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Abstract. The content of endogenous phytohormones indolyl-3-acetic (IAA), gibberellic (GA,), abscisic (ABA), salicylic (SA)
acids, cytokinins — #-zeatin (#-Z), t-zeatin-O-glucoside (1-ZG), t-zeatin riboside (#-ZR), 1sopenteny1 adenin (iP) and isopentenyl
adenosine (iPA) was determined using the high-performance liquid chromatography mass spectrometry system Agilent 1200
in Dryopteris fi Jfilix-mas gametophytes at different stages of its morphogenesis in culture in vifro. It was shown that GA, and 7-Z
dominated in the thallus of 60-day gametophytes at the stage of spatulate prothallium development, which was marked by an
intensive growth of the prothallium plate due to the division and extension of aplcal cells. The content of GA, reached 229.9 £
11.5 ng/g of fresh weight (f. w.) and #-Z was 56.1 + 2.8 ng/g f. w. IAA dominated in the thallus of 90-day gametophytes which
were characterized by an active development of the archegonium cushion consisting of several layers of cells necessary for the
further nutrition of the sporophyte, and formation of the archegonium and antheridium. At the final stage of morphogenesis, in
the thallus of 120-day gametophytes, on the surface of which sporophytes have not yet appeared, active 7-Z dominated, whereas
in the thallus with sporophytes, the content of IAA reached the maximum value (395.5 £+ 19.8 ng/g f. w.) that may indicate a
direct involvement of the hormone in the regulation of the sporophyte growth and development. At this stage of morphogenesis,
the accumulation of ~-ZR and the emergence of ABA were observed. The maximum content of SA (287.7 £ 14.4 ng/g f. w.)
occurred at the first stage of development. Subsequently, there was a significant reduction in the hormone level. In the thallus
of gametophytes, on the surface of which the sporophyte was formed, the level of SA increased. The peculiarities of quantitative
and qualitative changes have shown that physiological effects of the analyzed phytohormones is directed towards regulation the
morphogenesis of Dryopteris filix-mas gametophyte.
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Pesiome. Metonom BI/ICOKoe(beKTI/IBHoi' pinHHOI xpomarorpadii-macc- cneKTpOMeTpi'f BU3HAYEHO BMICT €HJOTeHHUX
¢iroropmoHiB iHxoi-3-ourosoi (I0K), ridepesnosoi (I'K,), abcunsosoi (ABK), caniumnnosoi (CA) KUCIIOT i LMTOKIHIHIB —
mpanc-3eatuny (m-3), mpanc-3eaTuH-O-roKo3uLy (m- §1“) mpanc-3eatuHpudosuny (m-3P), i3oneHTeHinaneHiHy (11'[)
Ta i3omeHTeHiIaneHo3uHy (il[1A) y rameroditax mamopoTi Dryopterzs filix-mas Ha pi3HI/IX eranax MopdoreHe3y B KYJBTYpi in
vitro. PICTCTI/IMYJ'IIOIO‘{I ropmoHu ribepeninosoro (I'K,) Ta uurokininoBoro (m-3) pﬂI[lB TMIOMiHYBaJIi B 3apocTKax 60-1060BUX
ramMeTodiTiB Ha eTari pO3BUTKY nonaTKonom6Horo NpOTallisl, SIKUIl BiA3HAYaBCs IHTEHCUBHUM POCTOM MpPOTAlialbHOT
TUIACTMHKM 32 PAXYHOK IMOJILTY Ta PO3TATY anikanbHuX KiIitnH. Bmict 'K, caras 229,9 £ 1,5 Hr/r cupoi pedounu (c. p.), m-3 —
56,1 £ 2,8 ur/rc. p. ¥ 3apoctkax 90-1000B1X raMeTodiTiB, sKi XapaKTepI/ISYBEUII/ICSI aKTUBHUM PO3BUTKOM apXeroHiaJlbHOI
MOAYIIKHU, 10 CKJIAAAIACh i3 JeKiJIbKOX 1IapiB KJIITUH, HEOOXiTHUX M1l OJAIBIIOrO KUBJACHHS 3apojka, Ta GopMyBaHHSIM
apxeroHiiB i antepuniiB, gominyBana IOK. Ha 3akimiounoMy erami mopdoreHesy y 3apoctkax120-1000Bux rameToditiB, Ha
MOBEPXHI SIKUX 11I€ He 3'IBUIMCS cropodiTh, TOMiHyBaB aKTUBHUI m-3, TOJI SIK y 3apocTKax raMeTo(iTiB i3 Basimu BMicT [OK
csiraB MaKCMMaJIbHOTO 3HaYeHH (395,5 £+ 19,8 Hr/T ¢. p.), 1110 MOXe CBITYUTH PO OE3MOCEPETHIO YYaCTh TOPMOHY B PETyJIsIIil
pocty Ta po3BUTKY criopodita. Ha nibomy etani MmopdoreHesy BinmiueHo akymyJsiiito m-3P i nmosisy ABK. MakcumanbHuii
Bmict CK (287,7 & 14,4 Hr/r c. p.) BUSIBJIEHO Ha €Talli pO3BUTKY JIOMATKOIIOAIOHOro mpoTaiis (60-ta 106a). B momanbuiomy
BiIOyJIOCS 3HAUHEe 3MEHIIEHHS PiBHSI TOPMOHY. Y 3apocTKy ramerodira, Ha MOBEpXHi sIKOro cdopmyBaBcsi criopodirt,
kinpkicte CK mermno 3pocia. BusiBieHi 3aKOHOMipHOCTI KiTbKiCHUX i SIKICHMX 3MiH 3aCBiTYMIM CIIPSIMOBaHICTh (bizionoriaHol
Jii TpoaHali30BaHUX KJaciB (DITOrOpMOHIB Ha peryjioBaHHs TpolleciB MopdoreHesy ramerodirta Dryopteris filix-mas.
Kimowosi ciioBa: rametodit, Kynbrypa, MopdoreHes, ditoropmonu, Dryopteris filix-mas, in vitro
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Beryn

ITaropoTi pa3oM i3 iHIIUMU CYTUHHUMU POCIMHAMU
PO3IUISIIOTE TUIT KUTTEBOTO IMKIY, IO BKIIIOYAE
YepryBaHHSI JBOX TIOKOJiHb: IUIUIOIMHOTO  —
cnopodita #  BUIBHOXMBYYOrO TraIlOifHOTO —
raMmetodirta, ajie i3 JOMiHyIOUYOI0 AUTLIOINHOI0 (ha3olo
(Sheffield, 2008; Haufler et al., 2016). 3a po3Mipom
3piti raMeTodiTu manopoTel JOCUTh APiOHi, SBISIOThH
co0o010 0araTOKJIITUHHI aBTOTpodu Ta canpoTpodu
(Raghavan 1989; Menéndez et al., 201la).
BupouryBaHHS 10 MOBHOI 3piJOCTi B KYJIBTYpi in vitro
IO3BOJISIE CITOCTEpiraTh 3a PO3BUTKOM TameTodiTa,
IocimxyBaTu Iioro MopdoreHe3, ¢GopMyBaHHS
apXeroHiiB i aHTEpUIiiB Ta YTBOPEHHSI 3UIOTU It
3apojaka (Banks, 1999; Babenko et al., 2018).

Pict i posButok ramerodita i crnopodira B
naroporei, sk i B MpeJACTaBHUKIB iHILIMX TaKCOHIB,
PeTyII0I0ThCSl 0araTOKOMIIOHEHTHOX TOPMOHAJIBHOIO
cuctemoro (Kosakivska et al., 2016). ditoropmMoHu
JiIOTh 3a HU3bKMX KOHLEHTpallili, a caiT IXHbOI
aKTMBHOCTI 4acTO  BiJOKpeMJEHUU Bim  Micls
oiocunre3y (Fonseca et al., 2014; Wells et al.,
2013). Bmacmimok TpaHCIIOPTYBaHHS BiIOYBa€THCS
PO3MOiT i YTBOPIOIOTHCS MOP(OTreHeTUYHI rpalieHTU
TOPMOHIB Yy pi3HMX TKAHMHAX i opraHax poCJIMHU, 110
CIIPUYMHIOE PEryJisilito pocty U po3BuTKy (Jaillais,
Chory, 2010; Sparks et al., 2013). AykcuHaMm HaJIeXKUTb
KJIIOUYOBa POJIb Y PEryysiii Moy Ta po3TaryBaHHS
KJINiTUH,  audepeHUialii  CyIMHHMX  TKaHWHMU,
¢oTo- i rpaBiTporni3mi, amnikaJibHOMY JOMiHYBaHHi,
¢opMyBaHHi  JlaTepaJlbHUX  KOpEHiB,  OiYHOMY
pO3rajqyXeHHi MaroHiB, UBITIHHI Ta emOpioreHesi
(Enders, Strader, 2015; Naramoto, 2017; Fukui,
Hayashi, 2018). Ha cboronHi BusBieHo Oinbiue 130
pi3Hux ridepeniib (I'K), mpore iXHs1 OUIBILIICTb HE Ma€
0i0JIOTIYHOI aKTUBHOCTI. Y peryJisiii JiHifHOTO pocTy
crebsia, MaroHiB i KOpeHiB, 30iIbLIEHHI ITOBEPXHi
JIMCTKA ¥ 4Yuclia MIDKBY3JiB, IHAYKUIl IBiTiHHS,
JeTepMiHallii cTaTi Ta MPOPOCTAaHHI HAaCiHHSI OepyTh
yuacte I'K,, TK,, 'K, it T'K, (Lo et al., 2008; Achard,
Genschik, 2009; Gantait et al., 2015). AbcuuzoBa
kucaota(ABK)BrnBae HampoLeCU pOCTy TaCTapiHHS,
€ AaHTaroHiCTOM pICTCTUMYJIOIOUMX TiOepesniHiB,
ayKCUHIB i LIUTOKiHIHIB, PEryJl0€ CE30HHUI CITOKiii,
dopmye MexaHi3mu criiikocTi 1o ctpeciB (Voytenko,
Kosakivska, 2016; Cline, Oh, 2006; Sah, Reddy, Li,
2016). BaxiuBUM KOMIIOHEHTOM TI'OPMOHAJIBLHOIO
KOMILJIEKCY POCWH € LIMTOKiHIHU. BOHU CTUMYTI0I0TH
YTBOPEHHSI Ta aKTUBHICTb MEPUCTEM IIarOHiB,
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GopMYIOTh aTparyiouy 34aTHICTb TKAHUH, 3aTPUMYIOTh
CTapiHHS JTUCTKIB, iHT1OYIOTh PICT i raJly>KeHHS KOPEHSI,
OepyTh y4yacTb y PpEryJslil MPOPOCTAHHS HACIHHA
i po3BUTKY ramerodirta, (opMyBaHHI BiIMOBimi Ha
crpecu (Hwang et al., 2012; Kieber, Schaller, 2014;
Vedenicheva, Kosakivska, 2017). CaniunioBa KuciaoTa
(CK) pazom 3 ABK, 6GpacuHocTepoinamMu Ta eTUJIEHOM
HaJeXUTh A0 KJIIOYOBUX (DiTOTOPMOHIB, 3aisIHUX B
peaxkuisix pocJuH Ha abioTUYHI W OIOTMYHI CTpecu
(Karpets et al., 2016). CK Bimgirpae BaxJIuBYy pOJib y
peryjioBaHHI iMyHITeTy Ta mporpamMoBaHOi 3aruderi
xinitud. [linBuirene HakonunyeHHd CK mos'sa3ane
3 PO3BUTKOM HAAUYTAMBOI peaklii-BiAMOBiAi Mpu
dopmyBanHi critikocti (Dempsey, Klessig, 2017;
Radojicic et al., 2018).

®dDiToropMOHaILHUI  KOMITIEKC,  AKICHUH i
KUTBKICHMI CKJIah SKOTO 3aJiekaTh Bil JKUTTEBOIL
¢dopMu i cTaii pO3BUTKY MaIoOpoTi, 31aBHA MPUBEPTAE
yBary IOcCHinHuKiB. Tak, mepiile MOBIIOMJIEHHS IPO
BUBUYEHHS (PiTOrOpMOHiB raMeTodiTiB nmamnoporti Preris
longifolia L. matoBano 1938 poxkom (Albaum, 1938).
IMomanpli goCHiIKEeHHST BUSIBWIM, 1110 Y (hOopMyBaHHi
CTaTeBOIO nojiMopdizmy nanopoTenogiOHNUX
3amisiHi ribepesiHM Ta ridepeiHONoAiOHI PeYOBUHU
(Atallah, Bank., 2015). Po3BuTOoK aHTepumiiB Ha
MpoTaJlii manopoTeit iHililoBaBCs ribepeaonoaioHuM
TOPMOHOM  aHTEPUIIOTeHOM, XiMiuHa CTpYKTypa
SIKOTO BMSIBWJIACh CIeM(BIiTYHOIO TSI KOXHOTO BUIY
naroporeit (Derzhavina, Pokrovskaya, 2011; Vasjuk,
Kosakivska, 2015). [ToBigomJisiiocs, 1110 aHTepUAiOreH
CUHTE3yBaBCsSd Ha CTafii pO3BUTKY TpoTajiia i
iHIYKYBaB YTBOPEHHSI aHTePUIi1B Ha Mi3HIIINUX CTATisIX
MmopdoreHesy ramerodira (Tanaka et al.,, 2014).
IMamopori, ski B cucteMaTulli MOCiIalTh IMPOMiXKHE
Miclle MiK MOXaMHM Ta KBITKOBUMH POCIMHAMHU, MalOTh
IIWPOKWIL Jiara3oH TibepesiHiB, 10 MOB'I3YIOTh 3
eBostoliiero cynnHHux pociauH (Hirano et al., 2007).
BBaxaioTp, 1110 BOHM CHUHTE3YIOTh 0arato Tak 3BaHUX
"TynukoBuX' HeakTWBHUX TioepemiHiB (Greer et al.,
2009). AykcuHu, ribepeliHM W IUTOKiHIHU OyIu
BUsIBJIeHI B ramertodirax mnamnopoTeit Asplenium
nidus L. (Menendez et al., 2011b) Ta Dryopteris
affinis (Lowe) Fraser-Jenk. (Menéndez et al.,
2006a). Y xiHouyux rameTtoditiB namopoTi Blechnum
spicant L. (= Struthiopteris spicant (L.) Weiss) BMicT
LIMTOKiHiHIB OYB 3HaYHO BUILIKUM, HiX Yy YOJOBIUYUX,
Npu I[BOMY TIepeBaxKajy i30TeHTEHUIbHI (opMU
ropmoHy (Menéndez et al., 2009). ¥ cnopax i
mpoToHeMi Tametodita Anemia phyllitidis (L.) Sw.
oyna igeHtudgikoBaHa ABK (Cheng, Schraudolf,
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1974; Biircky, 1977). JopMOH BUSIBUBCSI aHTarOHICTOM
antepumioreny (Hickok, 1985; Warne, Hickok, 1991;
Banks, 1999). Po3Butok aHTepumiiB y ramerodirax
Ceratopteris richardii Brongn ta B. spicant 6JOKyBaBcsl
ek3oreHHolo ABK (Warne, Hickok 1991; Menéndez
et al., 2006b). Ilpote, 3a mii TopMOHY BinOyBaBCS
aKTUBHMI PO3BUTOK pPU3OIAiB i dopMyBaaucs
yamonofioni xiHoui rameroditu (Hickok, 1983).
CaniuuiaoBa KUCJIOTa ManopoTeil MaJlo JOCIiIKeHa.
Bimomo nmiie, 1m0 ek3oreHHe BukopuctanHsa CK npu
KyJbTUBYBaHHI BOIHOI mamnopoti Azolla filiculoides
Lam., gxa yTBopioe cuM0Oio3 3 a30T(PiKCyIOU0I0
wiaHo6akTtepieto  Trichormus azollae (Strasburger)
Komarek & Anagnostidis (Nostoc azollae), BusiBuiIoO
npucyTHicTh y nanopotTi CK-reHiB, BidllOBigaabHUX
3a eKcrpecito Ta curHamiHr. Kpim Toro, ek3orenHa CK
BILJIMBaJa HA aKTUBHICTh TeHiB LiaHOOioHTa (De Vries
etal., 2018).

Y Hammx nonepegHix poOOTax MOBiAOMIISIOCS
PO XapakTep aKyMyJslii ¥ po3mnominy ridepeaoBoi
(I'K,), inmomin-3-ouresoi (IOK) xucmotn ta ABK,
a TaKOX CKJad i NMHaMiKy IMTOKiHiHiB B OpraHax
criopodita Dryopteris filix-mas (L.) Schott Ha pizHHX
deHosorivHuX  (azax  po3BUTKY. BcTaHoBIEHi
3aKOHOMIPHOCTI KiJIbKiCHUX 1 IKiCHUX 3MiH 3aCBiIYMIIN
CHpsSIMOBaHICTh (iziosioriyHol il MpoaHasli3oBaHUX
KJaciB (piTOrOPMOHIB Ha peTryJloBaHHSI TIPOLIECiB
nudepeHuianii - Ta MopdoreHesy crnopodiTa
(Kosakivska et al., 2018; Vedenicheva, Kosakivska,
2018). Hamu Takox Oys0 TIpoaHasi30BaHO BILINUB
€K30TeHHUX LIMTOKiHiHiB Ha MopdoreHe3 rameTodiTa
D. filix-mas y xynwerypi in vitro. BcraHoBIeHO, 110
LIMTOKIHIHM B KOHUEHTpawii 10~ M 3aTpuMyBau picT
rameTodita, BUKIMKaIU de(opmMallifo Ta 3MEHIICHHS
PO3MipiB MpoTajlisi, IPUTHIUYyBaJU PO3BUTOK CTAaTEBUX
CTPYKTYp 1 pict crnopodita, Tomi IK 3MEHIICHHS
KoHUeHTpauii mo 10° M, HaBmaku, CTUMYJIIOBAJIO
po3BuTOK rametodira (Romanenko et al., 2018).

3a pesyabraTaMM aHaji3y JIiTepaTypHUX JXepel,
MHPUCBSYEHUX BUBYEHHIO ¢iToropmoHaIbLHOI
peryJisiuii pocTy i po3BUTKY raMeTodiTiB manopoTeit,
BUSIBJIEHA y4JacTb TiOepesiHiB y (hopMyBaHHi CTaTi,
TOAI K POJIb €HIOT€HHUX AayKCHUHIB, LIMTOKIHiHiB,
ABK Ta CK i nutaHHs B3aeMomii (iTOropMOHiIB Tif
yac poCTy Ta PO3BUTKY TamMeTO(MiTiB 3aIuILalOThCs
ManogociimkeHuMu. Tomy MeTOI0 Hallloi poOoTH Oy10
BUBYEHHSI OajlaHcy (biTOrOPMOHIB Ha pi3HUX eTarax
MopdoreHe3y ramerodira mamopoti Dryopteris filix-
mas, BUPOIIEHOTO B YMOBAX in Vitro.
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Marepianu Ta MeTOAM

O0'exTOM JOCIiIKEHHST OyiaM ramerodity maropori
Dryopteris  filix-mas. 1le TpaB'ssHUII TIOMiKapITiK,
TeMiKpUNTOMIT 3 JITHHO3EICHUM (HEHOPUTMOTHUIIOM.
IIpopocTaHHs crmop Ta BUpPOLIYBaHHS raMeTodiTiB
MpoBOAWJIN, SK ornucaHo padiiie (Babenko et al.,
2017). Mop@omoriio criop i raMeTo(iTiB 1OCITiIKyBaIN
32 JOTIOMOTOI0  MIKPOCKOIIB  CKaHYBaJbHOTO
eaektponHoro JEOL JSM-6060 LA (fnownis) Ta
cBitimoBoro Carl Zeiss Primo Star (HimeuunHa).

Bwmict eHporeHHUX (ITOrOpMOHIB BM3HAYyalau Ha
HACTYITHUX eTarax MopdoreHedy ramerodirta: 1 —
PO3BUTOK JIONMATKOMOIIOHOTO IpoTalist, 60-Ta ;oba Bix
MIPOPOCTAHHS CITOp; 2 — (POPMyBaHHS CepLENOIi0HOTO
nporanis, 90-ta goba Biom TMPOpPOCTaHHSI CHOP;
3 — po3BUTOK crnopodiTa Ha MOBEPXHi 3apOCTKY
rametodira, 120-ta poba Big HPOPOCTAHHS CIIOP.
JlocnimKyBaancs TaKoX 3apoCTKU raMmeTodiTa 6e3 Baii
cnopodira.

HaBaxku matepiany (2 r) po3Tupaniu B piIKomy
a30Ti Ta TOMOTEHIi3yBaJd y 48 MJI OXOJIOIKEHOTO
80%-Boro eraHosly, SIKUA MicTUB 1—2 Kparur
antuokcuaanTy (0,02%-Boro aueTwiguTiokapdamary
HaTpil0) Ta €KCTparyBajJii BNpPOAOBX 24 rop.
BindinerpoBaHi CIIMPTOBI €KCTPaKTH BUIIAPOBYBAJIU
JI0 BOJIHOTO 3aJIMIIKY 00'eéMOM 4 MJI Ha BaKyyMHOMY
potatitinomy BunapoBysadi (tuit 350 P, [Tonbiia) mpu
temnepatypi He Buie +40 °C, 10 SIKOro momaBaiu
15 MJI OXOJIOMXKEHOTO PO3YMHY METAHOJ . MypallliHa
kucjota (15 : 1) i uentpudyryBanu Brnpoaosx 30 xB.
npu 15000 06/xB i Temmnepartypi +4 °C y neHTpudysi
K-24 ¢ipmu  "Janetski" (Himeyumna). Otpumani
cyrnepHaTaHTU BUITApOBYBaJIW A0 5 MJI i TIEpEHOCUIIN B
yucTi npobipku. [loganbiie ounineHHs (PITOrOPMOHIB
npoBoaAuIn 3a onucaHuMm MetogoM (Dobrev, Vankova,
2012) Ha mBox TBepmodaszHux komoHkax SPE Cl18,
Sep-Pak Plus ta SPE Oasis MCX, 6 cc/150 mg,
dipmu  "Waters" (Ipnmanmis). Komonky SPE CI18
BUKOPUCTOBYBJIU 711  BUAAJIEHHS JHNOMiIbHUX
peYoBMH, TIpoTeiHiB Ta mirmeHTiB. Ha kononni SPE
Oasis MCX 3paiticHioBanu cop6uito IOK, ABK, CK,
'K, ta uurokininis. Emouito 10K, ABK, CK ra I'K,
nposoauan 100%-BUM MeTaHOJIOM, LMUTOKIHIHIB —
3a JIOIOMOTroI0 JIyxkKHoro emoeHTy (60 mir 100%-Boro
MeTaHoy Ta 2,5 mMa 26%-Boro amiaky, ITOBEIEHOTO
1o 06'eMy 100 MJT yIBTpauynCTOO BOAOI0). OTpuMaHi
eTIOEHTU BUIIAPOBYBAIM JIOCyXa Y BaKyyMHOMY
poTaliiifHoMy BHUIIApOBYBadi 3a TeMIIepaTypH, IO
He nepeBuinyBaia +40 °C. Cyxi 3aJUIIKNA KOXHOI
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dpakiiii mepea aHaIi30M BiIHOBIIOBaIN 10 00'emy 200
MiKpOJTITPiB 45%-BUM METaHOJIOM.

AHaiTUYHEe BU3HAYEeHHS (DiTOrOPMOHIB ITPOBOIVIN
METOAOM BUCOKOE(hEeKTUBHOI piIMHHOI XpoMaTorpadii
Ha piguHHOMY Xxpomartorpadi Agilent 1200 LC 3
niogHo-MaTpuyHuM nerektopom G 1315 B (CIIA) y
TaHAEMi 3 OZHOKBAIPYIOJbHUM Mac-CIEKTPOMETPOM
Agilent G6120A. /1151 xpomaTorpachivHOTO pO3aiIeHHS
BUKOpUCTOBYBajach KojioHka Agilent ZORBAX
Eclipse Plus CI18 3 nminmodinbHO-MoandikoBaHNM
COpOEHTOM, pO3Mip YacTOK $SIKOTO CTaHOBUTH
5 MM (obepHeHo(daszHa xpomartorpadis). Ilicasa
XpomarorpadiuyHoro pO3aiJIeHHS KOMITOHEHTIB
npod o6'emoM 20 MKJI CHUCTEMOIO PO3YMHHUKIB
(MeTaHON : ynBTpauMcTa BOJA : OITOBAa KHUCJIOTAa —
45:54,9 : 0,1) npoBommnu aetekuito IOK ta ABK B
Y®-061acTi MOTIMHAHHS 3a aHAJTITAYHOI HOBXUHU
xBumi 280 Ta 254 um. [dng BU3HAUYEHHS BMICTY
CK mpobu ob6'emoM 20 MK pO3MITISIN CUCTEMOIO
PO3YMHHUKIB (METaHOJ : yJbTpayKucTa BOJA : OLITOBA
kuciota — 45 : 54,9 : 0,1) i MPOBOOMIN METEKIIIO
CK B Y®-o6macti IOrJIMHAaHHSA 3a aHaJiTUYHOL
nosxkuHn xBwr 302 BM. Ilicng pospineHHs TpoO
CHCTEMOIO PO3UYMHHMKIB alleTOHITPWII : YJIBTpayucTa
BOJIa : OLITOBA KMCJIOTA y criBBimHoImeHHi 30 :69,9:0,1
nerekryBamu 'K, 3a curnanom mMac-netextopa. I1poou
3 LIUATOKIHIiHAMU PO3MISUIM CUCTEMOIO PO3YMHHUKIB
(MeTaHOJ : Boja : oLrToBa Kucjaora — 35 : 64,5 :0,5),
JIETEeKIIil0 MPOBOAWIN 32 aHAIITUYHOI TOBXUHU XBUJIi
269 am. HIBuakicTe pyxomoi (a3u poO3YMHHUKIB i
yac getekuii [OK ta ABK cranosuia 0,7 mi/xB, CK —
0,8 mu/xB, I'K, i uurokininis — 0,5 mi/xs. ¥ gkocti
CTaHJAPTIiB MpU TMOOYIOBiI KaliOpyBadbHUX TaOIUIb
BukopucroBysanuch HemideHi 10K, ABK, CK, T'K,,
mpanc-3eatuarmoko3un  (m-3I),  mpawnc-3eaTuH
(m-3), mpanc-3eatuapudo3un (m-3P), i30meHTeHIT-
aneHin (ill) ta izoneHteHinageHo3uH (illIA) BupoO-
Hunrea ¢ipmu "Sigma-Aldrich”" (CILIA).

BwMmicT peyoBUH-aHaNITIB y MpoOax KOHTPOJIIOBAIU
3a JIOTIOMOT0I0 Mac-CIIEKTPOMETpa B KOMOiHOBaHOMY
pexuMi poboTH (efeKTpocnpeit Ta XiMiuHa ioHi3allist
3a aTMOC(EpPHOr0 TUCKY) TIPU HETraTUBHIi MOJASIPHOCTI
i0Hi3allil MOJIEKYJl PEYOBUH-AHAJIITIB MMill Yac aHasi3y
IOK, ABK, CK, T'K, i nosuruBHiii — mix 4vac
aHai3y UMTOKiHiHIB. g KinbkicHoro aHaimisy I'K,
BUKOPUCTOBYBaJM CHUTHaJd Mac-aeTektopa MSD
SIM (nanmawrtyBanHst 50%-Boro 4acy CKaHyBaHHS
JIeTeKTOpa MokazHuka m/z 345).

Jocnigy nOpoBOIMIM Yy TPbOX OIOJIOriYHUX Ta
TPbOX AHATITUYHUX MOBTOpax. AHali3 i 00paxyHOK
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Puc. 1. criopu Dryopteris  filix-mas.

3araJlbHUA BUIJISIT
CxaHyBaJIbHUI eeKTpoHHUI Mikpockor JEOL JSM-6060
LA (Anonis)

Fig. 1. General view of a spore of Dryopteris filix-mas.
Scanning electron microscope JEOL JSM-6060 LA (Japan)

BMICTY (DiTOTOPMOHIB 3HiCHIOBAJIM 3a JOMOMOIOIO0
nporpamHoro 3abesrneueHHst Agilent OpenLAB CDS
ChemStation Edition (rev. C.01.09). OtpumanHi
KiJIbKiCHI ~ 3HA4yeHHS  OOpOOJSIIM  CTAaTUCTUYHO,
BUKOPHCTOBYIOUM mporpamy Microsoft Excel 2016.
JIOCTOBIpHICTh PI3HMILI OLIIHIOBAJIM 3a KPUTEPIEM
CrTbhlofieHTa, BUKOPUCTOBYIOUM 5%-BUil  piBeHb
3HauymocTi (P <0,05).

Pe3yabraTi Ta 00rOBOpEHHS

Criopa € nepiilow cTaniero rametodita B XKUTTEBOMY
ki manoporeir. Criopu D. filix-mas GinarepaibHi,
HUPKOMNOAiOHOI hopMU 3 rpediHUMKAMU Ta YCIYEHUMU
0opogaBOYKaMM IO BCili MOBEPXHiI 3MOPIIKYBAaTOrO
nepucnopist, 49,5 * 0,9 MKM 3aBIOBXKMU Ta
37,1 + 0,6 MxM 3aBIIMpIIKY (puc. 1).

Ha 60-1y 100y Bix mpopocTaHHs criop (hOpMyBaIKCs
BUTSITHYTI JIOMATKOMOAiIOHI mpoTaiii po3mipom 1,0—
1,5 MM. AKTUBHMI pPIiCT MPOTATiaJbHOI TUIACTUHKU
BimOyBaBcsl 3a paxyHOK Toainy kiituH. Ha BepxiBii
JIONATKOIMOAiOHOTO MPOTaisl yTBOpIOBasiacsl HEBEJIUKa
BUiMKa 3 amikaJbHOIO MEpPUCTEMOIO. ApXeroHiajabHa
MMOAyIIKa IIe HEe pO3BMBAJach, CTATeBi OpraHM —
apxeroHii i aHTepunii Oyau BiACYTHi. AIliKaJbHi
MepUCTeMAaTUYHI KIITUHU (OpMYBaIM JBa 3a4aTKU
"Kpwiielpb", a B3MOBX KpaiB IPOTSIIST pO3BUBAIIKCS
OTHOKJIITMHHI COCOYKOIIOAIOHI 3a/I03UCTI TPUXOMH,
BHACJIIIOK YOTrOo Kpail TIpoTaiis BUIJISIAAB JTOCUTh
HepiBHUM (puc. 2, A).
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Puc. 2. Mopdonoriuni ctanu (A—D) ramerodita Dryopteris filix-mas. A: nonatkononioHuil mpotaiiit; B: cepuenomioHuit
nportaliii; C: 3apocTok ramerodita 3i criopoditom; D: 3apocTok ramerodirta 6e3 criopodita. Maciurad: 1 Mmm

Fig. 2. Morphological stages (A—D) of a Dryopteris filix-mas gametophyte. A: spatulate prothallium; B: cordiform prothallium;
C: sporophyte on the surface of gametophyte; D: surface of the gametophyte prothallium without sporophyte. Scale: 1 mm

Ha 90-Tty mo0y Bix mpopocTaHHS criop (hopMyBanCs
ceplernoiOHi mpoTajii 3aBIIMPIIKKM A0 3 MM 3
CUMETPUIHUMU KPUJIBLISIMU Ta TJIMO0KOI0 BUIMKOIO Ha
BepxiBui. [Tpotanii Oyau psICHO BKPUTI CEKPETOPHUMU
BoJIOCKaMM. MepucTeMaTU4Hi KIITUHU (HOopMyBain
LIEHTPaJIbHY apXeTOHiaJIbHY TTOAYIIIKY, sIKa CKIaaanach
i3 KJIiTUH y Kinbka miapiB. Taka ckjagHa OymoBa
MOAYIIKKM HeoOXimHa [JIs TMOJAbIIOr0 >KMBJIEHHS
3apojaka crnopodita. Ha HuxKHbOMy 0oLl TpoTajist Ha
rmoayuIii popMyBaics apxeroHii. YrcenbHi aHTe purmii
YTBOPIOBAJIMCSI B 0Oa3albHill YacTHMHI 3apoCTKa Mix
pu3oinamMu Ha HUKHBbOMY Oo11i ipoTatis (puc. 2, B).

Ha 120-ty no0Oy Bif MpopoCTaHHS CHOpP PO3Mipu

3apOCTKIiB  TamMeTO(MiTiB  30UIbIIMINCSA,  HaOyIu
HEMpaBUWJIbHOI  OKpyTIJo-cepuenoaioHoi  ¢opmu
264

i3 XBUJSICTUMU KpwiblLisIMU. B moganbliomy pict
MpOoTalisl MNPU3YNUHSABCI, BHUIMKa PpO3TATYBajach,
YUCEIBHICTh pM30iaiB 30imbinyBanacsa. Ha okpemux
3apoCTKax, Ae BimOyJsiocs 3aruliiHEeHHSs, PO3BUBAINCS
TepIi MTPOPOCTKYU criopoiTa, 1110 Mau OAHY—/IBi Baiii
(puc. 2, C). YactuHa rameTodiTiB y meit yac Oyia 6e3
03HaK po3BUTKY criopodita (puc. 2, D).
®ditoropMoHaIBHII KOMITIEKC TaMeTodita D. filix-
mas Ha BCiX JOCTiIKeHUX eTanax MopgoreHe3y MiCTUB
IHIOJIiT-3-0IITOBY, TiOEPEIIOBY Ta CAMIUIOBY KUCIOTH
(puc. 3, 4). Bmict IOK cranoBus Bix 38,9 = 1,9 no
395,5 £ 19,8 ur/r cupoi peyosunu (c. p.), 'K, —
Bim 23,3 =+ 1,2 1o 229,9 + 11,5, CK — Bin 34,9 = 1,7
mo 287,7 £ 14,4 Hr/r c. p. AOcum3oBa KHCIIOTa
(46,7 £ 2,3 ur/r) inentudikosana mumie y 120-1060BHX
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Ta6nuts. Bmict murokinini y rameroditi Dryopteris filix-mas na pizaux eranax mopdorene3y (Hr/T CUpoi pe4oBHHM)
Table. Content of cytokinins in gametophytes of Dryopteris filix-mas at various stages of morphogenesis (ng/g of fresh wight)

Eran mopdoreHesy, 106a Bia npopacTaHHs
P03BUTOK 3apOCTKY
R P03BUTOK JIOMATKO- DopmyBaHHsI ceplie- R Po3BUTOK 3apOCTKY
[30dopmu UTOKIHIHIB K . . ) ramerodira 6e3 L X
MoJiOHOrO MpoTajisi, | MoAiGHOro MpoTais, . ramerodira 3i criopodiTom,
60 90 criopocira, 120
120
mpanc-3eaTuH-O-TIIIOKO3UJT crinu 22,1+1,1 crimu 30,4+1,5*
mpanc-3eaTuH 56,1+2,8 cian 55,3+£2,8 cJiian
mpaHc-3eaTUHpUO03ua caion ciou ciou 62,9131
i30TeHTeHTaeHiH 0,9+0,05 crinu crinu crinu
i30MeHTeHIIaIeHO3UH 0,940,05 0,54+0,03%* 0,8+0,04** Q110171

* — MOCTOBipHa BiIMIiHHICTb y TOPiBHSIHHI 3 eTaroM (opMyBaHHs ceplienonioHoro mpotatisg misg P < 0.001 (n = 10);
** _ MOCTOBipHA BiIMiHHICTb Y TOPiBHSHHI 3 €TalloM PO3BUTKY JIOMATKOIMOAIOHOrO MpOTalis Ta €TalioM PO3BUTKY 3aPOCTKY

rameTodiTa 6e3 cropodita st P <0.001 (n = 10).

rameTodiTax, Ha 3apoCTKax SKux c(opmMoBaInCcs
cnopodiTy, Tomi K B YCiX iHIIMX 3pa3kKaX TOPMOH
3HAXOAMBCS B CIIJOBUX KIUJIBKOCTSIX. SKicHUIT Ta
KiJIbKiCHUI BMIiCT 130pOpM LIMTOKiHiHIB 3ajiexaB BiJl
erarry MopdoreHesy (IUB. TaOJIMIIIO).

Ha eramax po3BUTKY JIOMATKOMOAIOHOro Ta
ceplLenomioHOro TmpoTamiiB y TKaHuHax 60- Ta
90-n060Bux rameTadiTiB, SKi XapaKTepU3yBaJIUCS
aKTUBHUM POCTOM Ta YTBOPEHHSIM PEMPOIYKTUBHUX
ctpykryp, BMicT IOK cranoBuB 64,5 £ 3,2ta 59,5 £ 3,0
Hr/rc. p.) (puc. 3). 3 yIOBiIbHEHHSIM TEMITiB POCTY Ha
120-1y 100y B rameTodiTax, Ha 3apoCcTKax KOTPUX OyJIn
BiCYTHi ciopogiTu, 3adikcoBaHe CyTTeBE (OLIBII HixX
y 1,6 pa3u) 3MeHIIEHHS KiIbKOCTI ropMOHY. HatomicTh
y raMeto(iTax, Ha SIKMX PO3BUHYJMCh Bai Ta KOpEHi,
cnoctepiranocs minpuieHHs Bmicty IOK y 10 pasis
(puc.4), 1110 MOXe CBiTUUTH PO OE3MOCEePENHIO yUacTh
TOPMOHY B peryJjsiii pocTy Ta pO3BUTKY cIiopodira.
Y poborax nesKux aBTOPiB HAroJOUIyBaJOCh, IO
IOK pasom 3 ribepeniHaMu 3ajgisiHa B perysiii
armoraMHOTO IIIAXY PO3BUTKY IarnopoTi Dryopteris
affinis, y rametoditax 5KOi BMIiCT TOPMOHY Ha
pi3HMX eTamax MopdoreHe3dy KoJuBaBcd Bim 4 10
108 Hr/T cyx0i pe4oBUHH (CyX. P.) i OYB MaKCUMaIbHUM
Ha [104aTKy PO3BUTKY alioraMHoro 3apoaky (Menéndez
etal., 2006a).

Makcumanphuit Bmict I'K, (229,9+11,5 wr/r c. p.)
¢dikcyBaBcd Ha eTami PO3BUTKY JIOMATKOIMOAIOHOTO
MpoTaisl, SIKWil Big3HA4YaBCs iHTEHCUBHUM POCTOM
MpoTaliaibHOI TUIACTUHKM 3a PaXyHOK TIOAiIy Ta
po3TATY amikaJdbHUX KJIiTUH. Ha HacTymHux eramax
BMICT TOPMOHY 3HAaYHO 3MCHIIMWBCS, OIHAK TICBHE
3pocTaHHs 3a(ikCoBaHO Yy TKaHMHaAX 3apoOCTKy 3i
copmoBanuME criopoditamu (puc. 3, 4). Panime
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nosigomisuiocst (Menéndez et al., 2006a), mo Ha
paHHIX eTamax pPO3BUTKY aloOraMHOIO 3apojiKy
manopoti D. affinis Oyn0 BUSABJICHO JiHIilKy ridbepe-
mini, mo Bkmovana 'K, T'K,, TK, TK, ta TK.
BwMicT ropmMoHiB KonmBaBcs Bim 4 g0 365 HI/T cyx.
p. MakcumasibHe HaKOTWYEHHSI 3 JOMiHYBaHHSIM
I'K, criocrepiranm Ha 50-Ty 100y THiC/sI IPOPOCTAHHS
cnop. IloBigomiisiocs, 1o y rameroditax manopoTi
Asplenium nidus L. 6yna Bussiena 'K  y KoHueHTpauii
130 momtb/T cyx. p. (Menendez et al., 2011b).

MaxkcumanbHuii BMict CK (287,7 = 14,4 Hr/r
C. p.) BUSIBJICHO Ha €TalTi PO3BUTKY JIOTIATKOIIOMiOHOTO
nporatist (60-ta 106a). B momasbiomMy piBeHb FOPMOHY
3HAYHO 3MEHIIyBaBcs. Y 3apocTKy ramerodira, Ha
MOBEpPXHi sIKOro cgopMyBaBcsl COpo@diT, KiJIbKiCTb
CK nemio 3pocna (puc. 3, 4).

Y rameroditax D. filix-mas Ha eTamni pPO3BUTKY
JIOMTATKOIOAIOHOTO  MpOTajisl IOMiHYBaB MpaHc-
3eaTUH — aKkThBHAa (Qopma LUTOKiHIHY, piBEHb
skoro csaraB 56,1+ 2,8 Hr/r c¢. p. Y 90-mo6oBux
rameroditax BUSIBJIeHA 3HAYHA KJIbKICTh 3eaTUH-O-
IJIIOKO3UY — HEaKTUBHOI 3aracHoi ()OpMU TOPMOHY.
Ha 3axmounomy etami mopdoreresy (120-ta mo0a)
3apOoCTKM TramMeTodiTiB, Ha SKUX chopMyBaaucs
copodiTi, HakonuuyBaau akTuBHuit m-3P i m-3T,
TOAi SIK 3apOCTKU 0e3 cropodiTiB MiCTUIM 3HAYHI
KiabKOCTi m-3 (Tabmuird). 3eaTUH i 3eaTUHPUOO3UI
HaJeXaTh [0 HaWOIIbII aKTUBHUX JTOMiHYIOUMX
TOPMOHIB ILIUTOKIHIHOBOI'O DSy, SIKi PEryII0l0Th PiCT
i po3BuToK pociuH (Vedenicheva, Kosakivska, 2017).
HarpomMamkeHHs 1IMX TOPMOHIB Ha eTarli (hopMyBaHHSI
OKPYTJIO-XBWISICTUX TIPOTatiiB D. filix-mas Ta po3BUTKY
MepIINX TMPOPOCTKIiB cropodita Ha IiXHili MOBEpxHi
Y3TOIKYETHCS 3 BIIOMOCTSIMMU Tpo 3HauYHu# BMicT LK
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OETan po3euTKy nonaTkonoAaibHoro npoTanis (stage of
spatulate prothallium development)

B ETan (opmyeanHA cepuenonibHoro npoTania (stage

of cordiform thallus formation
320 | )

%

160

HF/r cupol pedoBUHK

ABK CK

0 =

10K MK,

Puc. 3. Bmict eHmoreHHUX GiTOTOPMOHIB y Tametodirax
Dryopteris filix-mas Ha pizHUX eTanax MmopdoreHesy. Tyt i Ha
puc. 4: innonin-3-ourosa kucuora (I0OK), ribepenosa (I'K,),
aocmmzoBa (ABK), caninmnosa (CK)

Fig. 3. Content of endogenous phytohormones in Dryopteris
filix-mas gametophytes at various stages of morphogenesis.
Here and in Fig. 4: indolyl-3-acetic acid (IAA), gibberellic
(GA,), abscisic (ABA), salicylic acid (SA)

420
O3apocTok rametoita Ges cnopodita (surface
of gametophyte thallus without sporophyte)
% B 3apocToK rametoiTa 3i cnopotiTom
= L (sporophyte on the surface of gametophyte
x 280 thallus)
I
)
a
=)
[=%
8
L 140 |
[ -
I
o -m 0 M
10K MK, ABK CK

Puc. 4. Bwmict engoreHHuX (iToropMoHiB y 120-geHHUX
rametoditax Dryopteris filix-mas

Fig. 4. Content of endogenous phytohormones in 120-day
gametophytes of Dryopteris filix-mas
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Y IIBUIKOPOCTYYMX TKAHMHAX 3 BUCOKUM MIiTOTUIHUM
inmekcoM (Schaller, Street, Kieber, 2014). HeaktuBHa
i3opopma illA Oyna BusiBieHa y Malliii KiJIbKOCTi B
TKaHMHaX raMetrodira Ha BciX eramax MopdoreHesy
3a BUKJIIOUCHHSIM OCTaHHBOTO, KOJM Ha ITOBEpXHi
3apocTKy cdopmyBaBcs crnopodit. AxktuBHuit ill,
SIKWA YTBOPIOETBCS Ha IIOYATKYy IIPSIMOro (MeBa-
JIOHATHOTO) WXy OiOCMHTE3y LIMTOKIHIHIB i 3a
IIEBHUX YMOB JIETKO TpPaHC(POPMYETBCS Yy mMparc-
searud (Frébort et al., 2011), OyB igmeHTHdIKOBaHMIA
y TKaHMHAX raMerodira Ha eTami pPO3BUTKY
JIOTIaTKOIOAiOHOTO MPOTalisi B HU3bKill KOHLIEHTpallii
(Tabmuirs). Hdeski OOCTIMHWKYA TIOBIIOMIISUTH, IO B
raMmetoditiB Asplenium nidus L. cepel LWTOKiHiHiB
oynu nipucytHi mpauc-3P (38 mmons/T cyx. p.) Ta ill
(42 mMoITB/T CYyX. p.), TOMI SIK mpanc-3 csiraB S TIMOJTb/T
cyX. p. (Menendez et al., 2011b).

BucnoBku

3a  pesyabraTaMu  IIPOBEAEHOrO0  JOCIiIKEHHS
BU3HayeHi BMiCT i Oamanc enporennux IOK, T'K.,
ABK, CK Tta murokiHiHiB y ramMeTo(iTiB MmamopoTi
Dryopteris filix-mas Ha pi3HHX eTamax MopdoreHe3y
B KyJAbTYpi in vitro. PicTcTuMy/iom4i TOpMOHU
ribepeninosoro (I'K,) Ta nurokiniHosoro (mparc-
3eaTUH) psaiB JOMiHyBaau y 60-1000BMX raMeTodiTiB
mig Jac (opmMyBaHHS JIOMATKOMOAIOHOTO TIpOTAaJIis,
IOTO aKTUBHOTO POCTY, PO3BUTKY OTHOKJIITUHHHX
3aJI03UCTUX TPUXOM. BHCOKMM BMicTOM Big3Hayanach
TaKOX caliuuioBa KuciaoTa. ¥ 3apoctkax 90-1000Bux
raMeTodiTiB, $Ki XapaKTepu3yBaJucCsl aKTUBHUM
PO3BUTKOM apXeroHiaJlbHOI MOAYIIKM, HEOOXiTHOT 151
MOJAIBIIOrO XMBJICHHS 3apoika, Ta (hOpMyBaHHSIM
apXxeToHiiB 1 aHTepwmiiB, IOMiHyBaja iHHOJIJI-3-
ourosa kucyiora. [Tpu npomy Bmict I'K, 3MeHIyBaBcs
i 3'aBigiacyd 3amacHa ¢opMa LIUTOKIHIHIB — 3eaTWH-
O-rmoko3ua. Ha 3akmouyHomy etami mMopdoreHesy
B 3apocTtkax 120-mo60Bux raMmeToditiB, Ha MOBEPXHi
IKUX 1Ie He 3'IBWInCS cropodiTh, IOMiHYBaB
aKTUBHUI mpanc-3eatuH, Ttomi K BMicT 'K, OyB
HaHMXYUM. ¥ 3apocTKax raMmeTodiTiB 3i criopodiToM
BmicT IOK maB MakcumanbHi mokasHuku (395,5 + 19,8
HT/T C. p.), 1[0 MOXE CBiTUUTU TPO OE3MOCEePETHIO
y4yacTb TOPMOHA B PETYJIsLiii pocTy Ta PO3BUTKY Baii
i KopeHiB cropodita. Ha 11poMy eTarmi MopgoreHesy
BiIMiYEHO  aKyMyJSLil0  mpaHc-3eaTUHPUOO3UILY
3 TI0SIBOIO  aOCLIM30BOI  KMCIOTU.  BussieHi
3aKOHOMIPHOCTI KiJIbKiCHMX 1 SIKICHUX 3MiH 3aCBiIuu-
JIN CIIpSIMOBaHICTh i3ioyoriyHoi mii mpoaHarizoBa-
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HUX KJIaciB (DiTOrOpMOHIB Ha PETYIIOBaHHS IPOILIECiB
MmopdoreHesy rametodita Dryopteris filix-mas.

IMonsgkn

ITyGaikalist MiCTUTb pe3yJbTaTH JOCIIIXKEHb, TTPOBEACHUX
B paMKax IMpoekTy, 1o ¢iHaHcyeTbesd HallioHanbHOIO
Axanemiero Hayk Ykpainu Ne [11-71-14.431, "TopmoHanbHMiA
KOHTPOJIb POCTY Ta PO3BUTKY CIIOPOBUX POCIUH (pi3HOL
TaKCOHOMIYHOI HaJIeXKHOCTI)".
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