth 6ynm Bussneni I'K,, TK,,
I'K,, TK,, TK,, I'K,, npuyomy 3a BMicTOM nepeBa-
xamm 'K, TK i 'K, (Menendez et al., 2006a). ¥
rametoditi Dryopteris affinis (Lowe) Frasser-Jenkins
Ha pi3HUX cTaaisgx OpMyBaHHS allOTaMHOTO 3apojKa
Oyau BusHaueni 'K, TK,, TK,, I'K,, TK, Ta inxosmin-
3-ouroBa kuciora (IOK) (Menendez et al., 2006b).
BcraHoBneHo, 1110 pi3Hi BUIU poay Anemia xapakTepu-
3yI0ThCs crienudivHnM ckiramoM rioepeniniB (Furberg
et al., 1990). B anrepunisix Anemia phyllitidis (L.) Sw
susiBiieHa 'K, (Kazmierczak, 2003a, b), a I'K,, TK; i

66

I'K,, — B pu3oinax i MOBEpXHEBiil YaCTHHI MPOTATOM
pocrty Psilotum nudum (L.) P. Beauv. (Abul et al., 2010).

TakuMm 4yuHOM, HalKpallle BUBYUCHUMH 11010 CKJIa-
Ity TiOepestiHiB i IXHbOI POJIi B MPEACTABHUKIB BiILTy
Polypodiophyta € rametoditu. BogHouac ribepeniHu
cnopoiTiB  3aIMIIAIOTBCS  MaJIOAOCTiIKEHUMU,
0COOJIMBO CTOCOBHO (DEHOJIOTIUHUX (a3 PO3BUTKY
XKUTTEBUX (POPM.

I'ioepeninu Ta po3suTok ramerodira. Ocob1mBa yBara
OTEPUIOJIOTIB 30CcepeakeHa Ha BUBUEHHI raMeTodiTa,
¢opMyBaHHi CTaTeBUX OpraHiB, YTBOPEHHi 3UTOTU I
3apoaka criopodita (Tanurdzic, Banks, 2004). ITepime
MOBiTOMJIEHHS PO POCTOBI TOPMOHU B rametodirtax
nanoporti Cyathea spinulosa Wall. 3’saBunocst B 1938 p.
(Albaum, 1938). Y noganblunx AOCHIIXKEHHSIX CyaAUH-
HUX POCIMH OyJIO 3’sICOBaHO, 110 PETYJISILIisl cTaTeBOi
JeTepMiHallii BigOyBa€eTbCSl 3a ydyacTio TiOepeliiHiB,
SIKi TPUCKOPIOIOTh PO3BUTOK YOJIOBiUOi KBITKU B OfI-
HOJOJIbHUX 1 aKTUBYIOTb (DOPMYBaHHS KiHOYOT KBITKU
y nasoposbHuX BuAiB (Dellaporta, Calderon-Urrea,
1994). ¥V xapoBHX BOZOPOCTEH i MaropoTeii ribepeaiHnm
crnpusitoTh opmyBaHHIO aHTepuaiiB (Kwiatkowska et
al., 1998; Kazmierczak, 2003; Menendez et al., 2006b).

HasBHi B JiTepaTypi BiZOMOCTi Mpo JIOKadi3allito
ridepeniHiB y opraHax criopodira it raMmerodira marmo-
poTeil y3arajqbHeHi B TaOJMLII.

HoBeneHo, 110 picT rameTodirta BiZOyBa€eThCcs 3a
paxyHOK BEpXiBKOBOi MEpUCTEMU, B SKili 3Haiime-
HO crneuu@iyHUii TOPMOH aHTEPUIIOTeH — peryss-
TOp TIpotiecy (popMyBaHHSI aHTEPHUIiiB Ha 3apOCTKaX
rnmaropoTreii. AHTEpUIIOTeH Ma€ Yy CBOIN CTPYKTYpi
ribepeiHOBUIA CKEJET i MPOSIBIIsIE TiOepeniHOMOAIOH
BjaacTuBoCTi. [lpoTe mIs KOXHOrO BUAY ITaropo-
Ted XapakTepHa crenudiyHa XiMiyHa CTPYKTypa
aHTepuaioreHy (puc. 1). [o1oBHUMU aHTepuAioreHaMu
BBaXXalOTh: Y BUIiB NATIOpOTi Anemia phyllitidis (L.) Sw.,
A. hirsuta (L.) Sw., A. rotundifolia Schrad. i A. flexuosa
(Sav.) Sw. (Yamane et al., 1987) — antepuaieBa kucio-
Ta; B A. phyllitidis — TK, , (3 a-rizpoxkci-9), 15-mukio-
'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,,, merunosuii edpip — I'K,, i mertunosi edipu
i Bigomux ridepeninis: I'Kg, TK,, 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 'K ; i T'K;, a takox

JEKiNTbKa MOXiTHUX MOHOTiAPOKCi-T'K, ., AKi BBaXKaroTh-
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Jlokanizauis riGepetiHiB y opranax nanoporeenoaionnx

Micue nokanizartii Bun nanopori l6epeninu JIxxepesio
. .. N I'K,, 3-eni-I'K , I'K,, I'K,, 11a-rinpokcu-
M Cibotium glaucum (Sm.) Hook. & Arn. ” 125 TRy
cn?)ﬂzlcllii);:ﬂm ) : y . ( ) X I'K,,, 120-rinpoken 'K ,, K, TK,, TK g, Yamane et al., 1988a, b
P Dicktonia antarctica Labill. K, TK,, K, TK, 'K TK, iTK,
Puaoia i nopepxitepa Psilotum nudum (L.) P. Beauy. IK,, TK,iTK,, Abul et al., 2010
yacTUHa
AnTepumii Anemia phyllitidis (L.) Sw. 'K, Kazmierczak, 2003a,b
lametogit Blechnum spicant (L.) Roth 'K, IT'K,, IT'K,, TK,, 'K, TK, Menendez et al., 2006a
TameTodit Dryopteris affinis (Lowe) Frasser-Jenkins I'K, 'K, TK,, K, T'K, Menendez et al., 2006b
anrepuzioreH-B, 'K, metnnosuii edip I'K,;,
Tavetodi 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,
TameTtodit L. japonicum (Thunb.) Sw. meTuiosi edipu K- i 'K, Yamane et al., 1988
Tavetodit L. mtcrop.hyllum (Cav.) R. Br., METHWJIOBI 6(11191/1 I'K,,iTK, noxinui Kurumatani et al., 2001
L. reticulatum Schkuhr MoHoriapokcu-I'K,
Tavetodit Anemia phyllitidis (L.) Sw. I'K, I'K,, IK,;;, 15-unkno-I'Ky; 3-eni-T'K, | Furberg et al., 1990; Yamauchi
aHTepUJieBa KUCIOTA et al., 1995; Yamane et al., 1987
lametogit A. mexicana Klotzsch 'K, S-mukno-T'Ky Furberg et al., 1990
A. hirsute (L.) Sw., A. rotundifolia Schrad i
TameTtodit irsute ( N ;Ze;it}osa :(;:\7) g:/'m chradt aHTepHIieBa KucaoTa Yamane et al., 1987
Tamerodit Ceratopteris richardii Brongn. aHTepuioreH Banks, 1993

cs nonepegHKamu antepuaioreny (Kurumatani et al.,
2001). ToBeaeHo, 1110 32 YMOBU BUCOKO1 KOHLIEHTpAaLIil
aHTEePUIIOTeHY V BEPXiBKOBIiil MeprcTeMi TameTodiTta
i Anemia BinOyBaeTbcsi (HOpMy-
BaHHS OJHOCTATEBOTO YOJIOBIUOTO, a B pasi i#oro
BiICYTHOCTiI — XiHOYoro rametodira. Hu3bkuit BMicT
aHTEPUIIIOTeHY CYIIPOBOMXKYETHCS TTOSBOIO ITBOCTATE-

poniB Lygodium

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

Fig. 1 Chemical structure of
antheridiogens of Schizaeceous

ferns (according to Yamauchi et

al., 1996)

(Furberg et al., 1990, 1995).

aHTepPUIiOreHy,

=0H)

3d: GAgg-Ma [R'=R%=H, R=0H)
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COOCH,
3a: GAz-Mae (R'=R%=R"=H)

3b: GAgg-Me (R'=DH, R%=R*=H)
3c: 3-epi-GAge-Me (R'= R=H,

R*=CHa}

BOTO 3apOCTKa, SIKMI MICTUTh aHTEPUAil I apXeroHii

Mopdooriuai JOCTiIKeHHS alliKaabHOI MEPUCTE-
Mu rametoditiB Osmundastrum cinnamomeum (L.)
C. Presl, BUpOIIeHNX Ha TMOXWBHOMY CEpEIOBHUIIIL
3 pgomaBaHHAM I'K,, KWl BBaXaeTbcs aHalIOrOM
MoKa3ajay, IO TOPMOH 3aTPUMYy-

COOH
2a: Gy (R'=0H, R°=H)
2b: GA, g (R'=H, R*=0H)

da: GAg-Me (R'=RZ=R*=R"=H, R7=CH,)
4b: GAsp-Me (R'=R%=A"=H, R%=0H,

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

4d: 3-epi-GAg; (R'=R*=0H, R*=R*=R"=H)
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BaB TEMITM PO3BUTKY 4YOJIOBiYOro ramerodira. AB-
TOpU TEPEeKOHaHi, 110 1e MiATBEPIXKYE iCHYBaHHS
aHTepumioreHHoi cucteMu B O. cinnamomeum i €BO-
JIIOUIMHAN MeXaHi3M PO3BUTKY TOMYJSLIA TIpynu
JienTocrnopaHriiB  Leptosporangiate (Hollingsworth et
al., 2012). Y mamoporteii pony Anemia BUBYAIIN IIIISIX
cuntesy I'K, i 'K, aKuii Npu3BOAMB 10 YTBOPEHHS
aHTepUJIioTeHy. 3arajloM aHTepuAioTeH OyB 3HAWICHUI
y TUX BUAIB manopoteit, axi cuntesyrots '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 ramMeTodiTiB MarnopoTi
Ceratopteris richardii Brongn. aHTepUIioreHOM, SIKWiA
BUIiJIEHUI 31 CITOp iIHIIMX BUAIB LIOIO POy, CIIpUsIa
YTBOPEHHIO YOJIOBIiYMX raMeTo(iTiB, 1110 CBIAYUTD PO
iCHYBaHHSI MEXaHi3My peryJsiii KOHTPOJIIO CTaTeBOl
nerepMiHalii rioepeixinamu (Banks, 1993). 3 metoro
BU3HAYEHHS POJIi Ti0epesTiHiB y 1eTepMiHyBaHHI CTaTi
rametodira nanopoti Blechnum spicant L. ii 0yno 06-
po6ierHo 'K, ., AKWiA BBaXaeTbCs aHTEPUIiOTEHOM
LILOrO BUAY TamopoTeif, Ta iHTiOITOPOM CHUHTe-
3y TibepelliHiB — (ayprpimMigosoM Ha cTaiii yTBO-
PEHHST E€HT-KaypeHy (3araJbHOro TeTPalUKIiYHOTO
IoTepeIHNKa BCiX TiOepesliHiB) 10 KaypeHOBOI Ku-
ciotu. B pesynbrarti 0yj0 3’sicoBaHO, 110 e(eKT Bif
Bukopuctanua I'K, . Ha (opMyBaHHA aHTEpUIiB
i apxeroHiit OyB HOCUTH ciabum, a Qayprpimigo
MPUTHIYYBaB  HOPMaJbHUI  TIPOLIEC  YTBOPEHHS
aHTEepUIiiB, IO CBIMYUTH MPO Yy4YacThb TribepestiHiB
y nmerepMinauii crari (Menendez et al., 2006a). ¥
HOBITHIX JOCJIIKEHHSIX MOKa3aHo, IO iHAYKILis
aHTEPUIIOTEHOM PO3BUTKY UYOJIOBiUOro ramerodira y
Bechnum spicant cynmpoBOIKYEThCSI aKTHBAIIi€0 3a-
XUCHUX CUTHaJIbHUX MeTabomiuHux nuisxiB (Valledor
et al., 2014). BuBuatoun peaxkiiii-BiaIoBiai raMmeTodita
naropoti Anemia phyllitidis Ha BIJIUB ceMM €K30TeH-
Hux ricepeninis (I'K,, TK,, TK ,, TK, , TI'Kj), axi
3amisgHi 'y (QopMyBaHHI aHTEpHU[IiiB, BCTAaHOBJIEHO,
wo 'K, BUAB/IsAIa aKTMBHICTb y KOHIIEHTpawii 5x10°
19 r/MJT i IOCHJTIOBaIa TIPOLIEC YTBOPEHHST aHTEPUIITB
y rametoditiB A. phyllitidis (Kazmierczak, 2003b) i
Blechnum spicant (Menendez et al., 2006a). ¥ aBox
BUIIB poauHu Schizaeaceae (Anemia phyllitidis i
A. mexicana) exsorenHa 'K, crumyioBana po3Bu-
Tok rametoditiB (Nakanbisi et al., 1971). Kpim Toro,
manopothk A. phyllitidis He yTBOpIOBaJia aHTEPUIIiB
npu BukopucranHi eksorenHoi 'K, (Voeller, 1964). ¥
manopoti Ceratopteris richardii, HaBIIaKu, €K30T¢HHA
I'K, crumysroBaia po3BUTOK aHTepuiiB (Banks, 1993).
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Y Dryopteris affinis 00poOKa ayKCMHaAMHU 1 TiOepeTiHaMK
CTIPUYMHSIIA allOTeHit0 (3KiHO4Yy CTepwIbHICTh). Ex30-
rerHa 'K, y xoHueHTpauii 2,8 MKM nipusBoauia 1o
¢dopMyBaHHs1 anoramHoro crnopodita (Menendez et
al., 2006b). TakuM yMHOM, HaBeJAcHI JaHi CBimgyaTh,
1110 TiOepesiHM BilirpaloTh OJHY 3 TOJOBHUX POJIEH Yy
MpolIeCi yTBOPEHHS CTaTi TaMeTO(iTOM.

BinomocTi mpo  B3aemopilo  TibepesiHiB i3
iHIIUMU (HITOrOpMOHAMM Ta MeTaboJliTaMu, SIKi MO-
XKyTh TACUIIIOBAaTM a00 MPUTHiYyBaTU ixHi edek-
TH, B peTyJslii mpoleciB ¢GopMyBaHHSI Ta PO3BUT-
Ky rameTodiTiB mamopoteil ¢dpparmeHTtapHi. Tak, Ha
npukiaaai rameTtodita mnanopoti Anemia phyllitidis
Oy/n0 3’sICOBaHO, IO B PEryJslilil MPOLECiB PO3BUT-
Ky aHTepuiiB pa3oM i3 ridepeidiHaMu 3adiTHUIN eTu-
sneH. LlnTomopdonoriyHmii aHami3 TPOIEMOHCTPY-
BaB, 110 edeKT Mii GiTOropMOHIB BUSIBJISIETHCS JIUIIIE
B MicClli po3TallyBaHHSI aHTepUIiiB ramMmeTodiTa il Ma-
TepUHCHKUX KJIITUH aHTepuIis. BusiBieHo, 1110 eTuieH
MPUCKOPIOBAB peopraHizalliio SAepHOT0 XPOMaTUHY
i inoykyBaB cuHTe3d JIHK y sapi B aHTepumianabHii
YaCTUHI KJIITUH YoJioBivoro rametodira (Kazmierczak,
2003b). Ha mnpuknani wmomeni (iToropmMoHaabHOL
peryisuii B HaCiHHEBUX POCIMH OyJ0 TMOKa3aHo,
II0 PO3BUTOK TamMeTodiTa MAIOpOTeil pPEeryIroeTHCS
LMTOKiHIHAMM, ayKCMHaMH Ta Tibepeninamu (Daviere,
Achard, 2013). ¥V ramerodirax Azolla pinnata R. Br.
i1 BIUIMBOM TiOepesiiHiB 30i/blyBasach aKTUBHICTh
HiTporeHa3 (BiporigHO, Take 3pOCTaHHS BigOyBayocs
3a paxXyHOK HiTporeHa3u IiaHobakrtepii Anabaena
azollae, 1O MICTUTBCS B JIUCTKOBUX TOPOXHU-
Hax TMamnopoTi SIK CMMOIOHT), KOTpa, y CBOIO 4ep-
ry, npurHiuyBaigacsg ABK (El-Desouky et al., 1987).
IIpu mpopoctaHHi crop i popMyBaHHiI aHTEPUIIiB Y
manopoTti Anemia phyllitidis He BUSIBICHO CUHEPTITHOI
Ilii opraHi3My Ha BIUIMB TPUA3WHOHY, SKUN 30aTHUN
MPUTHIYYBaTH MO KJIITHH i [it0 TiOepesioBoi KUCI0-
TM, Ha 10 MOXHa OyJio O CIoAiBaTHCS 3a aHAJIOTiEI0
3 KBITKOBMMU POCIMHAMM, KOJW MpPU IIPOPOCTaHHI
pucy I'K, HiBemoBana 1o TpuasuHoHy. B mamopori
TPUA3VMHOH TIPUTHIYYBaB TOMI KIJITUH Yy cropax, a
obpooka 'K He 3Himana iHrioyroudoro edexry, IO
CBiTUUTH TIPO BiAMIHHOCTI B peryjsuii ribeperiHamu
(i3i0MOTIYHUX TIPOLIECiB Y HACIHHEBUX i CITIOPOBUX
pocuH (Schraudolf, 1984). omaHi B XXMBWJIBHE cepe-
JIOBUIIIE JUIS1 IPOPOLIYBaHHS Criop Pteris tripartita Sw.
caxaposa Ta 'K, BrumBaiu Ha Mopdosioriuny OynoBy
raMmetodita. MakcuManbHy KiJIbKIiCTh CITOp, 11O MTPO-
pOCJIM, CIOCTepirajii B XKUBUJIbHOMY CEpeIOBUII 3i
3HaueHHssMU pH 5.7 1 6.7. T1pu 11boMy 36iblITyBaacs
TaKoX J0BXUHa rametodita (Baskaran et al., 2014).
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OTxe, BCTAaHOBJIEHO, 10  ridepenmiHaMm i
ridepeiHOoNoAiOHUM  pedyoBMHAM  (aHTEPUAIOTeHY
Ta aHTepuaioreHy-B) HaJIeXXUTh KJTII04O-

Ba posb Yy (opMyBaHHi cTaTeBOro MoJiiMmopdizmy
narnoporenonioHux. 3aauInaloTbCs He3 SICOBAaHUMU
MUTAaHHS  B3aemomnii  ribepeniHiB 3 IHIIUMU
¢iToropMoHaMu TIpH 3AiMCHEHHI peryisuii nmporecy
BU3HAYCHHS CTaTi, MOTPEOYIOTh TAKOX ITOHAIBIIOTO
BUBUYEHHS MEXaHi3MU il eHIOTeHHUX Ti0epesTiHiB i/
yac (popMyBaHHS OpraHiB rameTodira.

liGepeninn B peryisnii npouecy NpopocTaHHs CHOp.
liGepesiHM  KOHTPOJIIOIOTH MPOLIECU  TIPOPOCTaH-
Hs cIop y cropoBux pociauH (Anterola et al., 2009;
Zhang, Dai, 2010). ¥ mpoBeaeHUX HaMM TOCTiIKEHHSIX
ribepeiHOMOAIOHI pPeYoBUHU Oyau ineHTU(IKOBaHI
y crnopax mamopoti Matteucia struthiopteris (L.) Tod.
IMopiBHIOIOUM TiOepesiHW 3i CIOp POCIAUH in Situ
3 THUMHU, KOTpi BIOPOJOBX POKY 30epiraaucs B
snabopatopii npu Temneparypi +18—20° C, 6yio Bu-
SIBJICHO, 1110 B TUX POCJIWH, SIKi 30epiraaucs, KiabKiCTh
ribepeiHonoiOHUX PeYOBUH y ClopaxX 3HMXXyBajacs
mariike BaBiui. Lle, Ha Haly AyMKY, 3yMOBJIEHO 3MEH-
LLIEHHSIM BOJIOTOCTI MpU 30epiraHHi crop i TMOBipHOO
HaCTyMHOIO iHaKTHUBalli€w rioepeniHiB (Vasyuk et al.,
2011). Bimomo, 1110 11T IIPOPOCTaHHS CIIOP OLTBIIOCTI
rmarnopoTeil HeoOXiTHMMM yMOBaMU € BoOJiora, Tell-
50 (15—30° C) i cBiTyIO (0COGJMBO YepBOHA YacTHHA
cnekrtpa). loBeneHo, 1110 npopocTaHHs cnop Lygodium
Jjaponicum iHOYKYETbCS YEPBOHUM CBITJIOM ab0 €K30-
rennumu ridepeninamu 'K, (4x107M) i HU3bKUMU
koHueHTpauismu I'K;. CybonTiumanbHi KOHUEHTpALLil
ribepestiHiB 301IbIIyBaIy YyTJIUBICTh CIIOP 10 YE€PBO-
Horo cBitna. [TpunyckatoTs, 1110 6iocMHTe3 TibepelliHiB
3aJIEKUTD BiJl CTYIIEHS aKTUBAIIi1 (DiTOXpOMY YepBOHNM
cBiTiom (Kagawa, Sugai, 1991). CBiT/io i1 eK30reHHi
ribepesiiHu CTUMYJIIOBAJIM MPOLIEC MPOPOCTAHHS CIOP
nanoporeil pony Anemia. JloBeneHo, 110 MPOPOIILY-
BaHHS criop A. mexicana i A. phyllitidis 3anexaino Bin
Bukopuctannd ridepeninis (I'K,, TK,, I'K, i I'K,) y
TeMpsIBi Ta Ha CBITJIi ITpU pi3HMX 3HaueHHsIx pH. Bcra-
HOBJIEHO, IO JUISI PO3BUTKY CITOP ONTUMAJIbHUM €
3HaueHHs pH 6. KpiM Toro, o6uasa Buau morpedysa-
JIA CBiTJI0BOI ekcniosutlii (st A. phyllitidis — miHiMym
8 ron, nnst A. mexicana — 24 ron). Ilpu npopocTtaHHi
cniop epextuBHimmmu Bussuncs 'K, i 'K, nix 'K .
YV TeMpsBi ridbepesliHd Kpallle CTUMYJIIOBAIU MTPOpOC-
TaHHS criop manopoTi A. phyllitidis, HiX A. mexicana
(Nester, Coolbaugh, 1986). Y naropoti Pteris inermis
(Rosenst.) Sota ex3oreHHa 00po0OKa CITop ribepemHamMu
Ta OCH3WJIAMiIHOIMYPMHOM TeX IPUCKOpIOBaja Ipo-
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uec mpopocranHs (Tanco et al., 2009). Ex3oreHHi
metusiosi edipu I'K, i 'K, crumymosanun mpopoc-
TaHHS cTop TanopoTi Lygodium japonicum y TeMpSIBi,
OJTHAK 711 aKTUBallii TPOLECiB MPOPOCTAHHS METUIIO-
Buii edip 'K, BusBuBca y 100 pasiB eeKTUBHIILMM,
Hix 'K, . OnTrMaibHOI0 KOHLEHTPAIIIEIO TiGepeTiHy
BBaxkaeTbest 107°—107° M (Hara et al., 1988). Jloe-
neHo, o I'K, i 'K, 3maTHi mpoayKyBati MpopocTaH-
Hs1 criop mnanopoteit Ceratopteris richardii y TeMpsiBi
(Banks, 1993).

Otxe, 3’scoBaHO, IO TiOepesiHW HajexXxaTh 10
KJTI0OYOBHX KOMIIOHCHTIB, $IKi TO3UTMBHO BILIMBA-
I0Th Ha MPOLIeC MPOPOCTaHHS CIop marnopoTeil. Boa-
HOYac 3ajJIUIIAIThCS MAaJIOHOCHTIMIKCHUMU TUTAaHHS
CTOCOBHO €(heKTMBHOTO BUKOPUCTaHHSI TibepestiHiB
IIJIsT ONTUMi3alii MpopocTaHHs CIiop i (opMyBaHHS
raMmetodita narnopoTeit y KyJabTypi in vitro.

Tioepeninn B €BOJIIOLIHNX JOCTiIZKeHHAX.
liGepeniHu € BeIUMKOI pPOAUHOKI (HITOTOPMOHIB,
SIKi BillirpaloTh BaXKJIMBY pOJb Yy pealizallil I1UpOKO-
ro CHeKTpa peakliii-BiAIMoBilel YINPOAOBX YCbOTO
KUTTEBOTO LUKIY pocauH. HasiBHICTh LIMX peyOBUH
y OakTepiii, rpubiB, CIIOpOBUX i HACIHHEBUX POCIUH
pa3oM i3 YHi(DiKOBaHICTIO iXHIX OCHOBHUX CTPYKTYp-
HUX €JICMEHTIB CBiTYUTH IIPO Te, IO CUHTE3 IINX CITO-
JIYK CTaBCsl Ha paHHiX eTanax eBoJitolii. EBosoniiiHi
TpaHcdopMallii BinOyBalOTbCs Ha Pi3HUX i€papXiyHUX
PiBHSIX — BiJ MOJIEKYJIM 10 eKocucTteMu. OTxe, BUB-
YeHHS IUISIXiB CMHTE3Y TibepeniHiB i 0coOMMBOCTE
ribepesiHOBOro CUTHAJIbHOTO LUISIXY B IPEICTABHUKIB
Pi3HMX CUCTEMaTUYHUX IPYI OIOCEPEIKOBAHO CIIPUSIE
BU3HAYCHHIO CHUCTEMATUIHOTO IIOJIOKECHHS BUAY,
OCKiJIbKU J03BOJISIE 3pOOUTH MPUITYILIEHHST PO oro
eBOJIIOIIIfHE TIOXOMKeHHsA. Hampukimam, 3aBIsIKu
MOPiBHSIHHIO CTPYKTYpU aHTEPUIIOreHYy I1aropoTeid
nopsinky Osmundales i TPpynmu JIENTOCIIOPAHTIaTHUX
MmanopoTei 0y10 MiATBepIXKEHO TiloTe3y Mpo Te, 10 B
Mpolieci eBOJIIOLIIT BifOyBajacsl 3MiHa 1UISIXiB CUHTE3Y
rioepeninis (Greer, 2013).

PosmmmgpoBka HuUISIXiB mnepegadi ribepeaiHOBOTO
curHajgy B apabimorncucy Ta pucCy CIIOHYyKa-
Jla JOCHITHUKIB TIPOJOBXMUTHU TIOLIYK 1 3OiMCHUTH
MOPIBHAHHS NUISIXiB (OpMYBaHHS TaKOro CUTHa-
JIy B POCJIMH DPi3HOTO CHUCTEMaTUYHOIO ITOJOXEHHS
(Hedden et al., 2001; Friedman et al., 2004). Kiro-
YOBMM MOMEHTOM Iiepenadi TibepesiHOBOro CHUTHa-
Iy (mocmimkeHMMH y a3y TPOpOCTaHHS HACiHHS
Ta MPU PO3TATYBAHHI KJIITWH) BUSIBUJIACS B3a€EMOMis
ridepeninoBux penenropis (GID1) i3 F-box-6inkamu,
KOTpPi, Y CBOIO 4Yepry, KOHTPOJIOIOTh PO3KJIaJaHHS
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DELLA-6inkiBi perymoioTh Iporecu MopporeHe3sy, 3a
siki BignosigatoTh rioepeninu (Ueguchi-Tanaka et al.,
2005; Nakajima et al., 2006). I'i6epeniHoBi peLienTopu
HaJIeXaTh JI0 BEJIMKOI POAMHU TOPMOHOYYTJIMBUX JIiTa3
i3 3D crpykTyporo. Tomonoru GID1 3B’3aHi 3 KapOOK-
cujecTepa3amMu i po3MOBCIOIKEHI B YChOMY POCIIMH-
HOMY CBiTi, ajie MalOTh BiAMiHHOCTiI B IOCJiJOBHOCTI
amiHokucnor (Marshall et al., 2003). Ockinbku
CKJIaJOBi TiOepesiHOBOr0 CHUTHAJbHOIO IUISIXY B
MpPeICTaBHUKIB PI3HUX CUCTEMATUYHMX IPYIT BiAMiHHI,
11e JO3BOJISIE BiICTEXKYBAaTU CUCTEMATUUHi 3B’ SI3KU MiX
auMu (Friedman, 2004). B ocHOBY mocmimkeHb Oy10
MOKJIAZICHO BUBYEHHSI TIOCHIIZOBHOCTI CITONyYeHb Yy
ribepelliHOBIM CUTHaAJIbHINE cucTteMi apabigoricucy.
JocnimxeHHs pelenTopiB Iepeaadi TibepesiHOBOro
CUTHAJIy B JIOBOJIi IIIMPOKOIO CHEKTpa MPeACTaBHUKIB
pi3HMX CHCTEMAaTUYHMX TpYyH, cepel SKUX Tpuoum
(Gibberella fujicuroi (Sawada) Wollenw.), BomopocTi
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Tracheophytes

(Cianidioschyzon merole ta Clamydomonas reinhardtii
PA. Dang.), Moxu (Physcomitrella patens (Hedw.) Bruch
& Schimp.), nnayHononioHi (Sellaginella moellindorffi
Hieron.), manopotenonioHi (Ceratopteris ricardii) Ta
rojioHaciHHi (Pinus sylvestris L.), nano 3Mory npoBecTu
PEKOHCTPYKILil0 FEHOMHOI Ta OiJIKOBOI MTOC/iJOBHOCTI,
BHACJIIOK YOTo OyB BUSIBACHMI 3B’SI30K, SIKWI1 3Hal-
IIOB BiTOOpaXXeHHS Y BUIJISIAI 3arajbHOMPUNHSTOL
eBOJIIOLIHI cxeMu, Ta cOpMyIIOBaTH IBi BiporimHi
rinoTre3u €BOJIIOLIHHOTO PO3BUTKY POCIAMHHOTO CBITY.
Ilepmia rimoresa (puc. 2) 0a3yeTbcss Ha TOMY, IO
ribepesiiHoBUl CUTHAJIbHUM MLUISIX Y CYOIMHHUX POC-
JIMH PO3BUBABCSI Yepe3 JIiHilo 3arajbHUX TPEeIKiB i3
MOXaMH, TUMYACOM SIK Ipyra pO3IJIsIaE MOXIUBICT
¢dopMyBaHHSI CUTHAJILHOTO IILISIXY BiJl OMHOKJIITUHHUX
BOJIOPOCTEi, $IKi €BOJIOLIIOHYBAaAM B MOXOINOMiIOHI
(Vandenbussche et al., 2007). Lli rimore3an He MOX-
Ha BBaXaTu Oe33arnepeyHUMM 4Yepe3 HeAOCTaTHICTh

Ranunculales (Aquilegia formosa x pubescens)
Soybean. cotton)

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

Coniferales (Pinus taeda)

Magnohaceae

Vitales (Grape)

Ros:dae (Arabidopsis. Poplar. Medicago.
Solanales (Potato. Nicotana, Tomato)
Asterales (Sunflower)

7‘

Astendae

/

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 aociimkeHb. KpiM Toro, icHye aymka,
1[0 HAsSBHICTb y POCJWH TibepesiHOBUX PEeLeNnTOpPiB
i TIOB’3aHMX i3 HUMM OIiJIKiB He € HECIPOCTOBHUM
JIOKa30M TOTO, IO Li PeLenToOpu MOXYTh pearyBa-
™ Ha TibepeniHoBuii curHan (Provasoli, Carlucci,
1974; Erokhin, 1999). BomHoyac rpubu i pociu-
HU MICTSITh OJHAKOBI KOMIIOHEHTM TiOepeiHOBOIO
CUTHAJIBHOTO TUISAXY, IO OIIOCEPEIKOBAHO BKa3ye
Ha CXOXicTh po3BUTKY TibepeniHiB (Yasumura et
al., 2007). ¥V mpocTilmmmx opraHi3MiB TaKWil IIIJISIX
BIICYTHil, MOX! Ta JMIIAWHUKKM XapaKTePU3YIOThCS
YaCTKOBOIO TOMOJIOTi€I0 3 apabigorcrucoM, THMYACOM
K sl mayHka Selaginella moellendorffii mokazana
HasIBHICTh aHAJIOTIB [JII KOXXHOIO KOMITOHEHTAa CUT-
HanbHoro nuisixy (Hirano et al., 2007). IlopiBHSIHHS
KOMITOHEHTIB TiOepeiHOBOrO CUTHAJIBHOTO IIJISIXY
Pi3HUX BUIIB POCAUH CBiTYUTh Ha KOPUCTb TiCHOTO
€BOJIIOLIIMHOTO 3B’SI3KY MiX TI'OJJOHACIHHUMM, OIHO-
IOTBHUMHU 1 IBOOONBHUMU POCIMHAMU, HATOMICTh
Yy HECYIMHHMX POCJIMH TOJOBHMX O3HAK KJACUUYHOTO
UISIXY BUSIBJIEHO He Oyio (Vandenbussche et al., 2007).
Otxe, IpOBEeIeHUI aHami3 i y3araJlbHEHHS JaHUX
JIiTepaTypHHUX JKepesl CBiMIUTh Mpo Te, II0 Halikpa-
IIIe BUBYCHUMU B MAITOPOTEHl € cTaTeBa IeTepMiHALIis
Ta KOHTpOJb TibepemiHamMu mpoleciB (opMyBaHHS
1 po3BUTKY rametodirta. YacTKOBO JOCHIIXKEHO pe-
TYJASTOPHY POJb TiOepelliHiB MpU MPOPOCTaHHI CITOp
nanoporteii. Jlyxke mMano BimoMocTeidl mpo ribepesiHu
cnopoiTiB i peryisuilo HUMU TMPOLECIB POCTy Ia-
MopoTeli Ha pi3HUX eTamax oHToreHedy. Hemoc-
TaTHbO BUBUEHO B3a€EMOJil0 TiOepeiHiB i3 iHIIUMU
(¢iToropMoHaMu Ta META0OJTITAMU MIPU MEPEXOi Maro-
pOTeit i3 BereTaTUBHOIO 0 TEHEPATUBHOIO TUITY PO3-
BUTKY. BiACyTHi BitoMOCTi po BUBUYEHHS BILIMBY €K-
30reHHUX (haKTOPiB HA YTBOPEHHS Ta CKJIaf ribepestiHiB
y criopax i raMmeto(iTi. B momanbImx mociimKeHHSIX
CJIiJi 30CEPEAUTUCS Ha BUBYEHHI B3a€EMO3B’SI3KiB MiX
IHTEHCUBHICTIO POCTOBUX IIpoLieciB i TibepeiiHaMu,
MpoaHalizyBaTU OCOOJMBOCTI iXHBOI JoKadizalii B
npolieci oHToreHesy. JlocmimKeHHsT poJli ribepesiHiB
Yy OHTOTEHE3i CIIPUIATUME B TOAAJBIIOMY 3’ICYyBaHHIO
MUTaHHSI, Y4 MOXYTh OYTU €BOJIIOLIiHI 3MiHU B
MeTaboi3Mi (hiTOTOPMOHIB OJHUM i3 YMHHUKIB, IO
3yYMOBJIIOIOTh Pi3HOMAHITTSI POCJIMHHOTO CBITY.

Asmopu eucnosawoms wupy noosaxKy npogecoposi,
0-py oGioa. wayk Bipi Bikmopisui Ilpomononosgiii 3a
HayKosi KoHCYAbmayii ma donomoey y 6U3Ha4eHi cucme-
MAMUYHO20 NOAOJICEHHS 32A0aHux y cmammi udie nano-
pomeil.
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Huctutyt 60Tanuku umeHu H.T. XonogHoro
HAH Ykpaunsl . Kue

B o630pe mpencraBieH aHAU3 TUTEPATYPHBIX TaHHBIX, TIO-
CBSIIIIEHHBIX Pe3yIbTaTaM U3yuyeHusi ThOOEpeUIMHOB U OTIpe-
NIEJIEHUIO MX POJIM B PEryJsILMM OTAENbHbIX (bU3UOJOTHYE-
CKMX TPOLIECCOB y TipeAcTaBuTeneit otnena Polypodiophyta.
O060011IeHBl CBECHMWST O JIOKAIU3alluu TUOOEepeNIMHOB B
pa3IMYHBIX OpraHax MarnopoTHUKOB, X B3aMMOJACHCTBUU C
npyruMu GUTOTOPMOHAMMU, @ TAKXKE O BIUSTHUY Ha Pa3BUTHE
raMeToduTa M PEryJsiuio IMpolecca MmpopacTaHusi CIiop.
PaccmarpuBaeTcst 3HaYeHHE SKCIIEPUMEHTATbHBIX TaHHBIX
0 THOOepesTMHAX TIPU OCYIIECTBICHUM 3BOJIOIIMOHHBIX
WCCIIeIOBaHMIA, HAMPABJICHHBIX Ha BBISICHEHUE MepapXuue-
CKOT0 TIOJIOXEHUSI MalIOPOTHUKOB B CUCTEME PACTUTEILHOTO
11apcTBa.

Kawuesvie caoea:eubbeperrunsl, NanopomHuku,
buonoeuneckue QyHKyuL, (huzuosoeutecKue npoueccyl,
2604H0UUS.

Vasjuk V.A., Kosakivska I.V. Gibberellins in ferns:
participation in regulation of physiological processes. — Ukr.
Bot. J. —2015. — 72(1): 65—73.

M.G. Kholodny Institute of Botany, National Academy of
Science of Ukraine, Kyiv

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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