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«He3spienuanno wupwi modcausocmi Kepysamnsi
€80NI0YIEI0 MBAPUHHUX T POCTUHHUX (OpM
BIOKpUIOMbCS nepeod II0OUHOI0, KOIU BOHA

NPOHUKHE Y NPUXOBAHUU, GHYMPIWHIU MEeXAHIZM
eBONIOYIUHUX 3MIH JHCUBOL PEUOBUHU. »

M.I" Xonoonuii
Beryn

[TanoporemnonioHi — 0/1HI 3 HaliCTapOAABHIIIUX POCIUH HAa 3eMHI
Kyni, siki BuHUKIM moHan 300 muH pokiB Tomy. B ictopuuHOMY
pakypci ixHe OIOpI3HOMaHITTS W KUIBKICHE PO3IMOBCIOIHKCHHS
MaJu HEPIBHOMIPHHI XapakTep po3BUTKY. llepmmii cnamax pocty
YHCEIbHOCTI BHJIB B1IOYyBCS B Majie030i Ta CIPUYMHUB IMOSIBU
3HAYHOI KUIBKOCTI KaM’STHOBYTUIbHUX (hopm. Jlpyruii MaB wmiciie B
Hi3HIA MepMi Ta Ha MOYaTKy ME3030MChKOi epu, BiH J1aB IMOYaTOK
O0araTbOM Cy4acHMM poAuHaMm mnamnoporeil. Tpetiii BigOyBcs B
MI3HBOKPEH0BO-TIAJICOTEHOBUI TIEPi0, KOJIU 3’ IBHJIMCh HAHO1IBII
MPOTPECHUBHI POIMHU Ta OUTBIIICTH CydacHUX pomiB. OcTaHHIH,
YEeTBEPTHUH, CIIaJIaX POCTY YMUCEIBFHOCTI BU/IIB AIOPOTEH MPHITaB Ha
Yyac JOMIHYBaHHSI KBITKOBUX 1 CKOPOYEHHS KIJTBKOCTI 1HIIUX TPyI
cynunaux pocnuH (Rothwell, 1987, 1996).

Konkypentna 6oporsba 3a pecypcu 13 KBITKOBUMHU POCIHMHAMHU
BUSIBIJIACh JIJISl TANOPOTEH €BOMOLIMHUM (DaKTOpOM, IO MPHU3BIB
n0 nuBepcudikaiii eKOJOTIYHHMX HilI, Creriani3amii  BUIIB,
010JI0TIYHOTO PI3HOMAHITTA Ta TMIABUIICHHS aJalTUBHOTO PIiBHSA
Oararpox TakcoHiB. Illupoke po3ceneHHs nanopoTel y mopiBHAHHI
13 KBITKOBUMH POCIMHAMH OYyJI0 JTIMITOBaHE HAsIBHICTIO HE3aJIEKHOT
¢da3u ramerodiTy, HEOOXIAHICTIO BOIU IS 3MIMCHEHHS CTaTeBOTO
IpOIIECy, BIJCYTHICTIO KOHTPOJIIO PO3MHOXKEHHS, OOMEKEHUM
1 TOBUIBHUM pOCTOM CIOPOQiTY, HEMOXJIHMBICTIO ICHYBaHHS B
IUPOKOMY Jlana3oHi yMOB, CIA0KHM KOHTPOJIEM 3a TPaHCIIPaIli€lo.
Jlo mepesar; siKi JO3BOJISIIOTh BUTPABaTH KOHKYPEHTHY OOpOTHOY 3a
MEeBHI TUIIM MICIE3POCTaHb, HAJIEXKATh 3AaTHICTh 10 (POTOCHUHTE3Y
32 HHU3bKOI I1HTEHCHBHOCTI OCBITJIEHHS, BHCOKa CTIMKICTH [0
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3BOJIOKEHHS, TOJEPAHTHICTh 110 BIJHOLIEHHIO J0 cyOcTpary,
01THOTO Ha MiHEpaIbHI PEUOBUHH, CTIHKICTH CIIOP JIO MOIIKOKEHB
y TOBITPSIHOMY CEpPEIOBHII, MONKUIOTIAPUYHICTE TaMeTO(iTiB
NEesIKUX BUJIB, MOTEHLIHHA JOBrOBIYHICTh CIIOPOQITIB, MIKOTPO]is,
nomimnoifis (Page, 2002).

Pa3om i3 iHIIMMHU CYIMHHUMH POCIMHAMU TArOpOTi PO3AUISIOTH
THII KUTTEBOTO IHKITY, 110 Tiepeadadae YepryBaHHs JBOX MOKOJIHb:
OUIUIOIAHOTO — CHOpO(ITY Ta HEBEJIUKOrO, BUILHOXKMBYYOI'O
rarmioifHoro — rameTodiry, i3 JOMIHYIOUOK TUILIOIAHOK (a3oro
(Sheffield, 2008; Haufler et al., 2016). Cnopodit mnamoporei
MEePEBAXHO € 0araTopiyHOI TpPaB’STHOK POCIWHOIO, TUIO SKOI
CKJIQJIA€ThCS 31 cTe0I1a (KOPEHEBHIIA), BiJ] IKOTO BIIXOATH JOAATKOBI
KOpEeHI Ta JIMCTKU — Bai. 3aJeXHO BiJl pO3MipiB KOpEHEBHUIA Ta
XapakTepy MPUKPITUICHHS O HHOTO JINCTKIB MOXKJIUBE ()OPMYBaHHS
PI3HOMAHITHUX JKUTTEBUX GopM. binbmicTe nmanopoTenomioHux
MOMIpPHHX IIUPOT € KOPEHEBUITHUMH OaraToOpiYHUKaMHU.

CynuHHI  CHIOPOBI  POCIMHM By — MAropoOTENomiOHUX
IIPUBEPTAIOTh OCOOJMBY yBary Mpu BUBYCHHI MEXaHI3MIB peryIsiii
MPOILIECIiB POCTy W po3BUTKY. Lle o/HI 3 HallcTapOIaBHININX BUIIHX
POCIHH, III0 BIIrparOTh CyTTEBY POJib y (HOPMYBaHHI POCIUHHOTO
nokpuBy 3emui. [IpuctocyBaHHS mamoporeil 10 Oyab-KUX YMOB
ICHYBaHHS BiJl ITyCTEJb 10 OOJIT i COIOHYAKIB 3yMOBHJIO BAHHKHEHHS
IIUPOKOTO PI3HOMAHITTS IXHIX JKUTTEBHX (POPM, IO BIAPIZHAIOTHCS
3a MOPQONOTIYHUMHU Ta (i310JIOTITYHUMHU O3HAKAMH. YHIKaJIbHICTb
i€l Tpynd OPraHi3MiB IOJSATa€E B TOMY, L0 BOHM (PAKTUYHO €
KUBUMU TpelcTaBHUKaMU ¢uiopu, sika chopMmyBanacs B mpagaBHi
yacu i 30eperiacst A0 HAIIMX [HIB, YCHAJKyBaBIIM i 30epiruu
3aKOHOMIPHOCTI CBOTO PO3BUTKY Bij mpantypiB. [lanoporenonioni
€ HaJ3BUYAMHO I[IKaBUM 00’ €KTOM Ui MOCIHIIKEHHS POCIUHHUX
010JIOTIB HE JHMIIe B 3B’S3Ky 13 BUBUCHHSM IPHCTOCYBAJIbHUX
MEXaHI3MIB 70 MIHJIMBHX yMOB OTOUYIOYOTO CEpPEIOBUIIA, aje
i B EBONIOIIITHOMY acCMeKTi, OCKUIbKH J03BOJIIIOTH MOPIBHSATH
0COOJIMBOCTI iXHBOI PEryIATOPUKH 3 TAKUMH Y KBITKOBHX POCIUH
1 BUSBUTH PUCH TOAIOHOCTI Ta BIAMIHHOCTI, SIKI caMme 1 CKJIaJlaloTh
cyTh eBomonii. Ha HeoOxigHOCTI MOAIOHOTO pOAy MOCHIIKEHB
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noHaa 70 pokiB TOMY HaroJoulyBaB BCECBITHBO BIJIOMHUH BUEHUII-
¢iziomor pocnuH akanemik M.I. Xomomuwii: «BigHOCHO Benmka
IMIBUIKICTh ©BOJIOLMIMHMX TIPOILECIB Y JKUBIM PEUYOBHHI, SKa
3HAXOJUTh CBill BUpa3 y IIBUIKIN 3MiHI PI3HUX OpraHiuHux ¢Gopm,
10 TIOCJTIZIOBHO 3aCEeIIsT 3eMJTI0 YIIPOJIOBXK T'€OJOTIYHUX TMEP1oIiB
ii icTopii, HAsBHICTh MOMITHHUX CIITIB i€l €BONIOIT <.....> NAIOTh
HaM MOXXJIMBICTb HE TUIBKH YSIBUTH COO1 MPOLEC PO3BUTKY JKUTTA
Ha 3eMJ11 3 IOCTaTHbOIO MMOBHOTOIO 1 SIKICTIO, @ i PO3KPUTH OCHOBHI
3aKOHOMIPHOCTI LIbOTO MPOIIECY, a TAKOXK 3’SICyBaTU HAWTOJIOBHIIII
NPUYHHH, 10 3YMOBIIOIOTh 3aMiHy OJHHMX (POpPM IHIIMMH, Kpalie
MPUCTOCOBAHUMH JI0 HOBHX YMOB iCHYBaHHS .

Ha nymxy M.I'. XonogHoro, peryisTopHa cucteMa poCjiMH BUHUKIIA
B MPOIIEC] MPUPOIHOTO BiIOOPY HA OCHOBI MPOIYKTIB BTOPHHHOTO
MeTaboi3My, SIKI 32 MEBHUX YMOB MEPETBOPHINCSA Ha O10J0TTYHO
aKTHBHI PEYOBHMHM, €BONIOIIWHI 3MIHM B MeETaOOMI3MI SKHX
MOIJIM CTaTW BaXJIMBOIO IMEPEAYMOBOIO YTBOPEHHS PI3HOMAHITTA
ICHYIOUOTO POCIMHHOTO CBITY. 3a CY4YaCHUMH YSIBJICHHSIMHU,
dbopmyBaHHS i PO3BUTOK MOP(OTOTIYHUX CTPYKTYP 1 13107I0TTUHUX
GyHKIIH B iXHIX B3a€MO3B’A3KaX 1 B3a€MO3AJICKHOCTSIX Ha PiBHI
LUTICHUX OpraHi3MiB, OpraHiB, TKAHUH, KJIITHUH Ta IXHIX CKJIaJ0BUX
BU3HAYAIOTh, KOOPAUHYIOTh TA PEryIIOI0Th (PITOTOPMOHH.

PizHOMaHITTS ()OPM 1 CTPYKTYpPH POCITHMHHUX OPTaHi3MiB CBiI4aTh
1po Te, 10 TOPMOHAIBHA PETYIIALIS, KA JISKUTh B OCHOBI IXHBOTO
PO3BHUTKY, Mae OyTH JOCTaTHHO BapiaOeNbHOIO HaBITh YCEpEIHHI
OJHI€T TpynH Aye ONM3BKHUX 32 MOXO/PKEHHSIM Ta CUCTEMaTHYHUM
MOJIOKEHHSIM pocsivH. [IpoTe OUIBIIICTh TOCIIKEHB, TIOB’ I3aHUX 3
BUBYEHHSAM (YHKLIOHYBaHHS (PITOrOPMOHIB, iXHBOTO O10CHHTE3Y,
MeTaboi3My, TPaAHCIOPTY, CUTHANIHTY TOINO, 30CEpEeKCHa Ha
NpPEACTaBHUKAX KBITKOBMX, IIE€PEBaXHO KyJIbTYPHUX POCIHH.
BuBuenHs1 (pyHKIIOHYBaHHS TOPMOHAJBHOI CUCTEMU B CIIOPOBHUX
pocnuH posnovanocs me B 1980-1990 pp. munynoro cropiuus.
[Tepmmi po6oTH 3 MBOTO MUTAHHS 31E01IBIIOTO MM O0l10XIMIYHHMA
XapakTep JOCHI/DKeHHS ¥ Oynu crnpsiMOBaHI Ha BHSIBICHHS Ta

* JlyMKu HaTypaiicTa npo npupony Ta groauny. B ka.: M.I. Xonoxnuii. Bubpani npari.
KuiB: HaykoBa nymka, 1970. 450 c.
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1IeHTU}IKAIII0 PEYOBUH TOPMOHAJIBHOI MPHUPOAM IMX POCIHH.
HasiBHicTE  (piTOrOpMOHIB OyJ0 BCTAaHOBICHO Yy BOJOPOCTEH,
MOXIB, XBOIIIB, IMMAOpoTel, AuIIaiHuKiB. OTpuMaHi pe3yabTaTH
JI€MOHCTPYIOTh CYTT€BI BIAMIHHOCTI MDK (YHKIIOHYBaHHIM
EHJIOTEHHUX PETYIATOPIB POCTY B POCIUH PI3HOI TAaKCOHOMIYHOI
HanexHocTi (CutHuK Ta iH., 2003). [IpoTe poboTu nmomibHOrO poxy
Ha CbOTOJIHI 3aJTUINAIOTHCS TOOAUHOKHMH.

PozBuBatoun inei Ta mependaduenns akagemika M.I. Xomomnoro,
CHIBPOOITHUKU BiAIiay ¢iToropmoHosorii [HCTUTYT OoTaHiKU
im. M.I. Xonmomnoro HAH Vkpainu B mpezacrasieHid poOoTi
BUKJIAJIM PE3YJABTAaTH I SITUPIYHOTO KOMIUIEKCHOTO JIOCIIKEHHS,
CIPSIMOBAHOTO HA BUBYEHHS KITBKICHOTO PO3MOALTY Ta OamaHcy
(bITOrOopMOHIB, JUHAMIKM BMICTY (DOTOCHHTETHYHUX IIIMEHTIB 1
AKTUBHOCTI JIIMOKCUTEHA3, 0COOIUBOCTEN YIBTPACTPYKTYPH KIIITHH
Ta MIKPOCTPYKTYpHU MOBEPXHI OpraHiB MarnopoTel ympoaoBX POCTy
i pO3BHUTKY CHOPOQITIB, a TaKO)X BUBUCHHS BIUIMBY €K30T€HHUX
(hiTOrOpMOHIB Ha MPOPOCTAHHS CTIOP 1 PO3BUTOK raMeTodITiB MpH
BUPOIILYBaHHI B KyJbTYpi in vitro.
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[Mornsiam Ha MOXOHKEHS Ta EBOJIOIIIO ITEPUI0(DITIB

Pozin 1. 3arajibHa XapaKTePUCTUKA CYTUHHUX
CIIOPOBHUX POCJIMH (ITepUa0}ITIB)

Bawexa O.B.

Iorusian Ha MOXOMKEHsI T eBOJIIOLII0 NTepuA0PITiB

CyuacHi CyiMHH1 CIOpOB1 pociIuHU (NTepua0(]iTH) IpeacTaBIeH]
Mmaibke 12 tucsiuamu BuaiB (PPG 1) 1 mocigatoTs apyre Miclie micis
MOKPUTOHACIHHUX 32 BHJIOBOIO PI3HOMAHITHICTIO Cepesl CYIHMHHUX
pociua (Smith, 1972). Iltepumodit mommpeHi NPakKTUYHO B
yCiX perioHax 3eMHOI Kyl H MeLIKalTh Y Halpi3HOMaHITHIIINX
YMOBAX: BiJ] IyCTEIb JI0 OOJIIT, 03€p 1 COJIOHUX BOJIONM Ta € OTHUMU
3 TOJIOBHMX KOMIIOHEHTIB POCIMHHOTO MOKpUBY cyxonony (Ross,
1996). Ognak Haiibinbiue pizHOMaHITTA («hot spot») HMX pOCIUH
NpUTAMaHHE CEPEIHBOBHUCOKMM TIPCHKAM MacHBaM y TPOIIYHIN
30H1 (Kessler, 2010), me BoHM 3pOCTalOTh SIK Y Ha3€MHHUX, TaK 1 B
em@iTHUX eKoTomax (Ha CKeJsiX, y KpoHax JiepeB Touio). Bumgose
PI3HOMAaHITTS NTepuA0(IOpH YKpaiHU € BIAHOCHO O1HUM 1 HaJlIuy€e
68 BuaiB manopoteit (Bameka, bescmeprha, 2012), 11 BuaiB XBoIIiB
1 12 BuniB mnayni (Mosyakin, Fedoronchuk, 1999).

CynunHl criopoBi, 0e3yMOBHO, OyiaM OJHUMH 3 HAWMEPIINX
POCIIMH CYXOIIONy, a Tepexia BiJ BOJHOIO CHOCO0y iCHYBaHHS
JI0 HAa3eMHO-TIOBITPSIHOTO BiJOyBCS, WMOBIpHO, B OPIOBUKY abo
panabomy cumiaypi (Bateman et al.,, 1998). 3miHM exomoriyHUX
(bakTopiB, 1110 CyMPOBOIKYBAIH MPOLIEC BUXOLY Ha CYIITY, 3yMOBUIIN
BUHUKHCHHS TaKWX MPHUCTOCYBaHb, SK PO3BHUTOK TOKPUBHUX
TKaHWH, KOPEHIB 1 MPOBIAHOI CHCTEMH, SIKI MOTJIA 3a0€3MEeYUTH
HAJXOMKEHHST Ta YTPUMaHHS HEOOXIAHOI KUTBKOCTI BOAM JUIS
HOPMAJIBHOTO (DYHKIIIOHYBaHHS POCIMHHOTO opraHizmy. docuii
3 BUKOMHHX IAPIB Mi3HBOTO CHUJIYPY — PAHHBOTO JE€BOHY CBITYaTh
Ipo ippajialito Ha3eMHUX POCIHUH Ta IXHI YHIKaJIbHI aJanTarlii, o
YMOXIIMBHJIU TIPOCYBaHHS BIUO cyxoaony (Bateman et al., 1998).

3riIHO 10 CyYacHHUX (PUTOTEHETUYHHX YSBJIEHB, CyIUHHI CIIOPOBI
POCIIMHU TIPEJCTaBICHI BOMA Kiagamu — muayHamu (Lycophytes)

11



Bameka O.B.

Puc. 1. BunnkuenHs Mikpoixy Ta MiKpodiin CydacHHX IUTayHIiB: A — MiIOTETHYHI cTamii
esoutolii Mikpodiny (3a Taylor, Taylor, 1993); B — cre6no Lycopodium clavatum L., Bkpute
JMUCTKaMU-Mikpodinamu (y BCTaBili 300pa)keHO OKpeMuil jucTok); C — CIOpOHOCHHUI
narin Selaginella selaginoides (L.) Beauv. ex Mart. & Schrank, BkpuTuii Mikpodinamu
(B amikaJIbHIN YaCTHHI BUAHO KYJISICTI CIIOPAHTii)

ta manopotsimu (Ferns), O0ipypkamis sikux BigOynacsi B paHHBO-
My — cepenHboMy AeBOHI (Om3bk0 400 MTH pokiB ToMy). [Iprdomy,
[arnopoTi pa3oM 13 yciMa IHIIMMU CYJUHHUMH POCIHHAMH
(roTOHaCIHHUMHU Ta TOKPUTOHACIHHUMH) YTBOPIOIOTH  €JIUHY
kiany eydinoditis (euphyllophytes) (Pryer et al., 2001, 2004a, b).
Takuii migxin 30kpemMa 0a3yeThCsl Ha TBEPPKEHHI, 1110 BUHUKHEHHS
JUCTKIB BiAOYNIOCS, SIK MIHIMYyM JBi4l B XOJA1 €BOJIOLIi POCIIHH.
Tax, cunanoMopdoro IayHiB € IucTKu-Mikpodimu (puc. 1). Ixme
YTBOPEHHS HE IMOB’s3aHE 3 PO3BUTKOM Ta apXiTEKTYpOIO CTEIH, K
e BimOyBaeTbes B eydinoditiB (Gola et al., 2007), a moxomKkeHHS
MiKpodiTiB TOB’S3YIOTh 13 TOSABOIO €HALId — emiepMalbHUX
BUII'SIYyBaHb Ha OE3JIMCTHX OCSAX MEPBUHHUX HA3€MHHUX POCIHH
(Sawdonia Hueber, Asteroxylon Kidston & Lang), siki moctynoBo
HaOynu Backynsapusauii (Leclercqia Banks, Bonamo & Grierson)
(Taylor, Taylor, 1993). Mikpodinu B CydacHUX MpPEICTABHUKIB
MJIayHIB, SIK MPABHUJIO, MAJICHBKI, MAIOTh €JMHUI MPOBIIHUN MTyYOK
Ta JMCTKOBUU CIIiJ, IO HE 3aJMINA€ TMPOPUBY, BIAIIISIOUUCH BiJl
crenu (puc. 1).

BunukHeHHss meradiniB (JIMCTKIB TArmopoTe Ta BCIX 1HIIHMX
CYAMHHHX POCIIMH), 3T1JTHO 3 MpHiiHATOIO rinore3oro (Taylor, Taylor,
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Puc. 2. Bunuknensas meradiny Ta JUCTOK ManopoTi (meradin): A — rimoTeTHyHi cramii
noxo/pkeHHs1 Meradiny (3a Jaitnexo, 2016); B — muctox Onychium japonicum (Thunb.)
Kunze (meradin).

1 — IlepeBemMHIOBaHHS TEJIOMIB; 2 — Taly)KCHHS TEJIOMIB y PI3HUX IUIOMIMHAX; 3 —
PO3MIIIEHHS TEJIOMIB B OAHIN IUOMMHI; 4 — CIUIOLICHHS TEJIOMIiB; 5 — IXHE 3pOCTaHHS;
6 — meradin

A

-

Puc. 3. JIuctku xBouiis (Meradinu): A — 3aranbHuUil BUMIsA narony Equisetum arvense L.;
B — 30inbieHe 300paskeHHs By3na; C — BiTOUTOK BUKOMHOTO Asterophyllites equisetiformis
(Schloth.) Brongn. Lindley and Hutton (BepxHiif xapOon) 3 ekcrio3uwii HarionansHoro
HayKoBO-IIpupoaHudoro Mysero HAH Vkpainu.

1 — JIucTky, 3pocii y mixBu

1993), BigOynocss TUIAXOM CIUIOMICHHS Ta 3pOCTaHHS CHCTEMH
posranyxeHux ocei (puc. 2). ToOTo TsKi MPOBiTHOT CUCTEMU (SKUIIKH)
JMCTKIB € TOXITHAMH BiJl PO3raiykKeHHX oceil (cTeOern) MmpeaKoBUX
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dopm. Lleit mpouec BigOyBaBcs NPOTATOM IMI3HBOTO JEBOHY —
pPaHHBOTO KapOOHY Ta, IMOBIPHO, OyB BUKJIMKAHUHA Yepe3 3HUKCHHS
xonuentpauii CO, B armocepi Ta naiHHs II00aIbHOT TEMIIEpaTypH
(Beerling et al., 2001), a oTxe morpeOyBaB 30UIbIIEHHS MOBEPXHI
IUTACTHHKY JIMCTKA, 3/1aTHOi 10 nommHanusa CO,. 3aranom, CydJacHi
TTOTJISITY Ha ITOXO/KEHHS Ta €BOJTIOLIIFO JTMCTKA B eyhimodiTis (Beerling,
Fleming, 2007) y3romkyroThbcs i3 TenoMHO0O Teopieto Llimmepmana,
3alpONOHOBAHO0 B Mepilii nonoBuHI XX cTopivus (Zimmermann,
1938). Meradginu He 3aBKIW MalOTh BEIUKI PO3MIpH, OIHAK, iM
NpUTaMaHHI CKJIaJHa BacKyJIsIpH3allis, HASBHICTh MapriHaJbHOI YM
amiKaJbHOI MEPUCTEMH, a TaKOXK YTBOPEHHS IPOPUBIB Y CTENl NPHU
BIJIXO/KEHHI JINCTKOBUX CJIIIIB.

JIMCTKM Cy4acHUX XBOINIB, HE 3BaKalOuu Ha JAPIOHI PO3MipH,
SBJISIIOTH  COOOI0 CHJIBHO peaykoBaHi wmeradiau, 1o go0pe
Y3TO/KY€ETbCA 13 pe3ynbTaTaMu Majaeo00TaHIYHUX AOCIiIKEHb
(Rutishauser, 1999) (puc. 3).

3rimo 1o ¢inoreHetnyHux ysBieHb (Pryer et al., 2004),
Cy4acHl TMamopoTi, SKi pa3oM 13 HAaCIHHEBUMHU pOCIMHAMHU
bopMyIOTh MOHO(DUIETUYHY KIATy, PO3MOAUISIOTECS Ha I SITh
EBOJIIOIIIMHUX  JIiHIM: BykaukoBl (Ophioglossales), TICUIOTOBI
(Psilotales), wmaparieBi (Marattiidae), xBomi (Equisetidae)
Ta JentocrnopanrianeHi manopoti (Polypodiidae). OcrtanHi €
HAWOUIBLIOI TPYMolo, MO0 oOxomuoe Omu3bko 80% cydacHHUX
npezncraBHukiB nrepunodirtis (Pryer et al., 2004a, b). BinnosinHo
70 TaneoOO0TaHIYHUX JaHUX 1 PE3yNbTaTiB aHali3y 3a METOIOM
MOJIEKYJISIPHOTO TOJIMHHUKA, BC1 BKa3aHi €BOJIIOLIMHI JIIHIT iICHYBaJIH
BXKE B MI3HbOMY KapOoHi (~299 Ma), a cTaHOBJIEHHs O0ararhbox
rpyn JENTOCHOPAHTUIBHUX MaropoTe B1IOYIOCS Y HEPMCHKOMY
(299-251 Ma) Tta TpiacoBomy mepiogax (251-200 Ma). IIpore,
HE3BaXKAaI0YM Ha JJaBHE MMOXO/DKEHHS, HalO11b110 ippaniarii cyyacHi
[IpeJICTaBHUKU ITEPU10(IIOpHU 3a3HANIU B KpeHJssHOMY niepiozi (146—
66 Ma) Ta mpoTarom KaifHO30iichKkoi epu (66—0), mo-cyTi, «B TiHi
nokputoHaciHHUX pociaun» (Schneider et al., 2004). I came 3aBasiku
mi ippamiamii, mo BigOydack 100 MiIH pOKiB TOMY, 3’ sSBHIIACS
nepeBakHa OUTBUIICTh CY4aCHOTO PI3HOMAHITTS NTEPUI0PIOPH.
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IcTopuunmii ekcKype y CHCTEMAaTHKY TPyNU

VYIpoaoBx JOBroro nepioy yacy MamnopoTi Ta IJIayH! BBayKAIHUCS
MICTUYHUMH POCIMHAMH, OCKUIBKH OyB HE3pO3yMUIMM CHOCIO
iXHPOTO PO3MHOXKEHHSI 3a BIACYTHOCTI KBiTOK (Moran, 2004).
Tum He MeHIe, HaykoBa Kiacudikamis nrepuaodiTiB Mae MOHANA
250-piyny ictopito. OmHHMM 13 MEpIIMX IO TPYIy, B3SBLIM 3a
OCHOBY ()OpMY Ta pO3MIILEHHS COPYCIB, BKIFOYHUB IO CBOET CHCTEMH
K. Jlinneit (Linnaeus 1753, 1754). Bin onucas 11 poniB Ta GIM3bK0
175 BumiB mamopoTel, BiAHICIIH iX 70 Kjiacy «TaeMHOIUIIOOHI»
(Z — Cryptogamae). Taka cucrema Oyna CyTO IUTY4YHOIO, Xo4a U
BpaxoByBaja BaXJIMBY O3HAKy penpoxyKTuBHuX opraiB (Tryon,
1952).

MaOyTp, mepIIol JAeTaldbHOI KiIacu(iKalieo mManoporen
crama cucrema, pospobmena JDx.E. Cmitom (James Edward
Smith), anrmifickkuM OOTaHIKOM, 3aCHOBHHUKOM JIOHJIOHCHKOTO
JlinneiBcpkoro ToBapuctBa (Hawgood, 2009). V poboti «Tentamen
Botanicum de Filicum Generibus Dorsiferarum» (1793) Bin onucas
20 pomiB, ymepiie e(QEeKTUBHO BHUKOPHUCTABIIU O3HAKU (HOpMHU
COpYCIiB, IXHE PO3MIILIICHHS HA JINCTKAX, GOpPMY 1HIy31I0 Ta CrIOCOOH
roro poskpuBanHs (Smith, 1793). Le 6yna nepira cipoda CTBOpEeHHS
MPUPOTHOI CUCTEMU MANOpPOTeil, Xoua BOHA 1 6a3yBasiach BUKIIOYHO
Ha O3HAKaX PEerpoAyKTUBHHUX OpraHiB.

ABTOpPOM MEPIIOr0 KOHCIEKTY IallOpOTel CTaB IIBEICHKUN
6oranix Y. Capi (Olof Swartz). Moro po6ora «Synopsis Filicum»
(1806) wmictuna indopmaniro npo 33 poau Ta Mmaibxke 700 BumiB
ManopoTeH, 1m0 1o CyTi, Oy710 0OPOOKOIO Ta PO3MIUPEHHSIM CUCTEMHU
k. E. Cmita (Smith, 1793).

VY mnopanpmux poOOTax CHCTEMATHKIB TOTO dYacy KUIbKICTh
BHUJIIB MpoaoBxyBana 3pocraru. Hampuknan, H.O. [leo (Nicais
Augustin Desvaux) B «Prodrome de la famille des fougeres»
(Desvaux, 1827) Bu3HaB Bxke 66 poniB Filicales. 301bIIIeHHS IXHBOT
KUTBKOCTI TTOB’s13aHE 3 OB IETATbHUM JIOCITIPKEHHSM 1H/Ty3110 Ta
BUBYCHHSIM OY/IOBU CTIOPAHTIIO.

Benuka peBi3isi BChOro HasBHOTO Ha TOM 4ac Marepiany Oyna

npoBenena npodecopom yHiBepcutety Ilparn K. [Ipecnem (Karel
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Presl). Bin ynepiie mouaB BUKOPUCTOBYBATH 3 METOIKO CUCTEMATHKH,
Mopsii 13 PENpOAYKTUBHUMH, O3HAKH BETETaTHBHHUX OpraHiB, a
came: ra0iTyc pOCJIHH, XapakTep PO3MIIICHHS JIMCTKIB, KiIbKICTh
npoBigHUX mydkiB y uyepemkax (Presl, 1848) i 3ocepenuBcs
Ha BHKOPHUCTaHHI O3HaK >KWIKyBaHHS. B poOoti «Tentamen
Pteridographiae» (Presl, 1836) aum Oyno ormcano 117 pomiB i mie
59 — y mizHimmx nyomnikamisx (Presl, 1841, 1845, 1847).

Cyuacuukom K. Ilpecns OyB 1mie oauH BHJIATHHM NTEPUIOIOL,
KypaTtop Kousiekuii >kuBux pociauH B KopomiBebkux boraHiuHux
canax Keto J[. Cmit (John Smith), sikuit 1o6pe po3ymiB 0cOOIUBOCTI
nanopored 1 B JECSATKH pa3iB 30UIBLIMB KOJEKIIO0 IIUX POCIUH
y Kbro. Po6ora JI. Cmita «An arrangement and definition of the
genera of ferns» Buiinuia gpykom y 1841-1843 pokax (Smith, 1841—
1843), maibke ogHouacHo 3 pobotamu K. Ilpecnsa. B wiit . Cmit
3aCTOCOBYBaB Maiixke Ti caMi o3HakH, 1o i K. [Ipecns, mpuaiisioun
0COOJMBY yBary *HJIKyBaHHIO Ta BET€TaTHBHUM OpraHaM. 3arajoM
y po6oTti «An arrangement and definition of the genera of ferns» Bin
Bu3HaB 138 poxis. HaiizHauyioro 11 nTepuaoorii € myomikamis
«Historia Filicum» (Smith, 1875), B sxiii BimoOpaskeHi mi3Hi miaxoan
aBTOpA, a TAKOXK ypaxoBaHI YHCEIbHI HOB1 pOJH, 110 OyJIM OMUcaHi
K. ITpecnem ta A. ®i. B po6oti «Historia Filicum» /. CmiT Bu3HaBaB
212 poniBy Flilicales, mo Brpudi 6inb1e, HiXk y myOmikamnii «Genere
filicum» (Hooker, Bauer, 1842).

Ha nymky amepuxancbkoro nrepunoiora P.M. Tpaiiona (Rolla
Milton Tryon), 3acHOBHMKaMHU Cy4yacHOi HTEpPUAOJIOril MOXKHA
BBakaru J[. Cmita pazom i3 K. IIpeciiem, siki mparroBaiy He3aaeKHO
OJIVH B1J1 OZTHOTO, TPOTE BiICTOIOBAJIHN OTHAKOBHM IT1JX11, IO TTOJISTaB
Yy OIHOYACHOMY BHMKOPHCTAHHI BETE€TAaTUBHUX 1 PENpPOMyKTHBHUX
O3HAaK, SIKHM BY€HI HaJaBaJli OJHAKOBOrO 3Ha4eHHs. OpHouyacHa
nyOiKaIis BOX HE3aJeKHUX TyXe MOAIOHMX poOIT BHU3HAUMIIA
HEeoOX1THICTh HOBUX MiAX0AIB y cuctemaruui ntepunoditis (Tryon,
1952).

Hoswii miaxix OyB 3ampornoHoBaHui AupekTopoM KopomiBehKux
boraniunux caniB Keto B. /. Xykepom (William Jackson Hooker). ¥V
cBOil mepiii pyHaaMenTanbHii podoti «Genere filicum» (Hooker,
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Bauer, 1842) BiH Bu3HaB OUIBLIICTH POMIB, 3aIPONOHOBAHUX
fioro monepenankamu K. Ilpecinem i JI. Cmitom. OmgHaK mOTIM,
posmnouaBmu podoty Hax «Species Filicum» (Hooker, 1844—1864),
B.J1. Xykep Bu3HaB juuie 63 poau, 3BIBIIN OUIBIIICTh 3 HUX y PaHT
MIIPOIIB UM CEeKIii. Bu3HauyanpsHUMU JIJ1s1 POy BiH BBa)KaB O3HAKU
PENpPONYKTUBHUX OpraHiB, y TOH 4ac K O3HAKHU BETreTaTMBHHX
OpraHiB BUKOPHUCTOBYBAB JJISi BCTAHOBJICHHS BHYTPIIIHBOPOAOBUX
TakcoHIB (miaponiB Ta cekiiil). [on10BHa BiaMiHA y HiAXOAl 10
BUKOpHUCTaHHS o3HaK Mik B.J[. Xykepom Ta ioro nonepeaHuKaMu
Oyna B TOMy, II0 BiH BUJUISB MEPBUHHI O3HAKH — OyZ0Ba COPYCiB
Ta 1HIY31iB, SIKI BU3HABAJIMCH OUIBII BAXKJIMBUMH, B TOH dYac 5K
K. Ipecn i JI. CmiT HagaBaiu BCiM O3HaKaM PiBHO3HAYHOCTI. B
Oynb-skoMy BuIanky, cucrema B.JI. Xykepa momiHyBajga B HayIli
Maike 10 TouaTKy XX cTopivds. 3aKiHYMBIIH ITyOJIiKaIio «Species
Filicum» y 1864 p., B.JI. Xykep po3no4yaB poOoTy HaJ KOHCIIEKTOM
naroporeii «Synopsis filicumy», mo OyB 3aBepIICHUIH BXKe MiCIsI
roro cmepti JI.I. Beiikepom (Hooker, Baker, 1865). 3nauenns
1iei podotu, sxka Oyna nepeBujaHa npaktuyHo Oe3 3miH (Hooker,
Baker, 1874), momnsrae B ToMy, 1o 11e OyB IMEPIIHiA KOHCIIEKT 3 4aciB
V. Capria (Swartz, 1806), sskuif HaOyB 3HaAYHOT TOMYJISIPHOCTI CE€peNT
(GIOpHUCTIB, a OTXKE CIPHUAB PO3MOBCIOPKEHHIO Ta CIPHUHHATTIO
cuctemu B.JI. Xykepa (Tryon, 1952).

[Ipubnu3HOo B TOM cammii yac Oysna omyOJikoBaHAa HAWOUIBII
neranbHa pobota (paniyspkoro 6oranika A. @i (Antoine Laurent
Appolinaire Fée) (Fee, 1844—-1873) «Genera Filicumy, npucssiuena
narnopotsiM. BoHa cynpoBokyBagach MpeKpacHUMU JiTorpadisiMu
IIUX POCJIMH, HA SKUX MPEJCTaBICH] JIeTali KHUIKYyBaHHS, COPYCIB,
1HIY31iB Ta crnopanriiB. ABTop Bu3HaBaB 181 pix, a me 7 pogam
HajaBaB cyMHiBHUI cTatyc. Came A. D1 npuIiisB BeTUKE 3HAYCHHS
Oy/oBi CHIOpaHriiB 1 BBIB JOJATKOBUH CHCTEMAaTHYHUN KpPHUTEPid —
KUIBKICTh KJIITHH KUIBLIS, SIKHH TMOPIBHIOBAaB 13 KIJIBKICTIO 3YOIliB
neprcToma B MoxiB. Y mopansiiomy, 10 pooitT E.b. Koynnenaa, neit
KpPHUTEPiil He BUKOPUCTOBYBABCSI.

[lepme BinxwiaeHHS B JOMIHYIOYOi Ha TOW dYac CHUCTEMU
B.Jl. Xykepa Oyno 3pobieHe B poOOTi mIBeHIapchkoro OoTaHiKa
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K.I'. Kpicra (Konrad Herman Christ) «Die Farnkrauter der Erbe»
(Christ, 1897) i norim po3Bunyto Jlrogsirom Jlimecom (Ludwig
Diels) B #ioro 06po6mi ansa «Naturlichen Pflanzenfamilien» (Diels,
1900). K.I. Kpict Bu3HaB auie 92 ponau, akLEHTYIOUM YBary Ha
BEreTaTUBHUX oOpraHax mnamnoporedd, a JI. Jlimbc, mpomaoBxkyrouu
MOTIEPETHIO JTIHII0, PO3MUPHUB KUTbKICTh poniB A0 130. Bin Hamas
HOBHMH CTHMYJ CHCTEMaTHIll nrepuaodiriB, a came CHpsSMYBaB
il Big nmpupoaHoi B 6ik dimorenernynoi. JI. [{inbc 3poOUB akueHT
Ha (iJIOreHETUYHOMY IMPEACTABICHHI POJiB, 10 Oa3yBajiocs Ha
0Co0IMBOCTSIX OyZI0BU COPYCIB Ta 1HAY31iB, Ta BIIMIIOB B/l HATaHHS
BEJIMKOTO 3HAYEHHS O3HAKAM BETE€TaTUBHOI chepH. 3acIyroro aBropa
€ ¥ Te, M0 BiH 3aMOYaTKyBaB, MO-CyTi, CydyacHE BUKOPUCTAHHS
(hopMambHOTO MOHATTS POAMHU, OCKIJIBKU HOTO ONIEPEAHUKH YaCTO
HE HaJaBaJld BaYKIMBOIO 3HAYEHHS POJIMHAM, 00 €IHYIOUH POAM B
nopsaku yu Hagnopsaaku (Tryon, 1952).

[Mowarok XX cropiyusi OXapakTepU3yBaBCS 3HAYHUM TIOXK-
BaBJIICHHAM poOiT B Tamy3i Oiomorii pocmmH. Ile, 30kpema,
JocikeHHs: 3 aHatomii Ta mopdororii pociun K. I'ebens (Karl
Ritter von Goebel) (Goebel, 1898—1901, 1928), po6otu ®.0. boyepa
(Frederick Orpen Bower) (Bower, 1889, 1900), npucsueni
MopoJIorii, aHaToMil, pOCTy Ta pO3BUTKY caMe MaropoTeil, a TaKoX
naneoboranivuni gociimkeHHs A. Cesapna (Albert Charles Seward)
(Seward, 1898-1917) 1 I. Cxora (Dukinfield Henry Scott) (Scott,
1900). Came BOHM 3aKiajJd OCHOBU PO3BUTKY (DiJIOreHETHYHOI
kyacugikauii i€l Tpynu poCIuH.

[Tepma cnpoba moBHOT (ioreHeTHYHO1 Kiacudikallii marnoporen
Oyna BUKJIazeHa B 3-TOMHii po6oti anmiiiickkoro 6oranika @.0. bay-
epa «The ferns (Filicales) treated comparatively with a view to their
natural classification» (Bower, 1923—-1928), sikuii 3acTocyBaB HU3KY
aHATOMIYHUX, MOP(OJIOTTUHUX Ta OHTOI€HETHYHHIX O3HAK. BiHBU3HAB
12 pomnun Filicales Ta 6 eBomouiHuX niHiA B Polypodiaceae, sixi
IPYHTYBaJHUCS Ha BiAMIHAX MK MapriHAJIbHUMHU Ta MMOBEPXHEBUMU
copycamH, Xo4a i He HaJiaB UM JIiHIsM (OPMaJIBHOTO CTaTyCy.

[Tepmmm cucTeMaTHKOM, SKUH BU3HAB MO (P1IICTHIHE TOXOKEHHS
Polypodiaceae, OyB amepukaHCbKHI OOTaHIK, arpOHOM 1 MIKOJIOT
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E.b. Koymnenn (Edwin Bingham Copeland). ¥V cBoiii po6oti «The
Oriental Genera of Polypodiaceae» (Copeland, 1929) Bin BupimuB He
HaJaBaTH KOXKHIM 13 JiHiK Polypodiaceae okpemMoro cucreMarnyHoro
CTaTycy, a HaBlakd, o0’€HAB iX pa3oM Tak, 100 yTBOpHJIACH
MoHO(ieTHyHa rpyna. Takum uyuHOM, Horo Polypodiaceae
BKJTFOUasia 5 okpeMux poauH 3 kinacudikarnii @.0. bayepa (Bower,
1923-1928). LikaBo, mo E.b. Koymienn HymepyBaB poau B
Takuil crocid, o0 MoxkHa Oyino BifoOpa3uTH IXHE MOJOKEHHS Ha
dinorenernyHoMy aepeBi. Y 1947 poui Buiinia apykom pobota
E.b. Koymienna «Genera Filicum» (Copeland, 1947), B sxiit aBTOp
BU3HaABaB Tpu nopsiaku (Ophioglossales, Marattiales, Filicales), 21
ponuny Ta 308 pomiB, HagaBIIM OMUCH KOXKHIN 13 TAKCOHOMIYHHX
kareropiii. OnHak Haifrepmia TakcoHOMidHa po0oTa, 10 MicThia
JIIarHO3W BCIX TAaKCOHOMIYHUX KaTeropid mamopoTei, HaJIeKHUTh
nancbkoMy 6otaniky K. Kpicrenceny (Carl Christensen). Y po6oti
«Filicinae» (Christensen, 1938) Bin Bu3HaB 12 ponun Ta 230 poxnis
Ha OCHOBI Halpi3HOMaHITHIIKX 0o3HaK. [{iif myOmikarii mepeayBana
1HI11a BakiuBa pobota aBropa «Index Filicum» (Christensen, 1906),
B sIKiif BiH BU3HaBaB 146 pofiB, a B OCTAaHHHOMY, BUITYILICHOMY HUM
JIOJIaTKYy, iXHs KUTbKicTh 3pocia a0 213 (Christensen, 1934).

VY cepeanni XX cropivyus NTEPUAOJIOTIYHI 3HAHHSA OyJaM 3HAYHO
PO3IIUPEH] 32 paxyHOK IOCIIDKEHHS (UIOp a31aTChbKUX TPOIIIKIB,
NPOBENEHUX 30KpeMa «0aTbKOM KHTalchkoi mrepumpoiorii» LliHb
Kenpuanom (Ren-Chang Ching) (Ching, 1940; Hu, Ching, 1930-
1958) Ta anmmilickkuM OoTaHIKOM, TupekTopoM boTtaHiuHOrO Ccamy
Cunramnypy P.E. Xontymom (Richard Eric Holttum) (Holttum, 1947),
SIK1 BHECJIM 3Ha4H1 3MiHU y Ki1acuQikarito narnoporeil. 3okpema, LliHb
(Ching, 1940) po3ninus Polypodiaceae nHa 32 ponunu, 00’ €1HaBIIN
iX y ciM eBONOLIMHUX JiHIN, skuM KoyruieH mi3Hilie HajaB paHr
pomuH (Copeland, 1947).

3aranom, 3MiHU BigoOpakaJin TEHACHII CHUCTEMAaTWKH, TOOTO
nepexif BiJ MTYyYHUX CUCTEM [0 MPUPOAHUX 1 BiJ MPUPOIHUX
0 (ITOTEHEeTHYHUX, a CaMi CUCTEMATHUYHI MIiIXOAU JeTaJIbHO
obrosoproBanucs B myomikanisx «The phylogeny and classification
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of the ferns» (Jermy et al.,, 1973) ta «Evolution of systematic
characters in the ferns» (Taylor, Mickel, 1974).

Cucremu nrepuaodiTiB y aApyrid momoBuHi XX cTOpiuds
BiJI3HAYAIIMCS HECTAOUIBHICTIO ¥ BiII3epKATIOBATIM TOIISAN IXHIX
aBTOpIB Ha BAXJIMBICTh BIJOMHUX O3HaK. B 1eil mepion BiaOyBcs
mepexiJi BiJg KOHIEMINI BEIMKUX POJAWH, IO Oylia IoIIupeHa
Hanpukinii XIX — na nmoyarky XX cropiuust (Hooker, 1844—1864;
Hooker, Baker, 1865; Christ, 1897; Diels, 1900; Christensen, 1906)
JI0 CUCTEM 13 BY3bKUM PO3yMiHHSIM pofuH. [Ipukiagom ocTaHHBOT
Moxe OyTu cucrema itaniiicekoro nrepunonora P. Iliki-Cepmorni
(Rodolfo Pichi-Sermolli) (Pichi-Sermolli, 1977), sixa Bxnrouana 443
ponu, o0’ eaHaHi B 64 pouHHU.

Hlomo TakconiB Buioro panry, To P. ITiki-Cepmodni (Pichi-Sermolli,
1958) BUIITUB YOTHUPH M1 AXOAM JJIsI BCTAHOBJICHHSI TAKCOHOMIYHOTO
paHry OCHOBHHX (DIIIOTEHETUYHUX TPyH — TCHIOTOBUX, IMUIAYHIB,
XBOIIIB 1 manopoTei. [leprmii i3 miaXo/iB MOJsATaB y BU3HAHHI BCiX
Ha3BaHUX Tpyn y paH3i knaciB (Psilopsida, Lycopsida, Sphenopsida
Ta Pteropsida), mpuuoMy OCTaHHs Tpyla OXOIUTIOBAala TaKOX BCI
HaciaaeBi pocnunu (Jeffrey, 1903; Arnold, 1948). [pyruii miaxin
nepenbayaB 00 ’eqHAHHS BCIX MNTEPUAOPITIB Yy €AUHY TPYILY,
3a BUKIIOYEHHAM Psilopsida, sKki BBaXalucs CHOPiAHEHUMH
3 Bryophyta (Lam, 1948), a0o He3aJIeXKHOIO IIIHIEIO pa3oM i3
Psilophytopsida (Rothmaler, 1951). Tpetiii — ne miaxia, B SKOMY
cucremaruka Pteridophyta posriasnanacs B KIACHYHOMY CEHCI,
TOOTO SIK OZIMH BIJJILI, 1[0 BKJIFOYA€E BCl CYAMHHI CIOPOBI POCIHMHU
(Campbell, 1940; Reimers, 1954). OcranHniii, 4eTBepTUid, MiaXim,
o OyB MOBIHM Yac MPUHHATHIA y BITUM3HsHIN OoraHii (JKu3Hb
pactenuii, 1978), BU3HauaB yci Ipynud B SIKOCTI HE3aJIEKHHUX
BinniniB: Psilophyta (Psilotophyta), Lycophyta (Lycopodiophyta),
Sphenophyta (Equisetophyta), Pteridophyta (Polypodiophyta) Ta
Spermatophyta (Benson, 1957).

Bepyuu o yBaru sik cydacHi, Tak 1 BUKomnHi nrepuaodirtu, P. [Tiki-
Cepmoni posuinuB Pteridophyta wa miicts knaciB: Lycopsida,
Sphenopsida, Noeggerathiopsida (TUTbKM BHKOIHI TaKCOHH),
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Psilotopsida, Psilophytopsida (Tinbku BHKOIHI TaKCOHHM) Ta
Filicopsida (Pichi-Sermolli, 1958).

OpHak HaWOLIBII BITMBOBUMHM HANPHUKIHIN XX CTOPIYYS MOXKHA
BBa)XkKaTH cucteMu, BukiasieHi B «Ferns and allied plants with special
reference to tropical America» (Tryon, Tryon, 1982) i «The families
and genera of vascular plants: Pteridophytes and gymnospermsy
(Kramer, Green, 1990). Ilepma cucrema posrsaae «ferns and fern
allies» y pansi Bigniny Pteridophyta, mo Bxmodae 240 ponis ta 29
pomnuH. Bignin po3ainennii Ha Tpu knacu: Filicopsida (24 ponunn),
Equisetopsida (1 ponuna) ta Lycopodiopsida (3 ponuun). Y npyriii
cucreMi Binain Pteridophyta po3ainenuii Ha yoTupu kiacu: Psilotae
(1 pomuna), Lycopodiatae (3 pomunn), Equisetae (1 pomuHa) Ta
Filicatae (33 ponuun).

3 MOYaTKOM MOJIEKYJISIPHOI €pU B CUCTEMATHIll Oys10 BIIKPUTO HOBI
B32€EMO3B’SI3KM MK OCHOBHHMH TPYIaMH IanopoTeil 3a JOMOMOIO
BUKOPUCTaHHS (IIOTeHETUYHOTO aHalli3y MaHuX cekBeHyBanHsa [JHK
(Pryer et al., 2001, 2004a, b; Schneider et al., 2004; Schuettpelz et
al., 2006; Schuettpelz, Pryer, 2007), Titbku MOPQOTIOTIUHUX JAHUX
(Schneider, 1996; Stevenson, Loconte, 1996; Schneider et al., 2009)
ab0 13 BUKOPUCTaHHAM SIK MOPQOJOTIUHUX, TaK 1 MOJEKYISIPHUX
maaux (Pryer et al., 1995, 2001; Schneider, 2007; Lehtonen et al.,
2010). Pe3ynbraTti 1ux 10ciiKeHb Oylu y3arajabHeHl B Kilacudikaii,
po3pobneniii A. Cmitom (Alan R. Smith) 1 K. Ilpaitep (Kathleen
M. Pryer) 3i cniBaBropamu (Smith et al., 2006, 2008). L{s cucrema
xo4a 1 He Hajae nrepuaodiTamMm GOpMaTBHOTO PAHTY, OAHAK PO3JILISIE
JlaHy TPyMy POCIUH Ha 4oTupH kiacu (Psilotopsida, Equisetopsida,
Marattiopsida, Polypodiopsida), 11 nopsakis i 37 poauH.

Jlimitina  kmacudikamis mamoporedt  Oyna  3amporoHOBaHA
HemogaBHo M. Kpicrenxy3zom (Maarten J. M. Christenhusz)
31 cmiBaBropamu (Christenhusz et al., 2011). 3rigHo 10 HeT,
'STh 13 IMecTH Kinaa kiacy Equisetopsida (embryophytes),
3alpONOHOBAHOTO JUIsl CUCTEMHU BciXx HazemMHux pociuH (Chase,
Reveal, 2009), BuzHaroTbcs B pan3i makmaciB (Lycopodiidae,
Equisetidae, Ophioglossidae, Marattiidae, Polypodiidae). I1lnaynn
B Hill pO3/i/IeHI Ha TPU POIUHH Ta IT'SITh POAIB, a MAMOPOTI Pa3oM

13 xBomamu Ha 45 pomun 1 280 pomis. Llsg cuctema, xo4a i1 Oyma
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po3po0iieHa I IMKUPOKOTO BUKOPUCTAHHA AJIs repOapiiB, KOJIEKLiH,
¢op, onHak, He HaOyia 3HAYHOTO BIPOBAHKEHHS.

VY 2016 pori Oyna omyOikoBaHa TEpIIa CydacHa KOHCEHCYCHa
kjacu(ikaiis BUIIMX CHOPOBHUX POCIHH, IO, 32 aHAJOTIEH 13
CHCTEMOI0 KBITKOBHX, orpumana HazBy PPG I (PPG I, 2016).
BiTHOCHO TaKCOHOMIYHHX OIMHUIIh HAHBHUILOTO PAHTy BOHA ILIIJIKOM
CHIBBITHOCHA 13 3aIPOIIOHOBAHOIO HEIIOAABHO CUCTEMOIO BCiX opM
xuTTa (Ruggiero et al., 2015), sika po3misgae miayHu Ta NarnopoTi
gk okpeMi miaBinaim (Lycopodiophytina and Polypodiophytina),
KOXHUH 3 equHuM KiacoMm (Lycopodiopsida ta Polypodiopsida).
PPG I ¢popmansno BuzHae 337 poxiB nrepumodiris, mo Ha 50%
Oinble, HIXK B OCTaHHIM HeMonekynsapHiil cuctemi (Kramer, Green,
1990). Knac Lycopodiopsida Bkmodae Tpy IOPSIKA, TPH POIUHU, 18
poni ta 1338 Bunis. Knac Polypodiopsida (3 wotupma miakiacamu)
Hamiuye 11 nopsakis, 48 ponun, 319 poais, 10 578 Bumis.

MopdoJioriuni 0co6aMBOCTI manoporeii

Konu moBa #ize mpo mamopori, HailuacTilie cHajae Ha JAYMKY
came cropo@it. Pa3oMm 13 IHIIUMU CyTUHHUMH POCIIMHAMU MaropoTi
PO3IIUISIOTE THIT XHUTTEBOTO IHUKIY 13 JOMIHYIOUOIO JTHILIOITHOO
¢azoro, 1o nependayae yepryBaHHsS JABOX MOKOJIHB: JUILIOIIHOTO
— cnopodiTy Ta HEBEJIUKOro, BUIBHOKMBYYOIO TaIlUIOIAHOIO —
rametodity (Sheffield, 2008; Haufler et al., 2016).

Cropodit mamopoTeil € mepeBaXHO 0araToOpidHOI0 TpPaB’SHOIO
POCIIMHOIO0, TIJIO SIKOI CKJIaAaeThes 13 cTeOna (KOpeHeBHINa), Bij
SIKOTO BIIXOASATH JOJATKOBI KOpPEeHI Ta JUCTKU (pHuC. 4). 3alIe’KHO
BiJl PO3MIpiB KOPEHEBUINA Ta XapaKTepy MPHUKPIIJICHHS A0 HHOTO
JIUCTKIB MOXJIHMBE (OPMYBaHHS PI3HOMAHITHUX JKUTTEBUX (POPM.
BinbicTh manopoTenoioHUX MOMiIpHUX IUPOT € KOPEHEBUILHUMHU
OararopiyHMKaMH. SIKIO JUCTKH Ta KOPEHI pPO3MIILYIOThCS
PIBHOMIPHO 3 yCiX OOKIB KOPEHEBHUIIA, HOTO HA3MBAIOTh PaiaIbHUM.
VY BUINIAAKY TOPCUBEHTPAILHOTO KOPEHEBUILA TUCTKH PO3MIIILYIOTHCS
3 JIOp3aJbHOrO OOKY KOpPEHEBMINA, a KOPEHI — 3 BEHTPAJIbHOTO

(puc. 4).
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Mnacmuxka
Nucmoaok
{ean)
CeameHm
nepwozo dpyaozo Hepeluox
nopAdky

Kopewesuiue
{cmebino)

Puc. 4. Cxema OynoBu criopodity marmopoti Ha npukinani Gymnocarpium robertianum
(Hoffm.) Newman

CteOio B mamopoTeld MOXKe MaTH Pi3HHU CTYIIHb PO3BUTKY. SIK
MPaBUJIO, BOHO IUIAriOTPONHE a0 aHI30TPONHE, Hece IOAATKOBI
KOPEHi, TO6TO MPEeICTABICHO KOPEHEeBHIIEM. M0ro ramykeHHs MoxKe
OyTH aKpOT€HHHM, KOJU Ol4HI BiAraimy>keHHsS (OPMYIOTHCS Ha OCI
kopeHeBuina Ouns amekcy (Troll, 1937), ta ¢inorennnm (Goebel,
1928), konu OiuHI OpPyHBKH 3aKJIaalOThCS HAa OCHOBAxX JIMCTKIB
(p1momoxisx). ITamoporti, M0 TaTy3SThCsl aKPOTEHHO, HE YTBOPIOIOTH
PO3ETOK (JIMCTKH PO3MIILYIOTHCS 10 OTHOMY ), @ 3aJICKHO BiJl TOBILHU-
HU Ta JIOBXKUHHM KOPEHEBHILA BUAUISIOTh HACTYIHI KHUTTEBI (POPMH:
ToHKOKOpeHeBulH1  (Gymnocarpium dryopteris (L.) Newman,
Phegopteris connectilis (Michx.) Watt, Thelypteris palustris Schott)
1 ToBcTOKOpeHeBUIHI (Polypodium vulgare L., Pteridium aquilinum
(L.) Kuhn), koporkokopenesuiuti (Cornopteris crenulatoserrulata

(Makino) Nakai, Onoclea sensibilis 1.) 1 JOBroKOpeHEBHIIIHI
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(G. dryopteris, Ph. connectilis, P. aquilinum) (puc. 5) (Xpamko,
2010). BiamoigHO mamopoTi 3 GiIOreHHUM rary>KeHHSIM (OPMYIOTh
kitpka 6iomopd (Llopuna, 1994). BepTukaibHOPO3ETKOBI MAmopoTi
YTBOPIOIOTH TEPMiHANbHI PO3ETKHM Ha KOPOTKUX BEPTHKAIBHHUX
kopeHeBumax (Athyrium filix-femina (L.) Roth, Polystichum
braunii (Spenn.) Fée, Polystichum aculeatum (L.) Roth ex Mert.).
biomopda 3 BucximHUMH po3eTkaMu (HOPMYETHCS, KOJIU JUCTKU
PO3MILIYIOTBCS HA KOPOTKMX TOPHU30HTAJIBHUX KOPEHEBHUINAX
(Osmundastrum  cinnamomeum (L.) C.Presl), kocopo3eTkoBi
dbopMu BIAcTHBI I BHJIB 13 aHI3OTPOITHUMH KOPEHEBHIAMH
(Dryopteris filix-mas (L.) Schott, Dryopteris carthusiana (Vill.) H.P.
Fuchs). IToB3yuepo3eTkoBi (hopmMu mpUTaMaHHI BUAAM i3 JOBTUMH
TOPU30HTAILHIMH KOpEHEBHUIIaMU abo croioHamu (Matteuccia
struthiopteris (L.) Tod.).

[TanopoTi 13 IpSIMUM OPTOTPOITHUM CTEOIOM TPAIUISIOTHCS PiJIKO
(puc. 6). HeBenuki cToBOYpH yTBOPIOIOTH, HANIPUKIIAI, BUIN POLY
Osmunda L., Cibotium Kaulf. (Olsen, 2007). Ognak crpaBxHi
nepeBonoiOHI mamopoTi (mpeAacTaBHUKU poauH Dicksoniaceae,
Metaxyaceae, Cibotiaceae 3 mnopsnky Cyatheales) MOXyTb
YTBOPIOBAaTH CTOBOYpH A0 15 M 3aBBUIIKH Ta KPOHY 2—6 M Yy
niamerpi. B neskux TpomiYHMX perioHax AEepeBOIOIOHI MarmopoTi
3matHi (hOpMyBaTH MIUIBHUN MOKPUB, TaK 3BaHI «MANIOPOTEBI JTICH»
(Large, Braggins, 2004).

JlocuTh HE3BMYHOIO KHUTTEBOIO (HOpPMOIO € JIaHOMOJIOHI
MarnopoTi 5K, HANpUKIAL, TpeACTaBHUKU poay Lygodium Sw.,
mo Bkiatodae Omm3pko 40 Bumie (PPG I). Lli pocnunu maroth
TOHKE CcTe0JI0 (KOPEHEBMIIIE) Ta JIOBTI JIUCTKH 13 BUTKUM PaxicoM,
37JaTHUM YIIUIATUCS 3a OmopH. JloBXKHMHA OKpEeMHUX JIMCTKIB MOXe
nepesuityBatu 30 M, Hanpuknan y Lygodium japonicum (Thunb.)
Sw. (Munger, 2005).

BinpHO mnaBaroui rizpoditu, sk BUIM poaiB Salvinia Seg. Ta
Azolla Lam., npeACTaBIsAOTh L€ OJHY HETUIIOBY XKUTTEBY (Popmy,
o0 Mo)ke OyTH B3araui mo306asiieHa kopeHiB (Salvinia) (puc. 6).

Jluctku y mamopoteil € meradinamu, ix B HayKOBiH JiTeparypi
HA3MBaIOTh BasMu (fronds). IXHsA 0co6nMUBiCTH MOINSTAE B 31aTHOCTI

HApOCTaTH BEPXIBKOIO Ta YTBOPIOBATU Ha IMOYATKY BIAPOCTAHHS
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Puc. 5. Kopenesumia manopotreii: A — Thelypteris palustris Schott (TOHKOKOpEHEBHIITHUI
BUJI 3 aKpOIeHHUM ranyxeHusMm); B — Dryopteris filix-mas (L.) Schott (BepxiBka
KOPEHEBHUII[A KOCOPO3ETKOBOTrO BUay 3 (inorenHuMm ramyxenusm); C — Gymnocarpium
robertianum (Hoffm.) Newman (JOBrOKOpEHEBHUIIIHUI BU| 3 aKPOTCHHUM TaJTyKCHHSIM).

1 — 3auarok smcTka (paBiWK); 2 — KOPEHEBHUINE; 3 — IOJAaTKOBI KOpeHi; 4 — BepxiBKa
KOPECHEBHUIIA

Puc. 6. XKurresi popmu nanoporeii: A — Dicksonia antarctica Labill. y Boraniunomy camy
yHiBepcutety Binms (ABctpis) (nepeBonoaniona xxurteBa hopma); B — emidir Polypodium
vulgare L. (ToBcToKOpeHeBHIIHA XuTTeBa hopma); C — Salvinia natans (L.) All. (BinbHO
iaBauui rigpodir); D — poserkosi eninitu Asplenium ruta-muraria L. Ta Asplenium
trichomanes L.; E — Dryopteris crassirhizoma Nakai (BepTUKaJbHO PO3ETKOBA JKHTTEBA
tdopma); F — Dryopteris dilatata (Hoffm.) A. Gray (xocopo3eTkoBa >KHTTeBa (opma);
G — Thelypteris palustris Schott (ToHKOKOpeHeBHIIHA KUTTeBA Gopma); H — Botrychium
lunaria (L.) Sw. (xayaekcHa xutTeBa popma)

25



Bameka O.B.

pasnuk (fiddlehead, crozier) uepe3 mBHIKKH PiCT HUXKHBOT TOBEPXHI
JMCTKA HA PaHHIX eTanax po3BUTKY (puc. 7). Cepen IHIIUX POCIHH
«PABJIHK» XapaKTEPHUN TAKOXK ISl CATOBHUKIB 1 JESKUX KBITKOBUX
(Drosera L.). Y To# e yac y NEBHUX HarnopoTel, HaUpuKIaa y
Ophioglossum L., Salvinia, mpu BiIpOCTaHHI JUCTKIB PABJIUK HE
YTBOPIOETHCS.

JIvcTkY manopoTei Ha3BHYAHO PI3HOMAHITHI 3a PO3MipaMHu Ta
dhopmoro. 3a3BUuai JIMCTOK CKIAAETHCS 13 YepeIiKa Ta MIIaCTUHKH
(puc. 4). Yepemok Moxke OyTH K BHUPaXEHUM, TaK 1 (PaKTHUUHO
BIICYTHIM, a TakKOXK MarTu 3wieHyBaHHsA (BUIu poay Woodsia
R. Br.). bionoriuyHe 3HaueHHs 34JI€HYBaHHS MOJSTa€e y MOKPALIECHH]
MOXKJIMBOCTI JIMCTKIB 3MIHIOBaTH CBOIO OpIEHTAII0 BiJHOCHO
HaNpsIMKY COHsUHUX mpomeHiB (JKusup pacrenmii, 1978). Lo
03HaKy BUKOPHUCTOBYIOThH 3 METOI0 CUCTEMATUKH.

Backynspu3artis uepemka Ta gopma HOro nornepeyHoro nepepisy
€ 1€ OJHOI BAXKIMBOI CHUCTEMAaTHYHOIO O3Hakor. Bona Oyma
Brepiie Bukopuctana K. Ilpecmem (Presl, 1848) Ta He BTpavae
cBo€i akTyansHOCTI JoHMHI (Lommasson, Young, 1971; Herndndez-
Hernandez et al., 2012). [lesixi npukiaad po3MiIIeHHS TPOBIIHUX
MydYKiB Moka3aHo Ha puc. 8. Tak, mis BumiB pomy Asplenium L.
nputamMaHHa X-noaiOHa KoHQIrypaiis TMOBIAHOT CHUCTEMH B
gepenikax, a st BUIiB poxy Dryopteris Adans. — okpemi TIpoBiIHI
MTy4KH, PO3MIIICHI 1O KOITY.

[InactuHka JMCTKa Yy MAmopoTeld Bapiroe Bix  MPOCTOi
(mmonoi6Ho1, MHIMHOI, JTaHIIETHOT) 10 6araTopa3oBO PO3CIYECHOI.
Jlesiki mpUKIIaIu MPOCTOi MIACTUHKH MOKa3aHi Ha puc. 10.

VY posciyeHid MIACTHHIN JOJdI KPIMIATBCS A0 paxicy, SKUN
€ TIPOIOBXKCHHSAM YEpelIKa Ta MOXKE HECTH BiraiyXeHHS a0o
cermeHTH (puc. 4, 10). CermMmeHTH nepiioro nopsiaxy (mepa) MOxxyTh
OyTH cCUITYMMHU, 00 MaTH YEPEIIOUKH, Ta, B CBOIO UEPTY, OALIATHC
Ha CETMEHTH JIpyroro nopsaky (mip’inku). OctanHi yacoM OyBarOTh
PO3CiUeHi Ha CETMEHTU TPETHOTO Ta BUIIE MOPSAKIB 1 TAKUM YHHOM
(hOpPMYIOTh CKJIAJTHO PO3CIUEHY IIACTHHKY.

JKunkyBaHHS manmopoTel — 1€ OIuH 00 €KT JOCIIKCHHS SIK B
rajnysi cuctemMaTuky, Tak i ¢izionorii (Lommasson, Young, 1971).
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Puc. 7. Jluctku mamopotei y mepion mouarky Beretauii: A — Lunathyrium pycnosorum
Koidz. (3auatox ynmcTka, BKPUTHH JycKaMH Ta TpuxoMamu); B — Adiantum pedatum L.
(3a9aToK JIMCTKA, BKPUTHI MOOMUHOKHME TpuxoMamHu); C — Osmunda regalis L. (3a4aTok
JIACTKA, BKPUTHH IIOBCTUCTUMH TPHXOMAMH)

A B C D
Puc. 8. Backynspuzaris depenikip (3a0apsieHo peaktuBoM BeiicHepa): A — Cystopteris
fragilis (L.) Bernh.; B — Athyrium filix-femina (L.) Roth; C — Dryopteris filix-mas (L.)
Schott; D — Pteridium aquilinum (L.) Kuhn.

Puc. 9. Tunm xunkyBaHHS TUCTKIB nanoporei: A — Osmunda regalis L. (nuxotomiune);
B — Marsilea quadrifolia L. (mapanensre 3 anacromosamn); C — Adiantum hispidulum Sw.
(muxoromiune); D — Nephrolepis exaltata (L.) Schott (nuxoTomiuHe)
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HalinpuMiTUBHIIIUM THUIIOM JKHJIKYBAaHHS BBAXKAIOTH TUXOTOMIYHE,
MPH SKOMY OKpEeMi JKWJIKH HE YTBOPIOIOTH MEPEkKi, TOMY Take
’KMJIKYBaHHS 11le Ha3MBAKOTh BiAKpHTHM. HOoro MoxHa criocrepirar,
HaNpUKIaJ, Y NpeICTaBHUKIB ponunu Hymenophyllaceae, y BuniB
pony Adiantum L. tomo. Binkpure >XWIKYBaHHS TMOCTYMA€ThCS
OUTBIII JOCKOHAJIOMY 3 TOYKH 30py €(EKTHBHOCTI BOIOTIOCTAauYaHHS
JUCTKAa — CITYACTOMY >KMJIKYBAaHHIO, IO Iependadae HasBHICTb
aHactomo3iB (mepeTuHok) Mik kuinkamu (Roth-Nebelsick et al.,
2001). IIpu ciTyacToMy >KWJIKYBaHHI KHJIKH YTBOPIOIOTH OKpeMi
ocepenku (apeoiu), MO MAIOTh Yy PI3HUX TAKCOHIB pi3HY (opmy,
po3Mip 1 po3ramryBaHHs. Jleski MPUKIIaIn KUIKyBaHHS HAaBEJCHI Ha
puc. 9.

Onnumu 31 crienu(iuHUX YTBOPEHb BETETATUBHHX OpPraHiB
MarnopoTeNnoAIOHUX € JYCKH, SIKI PO3MINIYIOThCS SK Ha BEpXiBKax
KOPEHEBHIII, TaK 1 Ha YepellKax, paxicax, IHOJi Ha IUIACTUHKAX Bail.
BoHu € ogHOMmIApOBUMHU CKJIEPEHXIMATU30BAaHUMH YTBOPEHHSIMU
enigepmu (eHamisiMu) (Dcay, 1969).

Ockinpku aetani Oy0BH JIyCOK MalOTh CUCTEMaTHYHE 3HAYCHHS,
iXHPOMY MIKPOCKOIIYHOMY aHaJli3y MPUAUISETHCS 3HAYHA yBara B
JOCJTIDKEHHSX, MPUCBIYCHUX CHUCTeMaTuIll manopotei (Matos et al.,
2009; Gabancho, Prada, 2011; Lin et al., 2011; Bameka, Kim, 2013),
MPOTE IIi O3HAKH PiJKO BHUKOPUCTOBYIOTHCS Ui TAKCOHIB BHUIIIOTO
panry. Jlycku pi3HATBCS 3a (POPMOIO, KOIBOPOM Ta PO3MIpaMu
(puc. 11). Hanpuknana, 1jisi mpeACTaBHUKIB poauHu Aspleniaceae
MpUTAMaHHI KJIaTpaTHI (C1TYacTl) JyCKH, LI0 MAalOTh IOTOBIIEHI
KIJIITUHHI CTIHKH, SIK1 HAJAI0Th JIYCITI BUTJISA CITOUKH (puc. 11). [Hmmmiz
I[IKaBHIA THITJTyCOK —IEJIBTaTHI (IIUTOOI10H] ), SIKI IPUKPITUTIOIOTHCS
He 0Oa3zanpbHO, a 3a JIOMOMOTOK HDKKH B IICHTPAJbHIM YacTHHI.
[lenpraTHi JTyCKM 4YacTO TPAIULSIIOTHCS y MHanopoTei-KcepodiTis,
OCKIJIbKM BOHHU 37IaTHI BIJOMBAaTH HAIMIpHY COHSYHY pajialfito, a
TaKOX CIIYTYIOTh JUIsl TIOTIMHAHHS BOJIOTH, IO OCOOJIMBO Ba)KJIMBO
Ui CTiKkuUX 1m0 BucymryBaHHs (desiccation tolerant) BumiB (John,
Hasenstein, 2017). Okpim IycoK, U MAaopoTel XapaKTepHi TaKOX
IHIIl TUTIA TIOKPUBIB — OJHO- YW OaraTOKJIITHMHHI TPUXOMH, IO
YacTille MOKPUBAIOTh MJIACTHHKHU JIUCTKIB, Ta 3aJ03HCTI BOJIOCKHU.
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Puc. 10. Mopdornoriuni THIH IUTACTHHOK JIMCTKIB anopoteit: A — Polystichum aculeatum
(L.) Roth ex Mert. (raHumerHa, nBomepucroposcideHa); B — Dryopteris filix-mas (L.)
Schott (BuaOBKEHOENINTHYHA, 0 OCHOBH TPOXM 3BYXEHa, JBorepucroposcidena); C —
Polypodium vulgare L. (BUIOBKEHOTPUKYTHA, HiepucToposciuena); D — Asplenium ruta-
muraria L. (TpukyTHOsIIeIONiOHa, Tpuniepuctopo3ciueHa); E — Asplenium septentrionale
(L.) Hoffm. (Buibuacto posmineHa Ha 2—5 JiHIHHONAHIETHUX 4acTok); F — Asplenium
trichomanes L. (miHiliHOMaHIeTHa, TepucroposcideHa); G — Marsilea quadrifolia L.
(aotupuposciuena); H — Pilularia globulifera L. (mmnononiona); 1 — Adiantum capillus-
veneris L. (BuUOOBKeHOsiiLenoniOHa, aBonepucroposciuena); J — Gymnocarpium
robertianum (L.) Newman (HMIMpOKOTPHKYTHa, TpuiiepucroposciueHa); K — Preridium
pinetorum C.N.Page & R.R.Mill (siimenomiOHOTPUKYTHA, YOTHPUIIEPHCTOPO3CiueHA);
L — Asplenium scolopendrium L. (cyuinbna, nosracta); M — Athyrium filix-femina (L.) Roth
(LLIMPOKOJIAHIIETHA, JIBOTIEPUCTOPO3CiueHa)
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Puc. 11. JIycku Ha naucTkax mamnopoteit: A — Macrothelypteris sp. (B nepioz BiqpoCTaHHs
mictka); B — Asplenium ruta-muraria L. (xnmarparai myckn); C — Dryopteris dilatata
(Hoffm.) A. Gray (nBoxomipHi iycku); D — Asplenium ceterach L. (momepeunuii nepepis
JIHCTKA, 3 HIDKHBOTO OOKY SIKOTO TPHUKPIIIICH] MeIbTaTHI JIYCKH)

Puc. 12. Buan 3 numopduuMu muctkamu: A — Osmunda claytoniana L. (deprritshi
CerMEHTH PO3MIillleH] B CepeqHill 4acTWHi JUCTKIB); B — Osmundastrum cinnamomeum
(L.) C.Presl (moBHicTIO (hepTHIBHI JUCTKH PO3MILICHI BCEPEIMHI PO3ETKHU 13 CTEPHIBHUX
nuctkiB); C — Osmunda regalis L. (GepTuiibHI CErMEHTH PO3MILIEH] B amikaabHIN YacTHHI
muctkiB); D — Pentarhizidium orientale (Hook.) Hayata (moBHicTIO (epTHIIBHI JIMCTKH
PO3MilIeH] BceperHi PO3ETKH 13 CTEPUIIBHUX JINCTKIB)
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OcraHHi, HAPUKIIA, CIOCTEPIraloThes B KCEPOPITHUX BHUIIIB POIY
Cheilanthes Sw. (Knobloch et al., 1975), a B npeicTaBHUKIB po/IiB
Osmunda ta Blechnum L. BepXiBKOBa KJIITHHA BHUJAUISE CIIH3, IO
3axuIlae MOJOAI JUCTKU B mporueci BigpocranHs (Gardiner, Ito,
1987).

JIucTku mamopoTel BUKOHYIOTh HE Jiniie (YHKINIO acHUMIIAIT,
BOHHU TAaKOX HECYTh OPIaHU HECTATEBOTO PO3MHOKEHHSI — CIIOPAHTi.
Haituacrime o6uaBi QyHKIIT JTI0KaIi30BaH1 B MeXaxX OJJHOTO JIUCTKA,
mo HasuBaeThesi Tpodocrnopodin. Cepen mamoporenomiOHux €
BUAM, B AKUX (YHKLII acCUMIJAMII Ta CHOPOHOLICHHS PO3JLICHI.
Tak, y npencraBHukiB poauuu Onocleaceae (Matteuccia Tod.,
Onoclea L.) € uiTka nudepentianis Ha acuMiowdi (Tpododinm) Ta
CIIOPOHOCHI (cropodinu) MuCTKH. [HOMI HE BCSI TUTACTUHKA JINCTKA,
a e neski cermeHTH (Osmunda claytoniana L.), abo anikainbHa
yactuna (O. regalis, Polystichum acrostichoides (Michx.) Schott),
CHeIiali3yl0ThCsl Ha BUKOHAHHI (PyHKIIIT criopoHoIieHHs (puc. 12).

CropoHOIIIEHHSI — TPOIIEC HECTATEBOTO PO3MHOKEHHS I1arlopo-
Tel, sKui mnependayae yTBOPEHHS CHOpP, fAKI (GOPMYIOTbCS B
CHeIiali30BaHUX OpraHax — CIOpaHrisx. BimoMo 1Ba OCHOBHHUX
NUISIXM yYTBOPEHHsI CIIOPAHTIiB, BIAMOBITHO N0 SKHUX TaropoTi
PO3MOUISAIOT Ha JIBI rpynH —JienTocnopanriatHi (Leptosporangiatae
— «TOHKO cropaHrieBi») Ta eycmnopanriatHi (Eusporangiatae —
«CTIPaBXHBO CIOpaHTi€Bi»). Bmepimie 111 0COOIMBICTD PO3BUTKY
Oyna Bukopucrana Harnpukinmi XIX cropiyus K.I. Kpicrom (Christ,
1897), sikuii 3acTOCYBaB O3HAKy YTBOPEHHS CIIOPAHTIiB IK OCHOBHY
MIpH PO3MOALTI manoporei Ha rpynu. CydacHUMH (DITOTeHETHYHUMHA
JOCTI/DKEHHAMHU JIOBEICHO, IO JIETITOCIIOPAHTIaTHI ManopoTHI €
MPUPOAHOI0 MOHO(DIUIETUYHOIO TPYIOI0, MO 00’ €AHy€e OUIBIIICTD
Cy4acHUX TIPEJICTABHUKIB, B TOW Yac SK CyCIIOpaHTiaTHI —
CKJIaJIal0ThCS 3 KUTBKOX He3alekHHUX Kiaj (Smith et al., 2006).

B eycnopanriaTHuX mamnopoTeil crnopaHrii BiJIHOCHO BEJHKI, a
iXHSI CTIHKA YTBOPIOETHCA IIJISTXOM MEPUKIIHATIBHUX MOALUTIB TPYIIN
MOBEPXHEBUX KIITUH (iHilianel), TOAl SK CIOPOTeHHAa TKAaHMHA
(KJTITUHH, SIK1 TAFOTh ITOYATOK CIIOPaM IITXOM MEH03Y ) PO3BUBAETHCS
3 KJITHH, IO 3aJraloTh MiJ 1HIAIIMH CTIHKA CHOpaHrito (puc.

31



Bameka O.B.

Puc. 13. Tunu criopaHriiB y marnopoteii: A — cxema yTBOPEHHsI CIIOPAHTiI0 B €yCIIOpaHriar-
HUX manopoteil; B — eycnopawnrii Botrychium lunaria (L.) Sw.; C — cxema yTBOpEHHS
CIIOPAHTIIO Yy JICNITOCIIOpaHTiaTHUX naropotet; D — copyc Polypodium vulgare L.

1 — HlinuHa, sIKOKO BiIKPHBAETHCS €YCIIOPAHTiH; 2 — KiNbIE, IO CIPHUSIE PO3KPUBAHHIO
JITITOCIIOPAHTII0

13). Taki cropanrii cuasui (mo30aBieHl HDKOK, ad0 3ariuOieH] B
TKaHUHY JIUCTKA), IXH1 CTIHKU CKJIAJJAIOTHCS 3 KUTBKOX IIapiB KIITHH,
a KUTBKICTh CIIOP, YTBOPEHHX Y KOXKHOMY CIIOpaHTii, Bemuka — 1000—
7000 (Smith et al., 2006). IIpeacraBuuku nopsaakis Ophioglossales
1 Marattiales — euHi cy4yacHi MamnopoTi, 0 YTBOPIOIOTh CIIOPAHTIi
IIbOTO THITY. PO3KpHBAIOTHCS TaKi CHOPAHTii MPOCTOO LIUIUHOIO.
Ha BiamiHy Big eycmopaHriiB, JENTOCIOpaHTii MeEHII 3a
pPO3MipaMu 1 € MOX1THUMH OAHI€T MOBEPXHEBOT 1HIIaTbHOI KIITUHU
(puc. 13). Ilomanpmii MOAITM TPU3BOIATH JO YTBOPEHHS HIKKU
CIIOPAHTII0 Ta WOTO CTIHKH, SKa 3BUYAHHO € OJHOKIITUHHOMN. Taki
CHIOpaHTii PO3KPHUBAIOTHCS MOTEPEYHO a00 MO3OBKHBO, a KUTBKICTh
CTOp B OAHOMY criopaHrito € Mermor — 1-800 (Smith et al., 2006)
y MOpPIBHAHHI 13 NMPUMITUBHUMHU TpynaMu manopoteil. Cropanrii
JENTOCIIOPAHTIaTHUX TANOpOTed MarOTh OUIBII-MEHII PO3BHHEHE
KUTbIIE — CIIeIiai3oBaHy CTPYKTYpPY, IO CIPHUSE PO3KPUBAHHIO
cnopanrito. Kinbre sBisge co0o0 psii KIITHH 13 HEPiBHOMIPHO
NOTOBIIEHUMHU cTikamu. Ilo Mipi BHUIapoBYBaHHS BOAM TOHKI
TQHTeHTAJIbHI CTIHKM BIHHAIOTHCSI BCEPEAMHY, CTATYIOUM MIXK
co00r0 KiHIII MMOTOBIICHUX PaJiaJIbHUX CTIHOK, IO MPU3BOIUTH 0
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ctBopeHHs1 TUCKY noHaz 300 armocdep (PKuszup pacrenuit, 1978).
3a [ii THCKY CTIHKa CIIOPaHTiI0 PO3PUBAETHCA B paAlOHI CTOMH
(MOTOHIIIEHOT MUISHKH), @ came KiTbIle BIATMHAETHCA HA30BHI. B
pe3ysbTari MOJANBIION0 BHUIAPOBYBAHHS BOJIOTH KUIbIE PIi3KO
MIOBEPTAETHCS B ITOTIEPETHE TOTOKEHHSI, KaTayJIbTYIOUH IIPH IIbOMY
criopu. Tomy po3citoBaHHS CIOp BigOyBaeTbcs 3a3BUYAM B CyXy
TEILTy TTOTOY.

[TonokeHHsT KifbIsi Ta HOro OygoBa — BaXKJIMBA CHCTEMAaTHYHA
03HaKa, AKy no4as BukopucroBysaru 1ie @.0. bayep (Bower, 1923—
1928). Sk BBaxaeThCs, MPEAKOBOIO (opMoro OyB BHAOBKEHHIMA
CIIOpAHT1H, 1110 pO3KPUBABCS MMO3A0BKHBO 1 HEe Mae Kbl (Bierhorst,
1971). MmoBipHO, 110 HAMNPUMITUBHILIMM THIIOM KilbIs MOXKHA
BBKATH BEPXiBKOBE (TOpU3OHTANbHE) Kutblle (Schizaeaceae,
Lygodiaceae), sike B mporeci €BOJOIIi HaOyBaJO KOCOTO
(Matoniaceae, Thyrsopteridaceae, Cyatheaceae, Dicksoniaceae), a
MOTIM BepTHKAIBHOTO NofokeHHs (Davalliaceae, Dryopteridaceae,
Polypodiaceae). ]Jlo cucremMartndyHUX O3HAaK TaKOX BIJHOCSTH
KUTBKICTh KIIITUH KUTBIS Ta IXHIN KOMIp, 110, HATIPUKIIAT, BaXKIIUBO
npu igeHTudikamnii BunaiB pony Polypodium.

[Ilomo TOJIOKEHHS CIOPaHTiiB, TO TYT HAWMPUMITHBHIIIMMHA
BBAXAIOTh TEPMIHAJIBHI cHopaHrii, ki Oyad MpuUTaMaHHI
HalmaBHIMM 13 Bimommx cymuHHHX pociuH  (Cooksonia,
Aglaophyton) (Taylor, Taylor, 1993). TepmiHanbHi crHopaHrii
PO3MILIYIOTHCS] Ha BEpXiBKaxX OCei 1 3aKiHYYIOTh (TEpPMiHYIOTh) BiCh
Ta MpUTaMaHHI JIUIIE AesIKUM cydacHuM Ophioglossaceae.

YacrTimie TparistoThes MapriHaibHI CIOPAHTIT, IO PO3MIIITYFOTHCS
IO KpasiX IMJIACTHHKY JINCTKA, HA KIHIISX KUJIOK. BOHU, SIK BBAXKAIOTh,
YTBOPWJIMCS B Tpoleci eBoironii meradiay, TOOTO LUISIXOM
CIUIOIICHHSI W 3pOCTaHHS OKpeMuX oceil. MapriHaibHi CIOpaHrii
€ CHUIBHOIO0 O3Hakow pomuH Hymenophyllaceae, Gleicheniaceae,
Loxomataceae Ta iH. HacTymHUM KpOKOM €BOJIOIII CTaB Mepexij
B1JI BiJl MapriHaJbHUX CIOPAHTIiB O MOBEPXHEBHX (JJaMiHAJIbHHUX ),
TOOTO po3MilIeHUX Ha abaKciabHUI MOBEPXHI MJIACTUHKY JIUCTKA. B
Cy4YaCHHUX MaIropoTel MOXKHA CIIOCTEPIraTh BCl CTajli mepexomy Bija
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MapriHajJbHOrO JI0 JAaMiHAJBHOTO PO3MIILICHHS, IPUYOMY OCTaHHE
TparsieThes 3Ha4HO yacTime (JKuznp pactenni, 1978).

[le onun mpouec, 10 CYNPOBOIKYBaB €BOJIOLII0 MANOpOTEH,
ne 30JMKEeHHS CIOpaHriiB, 3MEHIICHHS iXHIX po3MipiB Ta
YTBOPEHHS COPYCIB, TOOTO TIpyIl CHOpaHriiB, M0 4YacTO MaloTh
CHiIpHy peuenrtakyny (mianeHty). I[loomuHoki crmopaHrii B
CY4aCHUX NPEACTaBHUKIB TPAIUIIIOTHCA PIJKO, 30KpeMa y BHIIB
3 poauH Schizaeaceae Tta Lygodiaceae. HacTymHUM KpOKOM [0
YTBOPEHHSI COPYCIB € 30JIMKEHHS CIOPAHTIiB, L0 PO3MIIIYIOTHCS
IopsiJ, ajle HE MalTh 3arajbHoOi pernentakynu (ruianeHTtu). Tax
YTBOPIOIOTBCS CHHAHTii, TOOTO psau 30JMKEHUX CIIOPAHTIiB, SIK,
Hanpukian, y Marattiaceae. IloganbsIium KpOKOM CTaI0 YTBOPEHHS
CIIpaBXHIX copyciB (puc. 14) XapaKTepHUX JJIs  OUIBIIOCTI
JIENTOCIIOPAHT1aTHUX naroporeit. Ilepesara copyciB y HOPIBHSHHI
3 OKpPEMHUMH CIOpPAHTIIMH IIOJISTAa€E B HOKpaH_leHHl MOCTa4aHHs
MOXUBHUX PEYOBHUH, 30UIbIICHHI MOBEPXHI IXHHOIO YTBOPEHHS
(32 paxyHOK BWIT STUyBaHHS IUIAIICHTH) Ta B CTBOPEHHI MEXaHI3My
HEOJHOYACHOTO PO3KPHBAHHS CIIOPAHTIiB, IIO IMOJOBXYE B dYaci
MIPOIIEC CITIOPOHOIIICHHS.

3aXHUCT CHOPAHTIiB y MamopoTed MOXJIWUBUMA y PI3HHHA CIOCIO.
OnuH 3 HUX — 3arMHAHHA Kparo IUIACTUHKHU JIMCTKA, 10 CTBOPIOE
CBOEPITHUM HaBiC HaJ cOpaHrisiMu (Schizaeaceae), ab0 yTBOPEHHS
crienn(ivHOT KUIIEHBKU 13 emiJiepMalbHUX TKAHHUH, IO OXOIUTIOE
KokeH cropanriit  (Lygodium). Opnak HalyacTile 3aXucCT
CIOpaHTiiB 3a0e3MeuyeThcs HAsSBHICTIO 1HIY3110 (IOKPHUBAJIBLS),
SKUWA yTBOPIOETHCS sIK BUpICT emigepmu. Dopma copycis,
HasBHICTh MOKPUBAJIBI (1HIY31s) 1 XapakTep WOro MPUKPITUICHHS
€ BaXJIMBUMH CHCTEMAaTHUHUMM O3Hakamu. Hampuxnazn, pociauHu
pony Dryopteris MatoTh OKPYTJIO-HUPKOTIOIOHI COPYCH 3 IHAY31IMH,
IO MPUKPITUTIOIOTHCS pajiaibHo0 Ooposenkoro. s Polystichum
Roth TumoBumMM € OKpyIIi copycd i3 MIUTONMOMIOHUMHU 1HIY31SIMH
(puc. 14), ansa pony Athyrium Roth — BunoBxkeHi, y1 raykonofioHo
3ITHYTI 13 IaTepaIBHUM 1HAY31€M TOo110. [HKOIM (BUM poy Woodsia)
1HTy311 MOXe OyTH po3CideHUI Ha BOJIOCONOAI0H] yacTKku. DyHITi€0
1H/y3110 € 3aXMCT CIIOPaHTiiB y MpoIeci pO3BUTKY Ta JO3piBaHHS.
Tomy, y ¢asi po3citoBaHHs criop iHIY31i 4acTO 3MOPIIYIOTECS 200
B3araii onanarTh (puc. 14).

34



Mopdosorigai 0coOMUBOCTI TATOPOTEH

Puc. 14. Tumu ciopoHOCHUX CTPYKTYp y nanopoteit: A — Lunathyrium pterorachis (Christ)
Sa. Kurata in Nameg. (rauxononioHi copycu BKpUTI iHay3issMu); B — Asplenium adiantum-
nigrum L. (copycH mpsiMi, BKpUTI JTaTepaibHUMU 1Hy3iaMu); C — Asplenium ruta-muraria
L. (copycu mpsiMi, BKpHTI JaTepaibHUMH BilfuacTHMHU iHmy3ismu); D — Athyrium filix-
femina (L.) Roth (rauxomoniOHi copycu, BkpuTi iHmy3ismu); E — Botrychium lunaria
(L.) Sw. (cmopawnrii moogunoki, Benuki); F — Cystopteris fragilis (L.) Bernh. (copycu i3
KoBraukonofiouumu innysismu); G — Dryopteris filix-mas (L.) Schott (copycu BkpuTi
OKPYIIIO-HUPKOIOAIOHUMH HY315IMH, 110 MPUKPITLIIOIOTHCS TTO3J0BKHBOI0 OOPO3EHKOIO);
H — Gymnocarpium robertianum (Hoffm.) Newman (copycn oxpyrmi, 6e3 iHmy3iiB);
I — Cheilanthes argentea (Gmel.) Kunze (1ieHOcOpycH BKPUTI KpaeM JINCTOBOI INTACTHHKN);
J — Asplenium scolopendrium L. (copycu po3MillieHi TOMapHO B3IOBXK KHUJIKH JHCTKA Ta
BKpuUTi rutiBdactuM iugysiem); K — Polypodium vulgare L. (copyc ronuii, 6e3 iHIy3ii0);
L — Polystichum lonchitis (L.) Roth (copycu okpyrimi, BKPUTI HIKIpSICTUM iHIY3i€M, IO
KpIinUThCst B LeHTpi); M — Pteridium pinetorum C.N.Page & R.R.Mill (uenocopycu BkpuTi
KpaeM JcToBol IiactuHky); N — Salvinia natans (L.) All. (copycu miaBomHi, KyJscTi,
BKPHUTI oABiitHNM iHmy3ieM); O — Woodsia ilvensis (L.) R.Br. (copycu oxpyri, 3 inmy3isimMu,
PO3CidYeHUMH Ha BOJIOCOTNONIOHI yacTkn); P — Osmunda regalis L. (ciopaHrii mooauHOKiI,
po3mimieHi Ha oci criopodiiy)
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@DyHKIIIS 3aXUCTY COpPYCIB MOXKe 3a0e3MeuyBaTUCh MO€IHAHHSAM
3arHyTOl IJIACTUHKH JIUCTKA Ta 1HAY311B (Adiantum, Pteridium Gled.
ex Scop.) abo HasgBHICTIO mapagi3 — HUTKOMOAIOHUX CTPYKTYD,
0 PO3MIIyrOThcst Mixk criopaHrismu (Cibotiaceae, Cyatheaceae,
Dicksoniaceae). Jlisa neBHUX pOAIIB MpUTaMaHHI COPYCH, SKi He
MaroTh 1HYy311B, Hanpukinan Gymnocarpium Newman, Polypodium L.
tomio (puc. 14).

VY cepenuwHi cHopaHriiB yTBOPIOIOThCsA cropu. Cmopa — 1€
OJHOKJIITHHHA CTPYKTypa, OpraH HECTAaTeBOIO PO3MHOMXKEHHS
narnopoTeid. YTBOPEHHIO CIOp IMepenye Meno3, 110 BiJOyBaeThCs
B CIIOPOTEHHIN TKaHUHI cropaHriiB. KiIbKiCTh cHOp, YTBOPEHUX B
OZIHOMY CIIOPAHTil0, 3HAYHO Bapitoe BiJ OfHiel (y Pi3HOCIOPOBUX
MPEACTaBHUKIB) 70 Kinbkox THCSY (y Ophioglossaceae). Jlns
OLTBIIIOCTI JICITOCIIOPAHTIATHUX MAIMOPOTEH XapaKTepHAa HEBEIUKa
KUTBKICTH CITOp Ha OJIvH criopadrii (32, 64 mrt.) (Smith et al., 2006).

YTBOPHUBIIUCH IUIAXOM PERyKIIHHOIO Moaily, cropa € Hepuior
CTaliero TaMeTO(iTy BXKUTTEBOMY IIMKIIi ITepua0QiTiB. Hezpaxkatoun
Ha TpocToTy OYy/NOBH, CHOpaM TMpPUTaMaHHI TI€BHI XapaKTepHi
0COOJMBOCTI, $IKI 3aCTOCOBYIOTBCS 3 METOI CHCTEMAaTWKH Ta
¢binmoreHii (puc. 15). DyHaaMeHTaTbHOIO BIIMIHHICTIO MiXK IPyIIaMH
nTepu0QiTiB € piBHO- Ta PI3HOCIIOPOBICTh. PIBHOCTIOPOBI ManopoTi
YTBOPIOIOTH JIMILIE OAMH THUI CIOP, Y TOM 4ac [K PI3HOCIOPOBI
nTepuodpiTH  (HOpMYIOTH JIBAa TUIHU CHOp, SKI PO3BUBAIOTHCS
BIJITIOBITHO B Mera- W MIKPOCIIOPAHTIfAX, a OTXKE iXHI raMeTodiTH
€ OJIHOCTAaTeBUMHM. bijblicTh mamoporeil € piBHOCIIOPOBUMHU
pOCIIMHAMHU 1 IIMIIE TPEICTAaBHUKH TOPSIKIB Isoétales Prantl,
Selaginellales Prantl, Salviniales Link matoTe audepeHIiaiio Ha
Mera- Ta MiKpoCIopH (1€ TeMa JIeTaIbHO OOTOBOPIOETHCS HIKYE).

Cnopu nTepunodiTiB MOMUIAIOTh HA JBa BUIAU 3aJICKHO BiJ
TUIY nopu (LIUJTMHK), KA YTBOPIOETbCA Ha PyOLll MIXK CyCITHIMH
criopaMH B TeTpajl Ta 4Yepe3 sKYy BiJIOyBa€TbCsl MPOPOCTAHHS.
TpunetHi (TpulUIMHHI) ciopy (OPMYIOTBCS CUMYIBTAaHTHO, TOOTO
OJTHOYACHUM IO/IJIOM MAaTE€PUHCHKOI KIIITUHU CIOPH, B PE3yiIbTaTl
YOro yTBOPIOIOTHCS HOTHUPH TeTpaeapuuHi cropu. KokHa 3 HuX
KOHTAKTY€ 13 TphOMa CYCIHIMH, IO cripusie HGOpMYyBaHHIO UIUTMHH Y
BUIVISIAI TPHOXIIPOMEHEBOTO I1BA 13 BEPIIMHOIO B MICIII TO€THAHHS.
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Puc. 15. Tunu cnop y namoporeii: A — cxema Oynosu criopu; B — criopu Athyrium filix-
femina (L.) Roth (BuIHO OHOUIITHHHI CIIOpH 3 nepucnopiem ta 6e3 Hporo); C, D — ciopu
Polystichum acrostichoides (Michx.) Schott (cBiTIOBa MIKPOCKOIIisl, BUIHO HEPHCIOPIiii);
E — criopu P. acrostichoides (ckaHytoda e1eKTpOHHA MIKPOCKOITis).

1 — IMepucnopiii; 2 — ek3ocmopiii; 3 — eHgoOCHOpiif; 4 — miinuHa

Puc. 16. 'amerodit Polystichum aculeatum (L.) Roth ex Mert.: A —panns pa3za popMyBaHHS
cepuenonioxoro Tagomy (50—60 nuis); B — 3pinuii Tasom (100 nHiB).

1 — Mepucremarnyna 30Ha (BUIMKa); 2 — pu3oiny; 3 — aHTepuaiii; 4 — apXxeroHin
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MoHoseTHi (OMHOUTIIMHHI) CIIOPH MAIOTh MUIAHY Y BUTVIS TIPSIMOT
JiHi1, sKa BKa3y€ Ha BEPTUKAJbHY BICh, MO SKiIA BiIOYBCS MOJILT
MaTEepPHHCHKOI KIIITHHU CTIOPH.

Tpunetni cmopu, SK HpPaBUIO, MAIOTh OKPYIIIO-TETpaeIpUUTY
¢dbopMy Ta mpuTaMaHHI MpeAcTaBHUKAM mopsnkiB Ophioglossales,
Osmundales, Hymenophyllales, Cyatheales, Salviniales Tomo.
MoHOEeTHI CIOpU THUIIOBO OBaibHI ab0 0o00omoziOHI (yBIrHYTI
MPOKCHMAJIbHO Ta BUIYKI AWUCTaidbHO). Buau 3 Takum THUIIOM
CTIOp TOMIHYIOTb 3a KUIBKICTIO Y (hiopi YKpaiHu, 1ie mpeacTaBHUKA
ponuH Aspleniaceae, Thelypteridaceae, Woodsiaceae, Blechnaceae,
Dryopteridaceae Tomo.

Cnopu mamnoporeid MaroTh Tpu ob6onoHku (I'puayk, MoHOC30H,
1971) (puc. 15). JIBi 3 HHUX YTBOPIOIOTHCA MPOTOIIACTOM
Oe3nocepeiHO0 KIITUHUA cropu. lle BHYTpIIIHS —IENI0I03Ha
000J0HKAa — eHaocopiil (IHTMHA) Ta 3O0BHIUIHA — EK30CMOpii
(ex3una). Ha BiamiHy BiJ OUIBIIOCTI KBITKOBHX, €K30CHOPIi
ManopoTel IMaJeHbKU Ta OE3CTPYKTYpHHH, IWIIe B JESKUX
NPEJCTaBHUKIB Ma€ BUPaKEHY CKyJAbNTYpy. Hanpukian, ekzocnopii
y pony Polypodium xkpynHOOyrpucTuii, a y Athyrium — sM4acTHH.
3Ha4YHO PI3HOMAHITHILIOKO € CTPYKTYpa NepUCIOpist (IEpUHH), SIKHI
YTBOPIOETHCS 13 IUIA3MOAI0 (KITITHH TameTyMmy, IO PYHHYIOTHCS).
[lepucnopiii mae 4iTKi MOpPQOJIOTiUHI XapaKTEPUCTUKHU, MOXKE
IIITFHO TMPUJISATATH 10 criopu ab0 30BCIM BIIUIATHCS BiJ HEl, 110
JI03BOJISIE BUKOPUCTOBYBATH IIi O3HAKU 3 METOI0 CHUCTEMAaTHKH Ta
¢inorenii (puc. 15).

Crniopu mamnopoTeii € BiIHOCHO CTINKUMH JI0 A1l YMOB 30BHIITHBOTO
Cepe/IoBUINa, IO J03BOJIIE TOBOPUTH TPO YTBOPEHHS B IPYHTI
0ankiB criop (Dyer, Lindsay, 1992). TpuBanicth iXHbOTO 30€piraHHs
OB’ sI3aHa TAKOXK 13 HASBHICTIO XJIOpodiny. B Oimbiocti manoporeit
KJIITUHA CHOP MICTUTH JIMILIE MPOIJIACTUIM W TOMY BOHH MalOTh
KOBTE, KOpU4IHEeBe ab0 Maiixke "opHe 3abapeieHHs. OmHAK COpU
nesskux BUAIB (Osmundaceae, Hymenophyllaceae, Grammitis)
MICTSTh PO3BHUHEHI XJIOPOIJIAcTU 3esieHoro 3abapmieHHs. Taki
CTIOpH HE MAaIOTh TEPIOAY CIIOKOIO Ta MPOPOCTAIOTH O/IPa3y.

[Iponec npopocTanHs crop 1 popMyBaHHS raMeTo(iTiB, BIUIUB HA
HBOTO 010- Ta a010THYHKX (PAKTOPIB — e OTUH 00’ €KT O10JIOTTUHUX
38



Mopororiuni 0coOIMBOCTI MarnopoTen

nociimkeHb (Suo etal., 2015). Sk 3a cBOiM 30BHIIITHIM BUIJISIOM, TaK
1 32 XapakTepoM PO3BHUTKY raMeTo(diTH MarnopoTei BiAPI3HIIOTHCS
3HAUHOI0 pi3HOMaHITHICTIO. Tak, pi3HOCTIOPOBI NTEPUAODITH
MaloTh BKpall pelyKoBaHl rameTo(iTu, PO3BUTOK SKUX MPAKTUYHO
0OMEXEeHMI CTIHKaMU CTIOpPH. Y OLIBIIOCTI 1HIIUX MPEICTABHUKIB
raMeToQiTH BITbHOXKHUBYY1 M TOAUISIOTHCS HA JIBI OCHOBHI T'PYITH —
Ha3eMHi, 3eneHi ((oTocHMHTEe3yroui) Ta MmiJ3eMHi, M030aBIeH]
xnopoimy (mikopusni). HaiiBaxauBimmMu MOpQOIOTTUHUMH
O3HaKaMM TaMeTOQITIB BBaXKAIOTh: TUI MPOPOCTaHHA (TPH THUIH
MOJIAPHOTO TpopocTaHHst — Anemia-, Osmunda- ta Vittaria-tm,
Ta IICTh THUIIB e€KBaropiabHOrO mpopoctanHs — Cyathea-,
Christiopteris-, Gleichenia-, Hymenophyllum-, Mecodium- 1
Trichomanes-tumn), uvisix yTtBopeHHs rametodity (Osmunda-,
Marattia-,Adiantum-, Drynaria-, Ceratopteris-, Kaulinia-, Aspidium-
THUI); MOP(OJIOTis 3piJIOro raMeTodiTy; MOXOAKEHHS IPOTaialbHUX
TPHUXOM 1 MOP(OJIOTisl CTaTEeBUX OPraHiB (aHTEPUAIIB Ta apXETOHIIB)
(Nayar, Kaur, 1971). Jlnst 6arathox JeNTOCHOPAHTIaTHUX MAopoTen
MpUTAaMaHHUN ceplenoniOHnid ramMeTo(]iT, Ha HWKHIA TOBEPXHI
SKOro (OPMYIOTBCSI pU30iau, aHTepuuii W apxeronii (puc. 16).
[Tpouiec po3BUTKY Ta OHTOT€HE3Yy TaMeTO(]ITIB JIETPOCIOPAHTIaTHUX
MarnopoTell PO3TIHYTO HIDKYE.

Iponec sarutiHeHHs CYNPOBODKYETBCA  YTBOPCHHAM TCPIIOi
KIITHHU HECTaTeBOTO JUILIOIAHOTO TMOKONIHHA  (CrOpodiTy).
Crnopodit nestkuii uac o’ si3aHui 13 TaMeTo(iTOM, SIKUI TTOCTYIIOBO
BTpavae 3€JICHU KOJip 1 BIAMHUpAE, a cnopO(blT MPOJIOBXKYE
CBIi PpO3BUTOK, JOCSTAlOYM 3a TICBHHHA NPOMDKOK dYacy (asm
CIIOPOHOIICHHS.

binpiiicTh mpeacTaBHUKIB TPYNH € OaraTOpiYHUKaMHU, X04a JesKi
BUJIU MAIOTh J1y>K€ KOPOTKUN OHTOTeHE3, IKHI MOYKE TPUBATHU KiJbKa
micsauiB (Salvinia natans, Anogramma leptophylla (L.) Link) a6o
Bcroro 30 mHiB, sik, Hanpuknan, y Ceratopteris thalictroides (L.)
Brongn., mo poOUTh 110 POCIMHY 3pYYHUM MOJAEIBHUM 00’ €KTOM
(c-fern).

Han3BuuaiiHa pi3HOMaHITHICTE OioMOpd, EKOJNOTIYHUX TpyTI,
aJlanTaliiHuX MPUCTOCYBaHb, HASBHICTh YHIKAJbHOTO YKUTTEBOIO
UKy, 0€3yMOBHO, JTaBHE TOXO/KCHHS — BCE 1€ POOUTH CydYacHi
nTepuaoiTH IiKaBUM 00’€KTOM I MOJANbIINX HAyKOBUX
JIOCJIIKEHD.
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Po3nia 2. OHTOreHe3 Ta MOpP(¢0JI0riYHAa XapaKTepUCTHKA
npeacTaBHuKIB Bigainy Polypodiophyta

Oco0uBocTi oHTOTEHE3y Salvinia natans,
Polystichum aculeatum i Dryopteris filix-mas

Boumenxo JI.B., Baciok B.A.

Salvinia natans (L.) All. (canpBiHig MJaBaroya) HAJIEKHUTh O
knacy Polypodiopsida Cronquist, Takht. & W.Zimm, migkiacy
Polypodiidae Cronquist, Takht. & W.Zimm, nopsinky Salviniales
Link, ponunu Salviniaceae Martinov (2/21).

Y MoHOTHTHIN pomuHi Salviniaceae € muie oguH pin Salvinia,
axuit 00’ eanye 12 Buai (Smith et al., 2006). Lle HeBenuKi pociauHu,
MOLIMPEH] 31e0UTBIIOr0 B TPOMIYHHUX 1 CYOTPOMIYHHMX IIHUPOTAX,
piame B momipHoMmy mosici. B YkpaiHi € ymme onuH JTUKOPOCIIAN
penikroBuil BUXL Salvinia natans, BKIO4eHUH y UepBOHY KHUTY

(puc. 1).

Puc. 1. 3araneuuii Bunsin nanopoti Salvinia natans

46



OmnroreHe3 Ta MopoIIOTiuHa XapaKTePHUCTHKA MPEICTABHUKIB Biainy Polypodiophyta

o ; i &
=, I E
% ; X
i 5 i I
g ; £ 1, )
P | ! o XYomns’ =
g ‘\i e Lo L Kiposorpall i
A~y D N YR ) pli
- oy, L e Uy { hES £
5, \ I‘? o
v\ S )

>
¥ Ciglpegionomn ).‘( iﬂk
pe

LN

Yopue wope Yopre xo,

S

Puc. 2. Kaprocxema normpenns Salvinia natans B Ykpaini (3a: 3enena kaura Ykpainu, 2009)

OpHopiunuii  riApodiT mamopots S. natans 13 JITHBO-
3eJeHUM  (EHOPUTMOTUIIOM 3pPOCTAa€ HAa MEXi IOBITPSIHOTO
i BoHOTO cepenonwi ([lyouHa Ha iH., 2003). YV Mexax TemmeparHo-
MEPHIIOHAIBHOTO apeayly BHJ TPAIUISIETHETHCS  CIIOPATUIHO
(Meusel et al., 1965). PosmoBcromkeHmii y Me30€BTpOGHUX Ta
eBTPOPHUX TMPICHOBOAHMX 3aMKHYTHX a00 CIIa0OKOTPOTOYHHUX
BOJIOMMAX 13 MYJIHCTO-IIICYaHUM THOM Ta B IpUTAIIMHUX KaHaax.
V mexax Ykpainu (puc. 2) TpamiseTbes y BogomMax aonud [Himnpa,
Hecnu, Cisepcekoro [inng, IliBnennoro byry, Huictpa, JlyHato,
Vxa, Jlaropuii, bopxau, a Takox y craBkax Jlicocreny ta Cremy
(3enena kuwra..., 2009).

KuTTeBuil UK PO3BUTKY CajbBiHII MpEICTAaBICHUM IBOMa He-
3aJIC)KHIMH TIOKOJIIHHSAMM: Oe3cTareBUM — CropodiT i CTaTeBUM —
rameto¢it. Jlopocnuii crnopodiT caibBiHII XapaKTepU3y€eThCs
KIIOHAJIbHOIO OyJIOBOIO, YTBOPIOETHCS MiJ 4ac (GOpMYBaHHS HOBUX
MOJTYJTIB, SIKI PO3BHBAIOTHCS HABKOJIO IICHTPAIBHOI (HaicTapimioi)
YaCTUHU POCIWHU pamiaibHO (puc. 3).
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CKnasHICTh CTPYKTypU KIOHY BHU3HAYa€ThCS HOrO BIKOM.
Uum crapimuii KJIOH, TUM CKJIAJHIIIE HOro cTpykrypa (puc. 4).
Po3pocTanHs MomysiB KJIOHY MPOTIKAE MOAIOHO 10 pOCTy OIYHHX
rinok y cynuauaux pociud (Galka, Szmeja, 2013).

[IpucrocyBaHHsT O BOIHOTO CHOCOOY JKMUTTS 3a0e3MeuyeThbes
3aBISIKK  OCOONMMBOCTAM  mpoTocTenu  (IpOBigHA  CHUCTEMA)
crebna 1 Bail MamoporTi, siIka MICTUTH 0araro MOBITPSHUX Kamep
1 Maibke He Mae MexaHIuHuUX eneMmeHTiB. [lamopots S. natans
CKJIQ/Ia€ThCS 3 TOHKOTO, PO3Taly>KeHOT0, TOPU30HTAIBHOTO cTeda,
Ha SIKOMY Bai pO3TalIOBaHi KUIBLISIMH B INICTh 1 Oinblie psijiB.
Koxxne xinmbiie chopmoBaHe 3 ABOX IUIaBalOUMX (HAIBOIHUX)
1 oxniei 3aHypeHoi (mimBonmHoi) Bail. IlmaBaroui Bai oBanbHO-
JOBracti abo eNiNTWYHI, IUIOKpai, TOBCTyBari, rirpomMopdHi 3
KOpOTKMMH uepemkamu. [ligBomHi — OaraTokpaTtHO po3CiueHi
Ha 8-12 HUTKOMOAIOHMX CEIMEHTIB, $KI TyCTO BKpHTI
0araToKJIITHHHUMHU BOJIOCKAMH TEMHO-OypOro, iHOJI KOPUYHEBOTO
KOJIbOPY, 30BHI CX0XK1 Ha KOpeHi (puc. 5).

Ha anakcianpHili MOBEpXHI TIaBalOYMX Bail MICTATHCS COCOUKH
3 TpUXOMaMH, Ha abakcialpHii — 3ipkononioHi Boiocku. [TnaBaroui
Ta 3aHypeHl Bai BIJPI3HAIOTHCS 3a MIKPOCTPYKTYPOIO IOBEPXHI
i (QizionorivHUMH (YHKUIAMH. Y IJIaBalOYMX BasX AaKTUBHO
BiIOyBaeThcsi (POTOCHHTE3, TOAI SK 3aHYpeHI — 3a0e3MeuyroTh
MiHEpaJbHE JKUBJICHHS, Ta3000MiH 1 YTPUMYIOTh POCIMHH Ha
noBepxHi Bogorimu (Xomomauwuii, 1924; Illepbariok ta iH., 2015).

Po3mHOXyeThCs S. natans BereratuBHO abo criopamu. Po3BuUTOK
criopodity mamopoti TpuBae Oau3bko 60 MHIB, SK Yy HaI3eMHHUX
nanoporeit (Sawamuraetal.,2009). Pocnuau rerepocrnioposi. Mikpo-
Ta MEracrnopy yTBOPIOIOThCS BCEPEANHI MIKPO- 1 METaCIIOPAHT1iB, SIK1
MICTSIThCS, BIIIOBIIHO, B KyJICMIOJIOHUX CIIOPOKapIisiX, 310paHux y
rpymnu no 3—8 mTyK Ol OCHOBH 3aHYPEHUX Bail.

Koxnuit wmeracnopanriii mnpogykye 32 cmnopu, 13 SIKUX
KUTTE3NATHICTh  30epirae mmme omHa (70-75 MM vy
miamerpi), a  MIKpocmopaHrii — MICTATb 64  MiIKpocHopH
(20 mMxMm y miameTpi). 3 MaKpOCHOpPH PO3BUBAETHCS IKIHOUMMA
rameTo(it, 3 Mikpocnopu — yososiunii (Galtka, Szmeja, 2013).
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Puc. 3. Cniopooit Salvinia
natans Ha paHHIN cTamii
PO3BUTKY

1 2

Puc. 4. KionanbeHa apxiTektypa po3BuTKY (/—3) i ne3inrerpais (4, 5).

Crapii po3BuTKy: 1 — panns, 2 — cybonTumansHa, 3 — oNTUManbHa; 4 — cyOTepMiHaibHa,
5 — TepminanbHa cTafis nesinrerpamnii (3a: Galka, Szmeja, 2013)

Puc. 5. [TnaBarodi (a) Ta
3anypeHi (6) Bai Salvinia natans
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Puc. 6. Jliarpama piuHOTO UMKy PO3BUTKY Salvinia natans

Ckopouennsi: Ck — cropokapmiit; C — cnopu; Ma — makpocriopa; Mi — Mikpocropa;
UI' — uonoiumii ramerodit. Cranil po3BUTKY xiHodoro ramerodiry: XKla — panHs;
KI6 — misns. Craxmii po3Butky cropodity: O — roBeninmpHa cranis, FOa — paHHs,
106 — mizms; JIP — mopocma pocimua; ®C — dopmysanns cnop; C — crapinus;
B — Bigmupanns; T [°C] — rtemmeparypa Boxu. Pumcbknmu mudpamu IO3HaueHO
Mmicsani, apabcbkmMM — TIDKHI poky (amamroBano 3a: Gatka, Szmeja, 2013)

Crniopokapmii (hopMyIOTECS] HAIIPUKIHII J1iTa (CepIeHb—BEPECEHbD).
Bocenu ciopodit Bigmupae, criopokapirii onaiaots Ha qHO. HaBecHi
000JIOHKA CITOPOKAPIIIIO PO3PUBAETHCS 1 CITOPAHTIT M1 HIMAIOTHCS Ha
MOBEPXHIO BOAOIMH, Jie i BiIOyBa€ThCS YTBOPEHHS Ta MOJAJIBIINIHA
po3BuTok  rametodiry. Ilicas  3ammigHeHHS — SIMICKITITHHU
CIIEpMAaTO30iIaMi  PO3BUBAETHCS CIOPO(DIT. 3aBASKH MIBHIKOMY

BEreTaTUBHOMY PO3MHO)KEHHIO POCIIMHU CaJIbBiHI1 yTBOPIOIOTH I'YCTi
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3apocti (ixyx ta iH., 2000). XKuTTeBUil piuHUN UK PO3BUTKY S.
natans 3aiiMae O0nuspko 130 QHIB — 3 cepeAMHU TPaBHS U 10 KIHIISA
BepecHs (Galka, Szmeja, 2013) 1 cknagaeTbcs 3 yepryBaHHs (a3
rametodiTa (BKIIOUHO 3 Jianay3o0i0) Ta cnopodity (puc. 6).

['moGanbHe NOTETUTiHHS CIIPHsi€ PO3BUTKY S. natans. PanHs BecHa
(KBITEHb—TpPABEHb) € KPUTHUYHUM IMEPIOAOM, KOJH YTBOPIOIOTHCS
MOMyIIALIT MOJIoIoro rameTodita (KBiTeHb) 1 MOJIOJOTO criopodiTta
(TpaBeHBb), OCKUIbKM BOHU Uy TJIMBI IO HU3bKUX Temneparyp. CyyacHi
KIIMaTU4HI yMOBU TIPHU3BEIH [0 TOAOBXKEHHS TMEPIoy pOCTy
criopodiTa, B pe3yJIbTari 4oro 30UTBIIIIACS KUTbKICTh MOKOJIIHB BiJ]
I’STH 1 OUIBIIe, 3aMICTh JBOX YH TPHOX, IO CHPHSIE MOIIUPEHHIO
I[bOTO BUY NAropoTi Ta 3alHATTS HUM HOBUX Teputopiit (Seastedt,
2009).

3 Baii casibBiHIT BUAUIAIOTH TIIIKO3H/IU, ByTJICBOAM, O17TKU, AyOMITBHI
PEYOBHHU, TEPIEHOINHU, (IIABOHOIAU, (HOCHOTIMI U, )KUPHI KUCTIOTH.
[TatopoTh Ma€ 1OCTaTHHO BUPAKEHI AHTHOKCUAAHTHI BIACTUBOCTI.
VY TpamumiiHii KUTaHChKI MEIWIIMHI BOHA 3aCTOCOBYETHCS SK
KAPO3HIKYBAJIbHUM, MPOTHOTPYHHMM, aHaIbreTHUHU 3acil,
crpusie 30UTBIIEHHIO IHTEHCUBHOCTI KPOBOOOITY. BUKOpHCTOBYETHCS
B JICKOPAaTUBHOMY CQIIBHUIITBI Ta SIK O10aKyMYJISITOP 3a0pyIHEHHS
Bono¥M (MinapueHko Ta iH., 2018).

Ponuna Dryopteridaceae (IIUTHUKOB1) € OJIHIEIO 3 HaluucCelb-
HIIINX cepel BUIIINX CIIOPOBUX POCIMH YKpainu. Bonanpezacrasnena
ponamu  Dryopteris Adans. (umutauk) Tta Polystichum Roth
(6aratopsimauk). Y cBiTOBIH Guiopi 151 ponuHa 00’ €qHy€e 26 posiB Ta
noHaj 2 tuc. BUAIB. Bunu ponunu Dryopteridaceae — 31e011b110T0
BEJIMKI Ha3eMH1 pOCIIMHH, IOLIUPEH] 10 BCii 3eMHIN KyiIi.

3HauHa KUTBKICTh TAKCOHIB TparuisgeTbes B Cxiauin Ta [liBmenHo-
Cxigniit Aszii it [liBHiunit Amepuni (Jigyx ta in., 2000; Bamexa,
bescmeptha, 2012). ¥V xuTTeBOoMy LUK OararopidHuil criopodit
MOPIBHSHO 3 TaMeTO(ITOM 3aiimMae maHyro4e nojokeHHs (puc. 7).

B onTOrenesi crnopodiTiB BEIMKOKOPEHEBHUIIHMX MarnopoTen
BUUISAIOTH TPU MEPIOAN Ta CIM BIKOBHX CTaHIB: MPEMPOILyKTHBHBIH
mepioJl 3 BIKOBUMHM CTaHaMHU TIPOPOCTKA IOHOTO Ta MOJIOJOTO
cropoQiTiB; penpoAyKTUBHHMA 1€Pi0/1 3 BIKOBUMHU CTAHAMHU MOJIOZIOTO,
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Puc. 7. XKurresnii ik narnopoteit Binainy Polypodiophyta (anantoBano 3a: Stern et al., 2003)
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Puc. 8. 3aranpuuit BUITA acuMimoodoi Bai (A) ta ocHoBa kopenesuma (b) Polystichum
aculeatum
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CepeHbOro i cTapitouoro crnopodiTiB; MOCTPENPOAYKTUBHHMA
nepiox 3 BikoBHM ctaHoM crtaporo cropodita (I'ypeesa, 2001).
MopdonoriyHoro 03HaKow BUIIB pomuHu Dryopteridaceae €
PO3MIIIIEHHSI COPYCiB Ha KIHIIEBUX YacCTKaX CETMEHTIB Ball Mix
CEepEeIMHHOI0 KHWIKOIO Ta KpaeM. [Hay3ii (MOKpuBLI cOpycCiB) y
BHUIIIB poxy Dryopteris MarOTh OKPYTJIO-HUPKOMOMiIOHY (opmy Ta
HPUKPIIUTIOIOTHCS 10 CETMEHTIB Bail O1YHUM KpaeM, TOJI K Y BHJIIB
pony Polystichum — mmrononiony ¢GopmMy 1 MPUKPITUTIOIOTHCS 10
CErMEeHTIB Baii cepenHoI0. Y BUIB pony Polystichum Bai »OpCTKi,
HIKIpSACTi, HalYacTille TEMHO-3€JIEHOrO 3a0apBieHHS (HaBIiTH Y
3UMOBUH TEpioa), TOAl SK Y BUIIB pony Dryopteris Bai MOMITHO
TOHIII, TpaB’siHI, CBITJIO- YU SICKPAaBO-3€JICHI, 3a3BUYall Ha 3UMY
BiJIMUPAIOTh, JIWIIIE 1THKOJIH B JESKUX BUJIIB JIUIIAIOTHCS 3€JICHUMU B
niepion cokoro (JKuszue pacrenuii, 1984; I'ypeera, 2001).
Polystichum aculeatum (L.) Roth (6aratopsimHUK IIWITyBaTHIA)
HAJICXKUTh 110 Kiacy Polypodiopsida Cronquist, Takht. & W.Zimm,
nopsinky Polypodiales Link, mianopsinky Polypodiineae Dumort,
ponunu Dryopteridaceae Herter. ninponunu Dryopteridoideae Link
(6/1128), pony Polystichum — Garatopsgauk. TpaB’ ssHUI TOMTIKAPIIIK,
reMIKpunTo(iT 3 BIYHO3ETECHUM (EHOPUTMOTHIIOM, Ma€ KOPOTKE
po3eTkoBe crTebno. Bai po3mimieHi JTIHKOMOMIOHOI PO3ETKOIO,
MoHOMOp(HI, BiuHO3eneH1. KopoTkuii uepeniok Bai pa3om i3 paxicom
BKPUTHI YHUCEIbHUMU SIMLIENOAI0HO-TaHIIETHUMU OypHUMH JTyCKaMHU,
SKI 3MEHIIYIOThCS B aKpOMeTalbHOMY HampsMKy. [lmactunka (Bas)
JIaHILIETHA, LIKIpsicTa Ta OMMCKydYa, JBi4l MEPUCTOPO3CIYEHA, BICH
B amikaJibHI uyacTuHi Kpwiata. CerMeHTH NepIIoro MOpSAAKY Ha
Yepelioykax, JIAHIETHI a00 BUAOBKEHO JIAHILIETHI, IOCTYIOBO
BIATATHYTI ¥ 3aroctpeHi. CerMeHTH JApYyroro MOPSAKY CHASYl
(7mmre Ga3anbHI MOXKYTh MaTH HEBEJIMKI YEpEIIOYKH), Maibke BCl 3
0a3ampbHUM BYIIIKOM, €JIINTHYHI, IO KPalo MUITIACTI, 13 3yOIsIMH, 10
3aKIHYYIOTBCSl OCTIOUKOM, 3 a0akcialbHOrO OOKY BKpHUTI BY3bKUMHU
nyckami (puc. 8, A). KopeHeuilie npuaaTkoBe Ta MUUKyBare, Koce,
TOBCTE, KOPOTKE, Ha BEPXIBII IIUIBHO BKpUTE siienoaiOHumMu ado
IIUPOKO-SHIETIOAI0HUMU 3 BIATATHYTOIO BEPXIBKOIO Ta HEPIBHOMIPHO
3yOUacTUMHU KpasiMH, TEMHO-OypuMH JTyckamu (puc. 8, b).
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Ha abakcianbHiii MOBepxHI Bai Ha cepeAnHi a00 KIiHIN >KUJIOK
(bopMyIOTBCSI CHOpaHTii 3 HiXKKaMH, 3i0paHi B OKPYIVII COPYCH.
Copycu JOCUTH BENHKI, TPO30pPi, 1HOAI 3IMBAIOTHCS MK CO0O0IO
(puc. 9, A). 30BHi cOpycH BKPHUTI OKPYIIIO-LITUTONONIOHUMH, O1TTUMH,
3 MaiKe PIBHUMU KpasMH 1HIY315IMU, K1 NPUKPIIUICH] OIMK4Ye 10
cepenunu (puc. 9, b).

Jlo3piBaroun, iH1y3113MiHIOIOTh 3a0apBIIeHHS Ha Oy pe i TOYMHAIOTh
JTHAKOMOMIOHO 3ropTarucsa. 3puli  CIOpaHTii PO3PUBAIOTHCS, 3
HUX BHCHUIIAIOTBbCA OlnarepanbHi OBaJIbHI 3 aHACTOMO3YHUYUMU
rpebiHIsAMu criopu. JIuiie HeBenuKa YaCcTHHA CIOpP, HOTPATUISIOYH
Ha 3BOJIOKEHE CEpPEIOBUINE, MPOPOCTAE 1 A€ TIOYATOK CTATEBOMY
MOKOJIIHHIO — TameTodiTa abo 3apocTka.

HagecHi mopsiz 3 Basimu cTapoi (hopmaitii moYMHAIOTH PO3BUBATHCH
Bai HOBOI popMallii. IXHiif PO3BHTOK MOYMHAETBCS 3 PO3IXOIKEHHS
BEpXIBOK Baif, IHTEHCHBHOIO 3a0apBIIEHHS Yepellka B 3eJICHUH
KOJIIp Ta PO3XO/KCHHS TUTIBOK, IICIISI 9YOTO 3a4aTKU Ball MOYNHAIOTH
posroprarucs (po3kpydyBatuck). Lle ¢aza mouaTky 1HTEHCHBHOTO
pocTy Baif, fKa XapaKTepU3ye€TbCA MIBUJIKUM PO3TOPTaHHSIM
TUTACTUHOK. 3aKiHYEHHS POCTY Bail Bi3HAYAETHCS BHIIPSIMIICHHIM
BEpXIBOK, ITCJISA YOr0 BOHM HAOyBalOTh THUIIOBHH BUI 1 (opMmy.
IToBHicTIO pO3rOpHEHA MepIlia mapa Bail MiCTUTb COPYCH, CpOpMOBaHi
I B 3a4aTKOBHX BasiX. Y (ha3y CIIOPOHOIICHHS CIOPAHTil OypiloTh,
iXHI OOOJOHKHM JIOMAIOTHCS W MOYMHAIOTH MAacCOBO BHUCHIATHUCS
cniopu. HampukiHiii J1ita B mepiofl JiTHHOI BereTallii BUMlaJaHHs CIIOp
3aBEPIIYETHCS, CIOPAHT1i BUCHXAIOTh 1 BIAMUPAIOTH. Y (a3l 0CIHHBOT
Ta 3UMOBO1 BereTallii chopmoBaHi Bai 30epiraroTh KUTTEAISUIBHICTD,
HaBITh 32 IOHIKEHHS TEMIIEpaTypy HABKOJIHUIIIHEOTO CEPEAOBUIIA. Y
P aculeatum B1n0yBa€eTbCs IOBHE pyiIHYBaHHS Bail cTapoi reHeparii
IICJIsI 3aKIHYEHHS POCTY HOBOT, TPH IIbOMY TPHBAIIICTh KUTTS OJHIET
reHepariii Baif cTaHOBUTH OJu3bKo 15 micsiB (430—460 auiB), TOOTO
ounbie poky (Bamreka, bpaiton, 2000).

Dryopteris filix-mas (L.) Schott (IUTHUK YOIOBIUMIi) HANEKUTH
no xinacy Polypodiopsida Cronquist, Takht. & W.Zimm, nopsaky
Polypodiales Link, mianopsinky Polypodiineae Dumort, poaunu
Dryopteridaceae Herter. ninpoaunu Dryopteridoideae Link (6/1128),
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' e

Puc. 9. Mononi (A) ta 3pini (b) cnopanrii, 3rpynoBati B copycH (Cop.), BKpUTI 1HIY31IMHU
(iHnm.), po3TamoBaHi Ha abakcianbHil MoBepxHi Bai Polystichum aculeatum

8 Dryopteris filix-mas (L.) Schott A B ok
‘ e | nanoport..  genopurvorn  — \;é
~3Q i i —=
any i Dowina i
== e |
~a N ela|
( ~uela
b 1
| =20 ~
|
2
7Y Dryopteris filix-mas (L.) Schott
PiBnocnioposa nanopots. denopuryorun =
JAiTHBO3C CHuii
Micue 3hopy: nocainmi gissyion Gor. cauy im. omina E

Puc. 10. 3arampHmit BuDIIL criopodity
Dryopteris filix-mass (A) Ta Monozi (TpeTbOTO
POKY PO3BHUTKY) paBIMKONONIOHOT (hopMu Bai

(b)

u np., 1990; Minapuenko Ta iH., 2018). I[Tamopoti D. filix-mas
ta P aculeatum MWUPOKO 3aCTOCOBYIOTHCSI B JIEKOPATUBHOMY
Ca (IBHUIITBI.
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pony Dryopteris — muTHUK. TpaB’ssHUI MOIKAPIIIK, TeMIKPUITODIT
3 JIITHHO3EJICHUM (HEHOPUTMOTUIIOM. Bal y MIMTHHKA YOJIOBIYOTO
PO3BHBAIOTHCSA TOBLIBLHO, JOBIO HE TPyOIFOTH 1 TOMY MOXYTh
JIETKO TOIIKO/KYBAaTHCh. BOHM 3 SBISIIOTBCS y BUIVISIII JTMCTKOBUX
3a4aTkiB y (OpMi BYy3bKOTO KIJIBIIS HABKOJIO TOYKH POCTY Ha BEPXIiBIIi
KOpPEHEBUIIA 1 B TAKOMY BUIVISII MEepe3uMOBYIOTh. Ha npyre mito
Bai HaOyBalOTh XapaKkTEpHY PaBIUKOMOAIOHY (GOpMy, po3MilIeH] Yy
BUIVISAI HEBEJIMKHUX CHipajied y BHYTPIIIHIM YacTHHI JINCTKOBOTO
My4YKa, TyCTO BKPUTI M’ SAKHUMH CBITIIO KOPUYHEBUMH JTyCOUKAMHU.
Taka cTpykTypa MOJIOAMX Ball CIPUSAE 3aXUCTYy MEPUCTEMATUYHOI
TKAaHWHU BIJl MEXaHIYHUX [IOIIKO/UKEHb Ta BHUCHUXaHHS. Y
paBIUKONOAIOHOMY BHUIVIs/II Bal mepeOyBaroTh 1€ OAMH pik. Jlume
HaBECHI TPETHOTO POKY MOJIOI Bal IIBUAKO PO3KPYUYIOTHCS B TYCTY
PO3ETKY, I0CITalouu TOBHOTO PO3BUTKY (puc. 10).

VY mepion Bereralii Ha KOXKHIA POCIHHI OHOYACHO 3HAXOASTHCS
BCi Tpu (hopMHU Baid 3-piyHOTO MUKITY: OJHOPIYHI 3a9aTKU, TBOPIYHI
PaBIUKH i MTOBHICTIO PO3BUHEHI TIpsiMmocTosdl Bai. CopmMoBaHi Bai
BEreTYIOTh O/INH CE30H, BUKOHYIOUN BETe€TaTUBHY i pENPOIYKTUBHY
¢yHK1ii, mcas yoro BoceHu Biamuparoth (JKu3Hb pacrenwuii, 1984).

bararopiune kopeHeBuie CrnopodiTy IUTHUKA YOJIOBIYOTO
MHUUKYBaTe, KOPOTKE, TOBCTE, YOPHO-OypoOro KoJIbOpY, PO3MIIIEHO
KOCO JIOTOPH, Ha BEPXIBIll I'YCTO BKPUTE BUIOBKEHO-EIINTUUHUMU
3 BIATATHYTHMH BEpXiBKaMH, CBITJI0-OPOH30BUMH 3 TEMHIIIIOO
OCHOBOIO M’SKMMHM JIyCKAMU Ta 3QJMIIKAMH JINCTKOBUX UYEPELIKiB
(puc. 11, B). YV ™Monogux poCIMH KOPEHEBHUINE PO3TAIIOBAHE
BEPTHUKAJIbHO, Y CTapux — ropusoHtaisbHo (Boponun u np., 2015).
3 HWKHBOTO OOKYy KOpEHEBHINA BIAXOIATh MPHUIATKOBI KOpEHi
nowkuHoo 20-80 cm. Ha BepxiBll KOpeHEBHUINA pO3TAIIOBaHA
PO3ETKa BEIMKUX MPSIMOCTOSTYUX Bai 3 IB14Y1 IEPUCTOIO MITACTHHKOIO,
KOTpi 310paHi y BOpOHKOMONIOHMI y4oK (puc. 11, A).

Bas muTHUKa 4OJIOBIYOrO CKIAJA€THCA 3 KOPOTKOTO 4Yepelka,
BKpUTOTO OypUMHU TyCKamMH M BOJIOCKaMH, Ta JIOBrOi IJIACTHHKHU
(puc. 12).

[InactuHka Bai BUIOBKEHOEMINTUYHA, O OCHOBH JIEIIO 3BY)KEHA,
JIBO-TIEPUCTOPO3CiueHa, M’ska. 1i ajakcialbHa MOBEPXHs CBITIIO-
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Puc. 11. 3aransauit Bursin pociaun Dryopteris filix-mas ~— Puc. 12. 3aranbHuil BUDIA
(A) ta xopenesua (Bb) Bai Dryopteris filix-mas

AR

as (L.) Schott
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Puc. 13. Monogi (A) ta 3pini (b) criopasrii, 3rpynoBasi y copycu (cop.), BKPHTI 1HIY31IMHU
(iHz.), po3TamoBaHi Ha abakcianbHill MoBepXHi Bai Dryopteris filix-mas
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3eneHa, abakcialibHa — 3eJeHa. Paxic 3eneHyBaTO-KOPHYHEBUH,
pa3oM 13 CEepeAMHHUMHU KUJIKaMU BKPUTHUH OpPOH30BO-KOPUYHEBUMU
BUJIOBXKEHUMH JTyckamMu. CerMeHTH Mepuioro mopsaky (mepa) Ha
BKOPOUCHMX YEpEeIIKax JHIHHOMAHIIETHI, HA BEPXIBIIl 3arocTpeHi,
po3TamoBaHi moueproBo. CerMeHTH Ipyroro Mopsaky (mip’THKH)
BUJIOBXKEHI, CUIAYl, 3 3yO4acTOHAJAPI3aHUMU KpasMH, Ha BEPXIiBIl
3a0KpyIVIeHi, y 0a3aibHiil 4acTuHi 3By)keH1. Bast sxuBe 220225 nHiB
(Bameka, be3zcmeprha, 2012).

Ha aGaxcianbHiil TOBEpXHI CErMEHTIB JPYToro MOPsIKY BEPXHbBOI
qacTUHH Bai (OPMYIOTBCS Ta PO3BHBAIOTBCS OKPYINIi  COPYCH,
PO3TAIlIOBaH1 IBOMA PsAaMu 1O 4—6 map 1o Kparo Bifl CEPEeIHbOT KUIIKU
mip THOK, KOTpi 3aiimMaroTh 2/3 yacTuHM Bai. bararouncensHi criopaHrii
BKPUTI  OKPYIJIO-HUPKOMOMIOHMMH,  IUIIBYACTUMHM,  IJIOKpaiMU
MOKpHUBaNbLIMU  (IHAY31sIMM),  TPUKPIIUVICHUMH  PaJiajbHOI0
OOpPO3EHKOI0, KOTPi MPY JOCTUTaHHI i BUCUITAHHI CIIOp JMKOMOMIOHO
3roprarothes (puc. 13).

Cropu (BMOUMI JUIIE MiA TMOTY>KHUM MIKPOCKOIIOM) MAalOTh
HUPKOTIONIOHY pOopMYy 3 rpeOiHINKaMU i yCiueHUMH OOPOIaBOYKaAMHU
1o BCii moBepxHi. Criopa, moTparIsitodu Ha 3BOJIOKEHE CEPEIOBUIIIE,
MPOpPOCTaE M Jla€ MOYaTOK CTATeBOMY IMOKOMIHHIO — raMeTodity
a60 3apoctky. CIIOPOHOIICHHS MIUTHUKA YOJOBIUOTO BiOYBa€THCS
3 CepelmuHM 1 0 KIHI JIiTa, a CepeHiid BIK CIOPOHOCHHX OCiO
craHoBuTh moHaa 30 pokis (MaeBckwuii, 2006). [lounHarouu 3 ®KOBTHS
HA/I3¢MHI YaCTHHHU IaropoTi MOCTYIOBO BiAMHUPAIOTh, HAOyBaIOUH
Oyporo 3abapBiIeHHS.

Bcranoeneno, mo cepen 68 BumiB 1 riOpuaHux Gopm
naroporenoionux (opu Ykpaiau 39 MicTATh 0i0JOTIYHO aKTUBHI
PEUOBUHH, SIK1 MAIOTh JIIKYBaJIbHI BIIACTUBOCTI Ta BUKOPHUCTOBYIOTHCS
Y1 MOXYTb OyTH BHUKOPHCTaHI SIK JKEPEJO JIKAPChKOI POCIMHHOI
cUpoBHHU. B HuX BusBJIEHI (IaBOHOINIM, TPUTEPIECHOIIN, CTEPOINH,
(heHokapOOHOBI KUCIIOTH, BITaMIHM Ta IHII BTOPHHHI METa0OITH.
B TpamumiifHiii Ta HapomHI MEOWIIMHI BUKOPUCTOBYIOTH OCIHHI
kopeneBumia D. filix-mas ta P. aculeatum y BUTISII HACTOSHOK,
MOPOIIKIB, BiABapiB SIK AHTUTEIbMIHTHHMA, B’SDKYYUH, TOHI3YIOUHIA,
paHO3aKUBISIOUMIA 3aci0, mpu Oe3mmigai Ta peBmarusmi (bimHoBa
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Mopdodizionoriuni ocodusocti Salvinia natans,
Polystichum aculeatum i Dryopteris filix-mas

Bacioxk B.A., Boumenxo JI.B.

Salvinia natans (L.) All. Pociuan manopoTi 30upany BIITKY B
MITYyYHUX BosloiMax [lecHsiHchKorO p-HY M. Knea. CepeqapoMicsuHa
TeMIIepaTypa MOBITPS B Iepioj BiOOPy 3pa3KiB CTAHOBHIIA B YEPBHI
21 °C, mummni 25 °C, ceprmni 26 °C, Bepechi 16 °C. CepennboMicsayna
teMmeparypa Boau B uepBHi Oyna 19 °Cymnni 20 °C, cepmni 20 °C,
BepecHi 11 °C. OcCBITJICHICTh Ha TOBEPXHI BOJOWMHU B MOJYICHb
cranoBmwia 200-250 mMxM/m? - c!'. TIoka3HMKHM XiMI4HOTO CKJIaIy
BOOM B JOCHIKYBaHI BOmOWMI OynM TaKUMH: KHUCIOTHICTh
0.88 wr-ekB/nm, IyXHICTH 7.55 WMr-ekB/l, 3arajbHa TBEPIICTh
2.78 wr-exB/n, po3uuHeHud Kucenb 5.15 wmr-exs/n, HCO, -
3.01 mr-exs/am?, C1—0.79 mr-exs/nm?, SO 42 —1.03 mr-exB/mm?, Mg?* —
1.20 mr-exs/mm®, Na*ta K™ — 1.11 mr-exs/nqm®. XimMiuauii cKkias Boau
MPOTSATOM JOCIIITHOTO TIEPioy ICTOTHO HE 3MiHIOBABCHI.

JlocmiKyBaiy TJ1aBaroyi Ta 3aHypeHi Bai criopogiTa OCHOBHOTO
MaroHa JI0pocJoi poCIMHY y (a3ax IHTEHCUBHOTO POCTY (YEpBEHB),
CTallloHapHOTO pPOCTy (JIUIeHb), (HOpMYyBaHHS CIIOPOKAPITiB Ta
JO3piBaHHS CHOp (CEpIeHb), a TaKOXK 3piil CIOpoKapIii B mepion
BIJIMUPaHHS BETE€TAaTUBHUX OPraHiB Ha €Tarll M3HbOI'0 CIIOPOTeHESY.
Po3pocTaHHsl KJIIOHY MH CHOCTEpiraiud B 4epBHI—ceprHi. Posman
KIIOHYy Ha OKpeMi MOyl 30iraBcsi 3 TOSBOIO W PO3BUTKOM
CIIOPOKApIIiB (TpeTs [eKaaa CeprHs — II0YaTOK BEPECHs) Ta
3HWKEHHSIM TeMIreparypu Boau (puc. 14).

BceranoBneHo, mo 3a Macor W JTOBXHHOIO OKpeMa 3aHypeHa
Bas 3HAYHO TNepeBUINyBaia IUiaBarody. [lmaBarowi Bai 3araiom
BiJI3HAYANIMCS HE3HAYHUM 301IbIIIEHHAM 010METPUYHHX MOKA3HUKIB.
Pazom i3 TuM, Maca W JOBXKHMHA IJIABAIO40i YaCTUHHU CHOPOQITY
3pociu Big 22 10 40 mr ta Big 45 10 62 MM BIJIMOBITHO, 1110 BiI0YJIOCS
3aBJISIKM HOBOYTBOPEHHUM BasiM 1 BUJIOBXKEHHIO cTebuna (puc. 15).

Y (}a3i cramioHapHOTO POCTY BHACIIJOK IHTEHCHUBHOTO
dbopMyBaHHsI 0arato-KJIITHHHUX HUTKOTOMIOHUX BOJIOCKIB Maca
OKpeMoi 3aHypeHOI Bal 3pocTajia BJIBIYi, TOMI K JOBKUHA Maixe
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Puc. 14. ®enocnexrp
piuHoro muKkiy Salvinia
natans
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dasza NpopocTaHHA criop Ta
PO3BUTKY rameTodiTy.
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daza iHTEHCUMBHOTO poCTy

& crnopodita.
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O MNrasatodi Bal pociviy
0O CermeHT rviaBatoH o Bal
B CermeHT 3aHypeHoi Bal
L 600 -

©
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IHreHcvBHOTO |CTaLioHapHoro| PopMyBaHH:
pocly | pocTy (mmers)| cropokaprii
(Yersetb) (ceprets)

QeHosoriyHa (hasa PoBUTKY

Motvii Bepesext KeiTeHe TpaBeHbs YepeeHb JluneHs CepneHs Bepecenb MoBTeHb INuctonan [pyoeHs

®aza cTalioHapHoro pocTy
cnopodita.

Pa3a hopMyBaHHA COpyCiB Ta
N03pIBaAHHA CNop.

®asa BigMmpasHA cnopodita,

— DOlmaBatoui Bai poc/mHA
O CermeHT rviaBaro4ol Bai
B CermeHT 3aHypeHoiBail

1l

IHTeHavBHorO | C TaljorapHoro| dopmyBaHHs
pocrty pocTy (nvneHb)| cropokapniB
(4epseb) (cepreHb)

®eHosor YHa hasa Po3BUTKY

Puc. 15. Biomerpuuni nokasuuku Salvinia natans Ha pi3HEX (GeHoNOriuHuX (ha3ax

PO3BUTKY criopodiTa

Puc. 16. 3aranpHuii BUIIISLT yrpynyBaHb CIOPOKapIiiB (3uMytodi yTBopeHHs) Salvinia natans
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He 3MiHIOBasach. Y (a3l penpoayKTUBHOTO PO3BUTKY 3POCTaHHS
Macu criopogita BimOyBaiocs BHACHIOK YTBOPEHHS CIIOPOKapIIiiB
(puc. 15). Cnopoxkapmii giamerpom 0,440,002 cM, po3poCTarOUnCh,
IPYNYyIOThCS B CKYITYSHHS 1iaMeTPOM OJIN3BKO 6 CM, K1 yTPUMYIOThCS
Ha [MOBEPXH1 BOIOMMHU 3aB/SIKM HassBHOCTI MI'POCKONIYHOT 000JTOHKHU
Ta 3aJIMIIKIB MOBITPs B cepeauHi (puc. 16).

Takum duHOM, 3a OIOMETPUYHUMH JOCHIKEHHSMHU (101
pociuHM (KJIOHY) Ta OKPEMHUX CETMEHTIB IUIABAIOUUX 1 3aHYPEHUX
Bail BCTAHOBJICHO, 1110 3MiHU MacH i TOBKHUHU CIOPOPITY Ha PI3HUX
¢denonoriyHmux (azax po3BUTKY BiI0yBaIUCS TEPEBAKHO 32 PAXyHOK
HOBOYTBOPEHHUX OpraHiB (MOIyJiB), TOAl SK JIHIMHI pPO3MIpU
OKpeMHX c(hOPMOBAHMX Ball 3aTMIIATKCS MPAKTUYHO HE3MIHHUMU.

[Manopori Polystichum aculeatum i Dryopteis filix-mas 3poctanu
Ha €KCTO-3UIINHIN IUISHIN BUIUX CIIOPOBUX POCIHH boTaHIdYHOTO
canyim.akaj. O.B. ®omina KuiBchkoro HalioHaIbHOTO YHIBEPCUTETY
imeni Tapaca [llesuenko B 2015 p. 3rigno no I'igpomereoponoriyHoi
iHopmarii IlenTpanbHoi reodiznunoi odcepmaropii iM. bopuca
Cpe3HeBCHKOro cepefHs TeMIepaTrypa BIPOIOBXK JiTa CTaHOBUIIA
+21,6 °C, mo nHa 2,9 °C Bume 3a kiaimatuyHy HopMmy. [Ipotsrom
mita Bumaio 68 MM omaxaiB, mo ckiano 30% pigHOI HOpMHU.
Haiicyximmm wmicsiiem OyB ceprneHb 3 KIIBKICTIO omagiB 1,5 M.
Temneparypa moBiTpsi y BepecHi Oyia Ha rpagyc BUIIE 3a HOPMY,
TOAI SIK YKOBT€HBb BUIABCS XOJIOJHHM 3 TEMIIEPATypOIO MOBITPS Ha
1,7 °C nmxue 3a HopMy. HaroMicTs TUCTOMA] CTaB HAMTEILTIIIINM 32
BCIO ICTOPiI0 METEOCTIOCTEPEkKEHb. TeMIiepaTypa MicsIs CTAHOBUIIA
+8,0 °C, mo na 6,1 °C Bumie 3a HOpMy. Bripomomxk Bererarii Ha
JOCTITHUX JUITHKaX OOTaHIYHOTO caly Bii0OyBaBCs IITYYHHH MTOJIUB
narnopote. [l BUSBICHHS XapaKTepHUX CE30HHUX 0COOIMBOCTEH
PO3BUTKY POCIIMH PEMPOAYKTUBHOTO MEPIOAY JAOCIHIKYBAIOCST 5-6
ocoOuH. [[1s OIIHKK KUTTEBOCTI MANmopoTeH BHU3HAYAIU PO3MIpH
i Macy Baii Ta KOpEHEBHUIA, a TAKOXK HOTO JiaMeTp, XapakTep
CIIOPOHOUIEHHSI, HASIBHICTh O3HAK NpurHiueHHs (Boponun u ap.,
2015). dns mopdodizioaoriyHuX 10 CIiHKSHB MAopoTel BiI0Oupaim
paBIUKONOAIOH] Ta MOBHICTIO PO3BUHEHI MPSIMOCTOSYI Bai.
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Polystichum aculeatum. JIns Bu3Ha4eHHS QeHomoriyHux a3
PO3BUTKY HarmopoTi BUKOPUCTOBYBAJIM METOIWYHI pPEKOMEHalli
(KotyxoB, 1974; Bameka, 2004). ITepmra ¢a3za iHTEHCUBHOTO POCTY
(KBiT€HB) MOYMHATACS 3 PO3XOKCHHSI BEPXIBOK Bail, Yeperiok
Ha0yBaB 3€JICHOTO 3a0apBJICHHS, B1IOYBAJIOCS PO3’€IHAHHS JYyCOK
13 momanmelMM posropTaHHsM Bai. Jlpyra ¢aza dopmyBaHHS
copyciB (TpaBeHb) XapaKTepu3yBajlacsi 3aKIHYEHHSM pOCTYy Baii,
BHIIPSIMISTHHSIM BEPXIBOK Ta HAOYTTSIM BasMU THIIOBOTO BHIJISIY.
[ToBHICTIO pPO3rOpHYTI mepini Bai MICTHIM COpycH, IO Oyau
chopMOBaHi 11e B 3a4aTKOBUX Basix. Y TpeTid (pa3i cnopoHOIIeHHs
(uepBeHb) criopanrii HaOyBau Oyporo 3a0apBIlICHHS, iXHI 000JIOHKH
pO3pUBANUCS 1 CIIOPU MOYMHAIH MacOBO BUCHTIATHUCA. Y YETBEpPTIH
(a3i ITHHOI BereTallii (JIMIEeHb) BUMAIaHHS CIIOP 3aBEPIIyBAIOC, a
CIIOpaHrii BUCUXanu 1 BigMupanu. B st ¢a3i ociHHbOI BereTartii
(>koBTeHb) Ta WIOCTIH 3MMOBOI Beretamii (moTuil) chopmoBaHi
Bai 30epiranu KUTTENIUIbHICTH. [loBHE pyiHYBaHHS Ball cTapoi
reHepairii Bi10yBaaocs micis 3akiH4eHHs pocTy HOBOi (puc. 17).

Bceranosneno, mo mMaca Baii Ta iXHS JOBXKUHA 3pocTaiu 10 (hazu
niTHBO1 Beretaii. [Ticis BUCHITaHHS CHIOp 1 IPUITUHEHHS POCTY, iXHS
Maca [oCTYIIOBO 3MEHIIIyBalach, TO/II sIK TOBKMHA MiCIIS PO3TOPTaHHS
3anumanacs 0e3 3MiH. 30UIBLICHHS Macu KOpPEHEBHIA MaropoTi
criocTepiraay B nepioa (GopMyBaHHS Ta J03PIBaHHS COPYCIB, MiCIA
yoro BoHa Oyna B Mexax 190-193 r go ¢das3um 3uMoBOi Bererartii.
JlopxuHa KopeHeBHIna (MakcuManbHa 31,2 cM, 3adikcoBana y dasi
JITHBOT BereTarlii) 3MiHIOBaIaCs MEHIII IHTEHCUBHO Ha BIAMIHY Bif
JOBKUHU Baill. 3 yHNOBUIBHEHHSAM POCTY Ta MEPEXOA0M 10 OCIHHBO-
3MMOBOT BeTeTaIlil IOBKUHA KOPSHEBHIIA IS0 3MEHIITyBajacs, 1o,
MOJKJIMBO, TIOB’SI3aHO 13 BIIMUPAHHSAM BEPXIBOK OIYHUX JTOIATKOBUX
KOpEHiB ]| Yac 3HWKEHHS TeMIepaTypu moBiTps (Tadm. 1).

OTxe, OlIOMETPUYHHIA aHAITI3 TTOKA3aB, 110 3MiHU MaCH U IOBKHUHU
Baii Ta KopeHeBuIa criopodita P. aculeatum BinOyBaaucs BiMOBITHO
31 3MiHOIO (i310JIOTIUHOTO CTaHy pOCIMH Ta (OPMYBaHHSM,
PO3BUTKOM 1 JO3piBaHHSM PEMPOIYKTHBHUX OPTaHiB Ta CIIOP.
MaxkcumanbHi 3Ha4eHHsT Macd Ta JOBKHMHM Ball 1 KOpEHEBMILA
npUnaaany Ha ¢a3y JiTHBOI Bererari.
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Tabnuys 1. MopdomerpuuHi mokasuuku oprauiB Polystichum aculeatum na piznux
(enonorynux ¢aszax po3Burky cnopodira. X+SD, n =6

®deHonoriyna ¢asza Bai Koperesumie
PO3BUTKY Maca, T JTOBXKHHA, CM Maca, T JIOBKUHA, CM
IaTeHcuBHUit pict 1,9+0,1 13,2+0,7 164,523 25,8+1,1
DopmyBaHHS COPYCIiB 4,6+0,3 47,6424 190,2+9,5 29,5+1,5
CrHopOoHOIICHHS 7,8+0,4 50,4+2,5 191,049,6 29,1£1,3
JliTHst Bereraris 10,6+0,3 63,1+4,2 193,4+8,7 31,2+2,1
OciHHs BereTaris 9,3+0,1 61,9+3,1 190,1+8,5 29,8+2,4
3uMoBa Bereraris 6,3+0,3 61,7+3,9 174,1£9,1 29,7+1,4

CGe=me

O Diamnayza B Paza iHTEHCHEHOT O POCTY
[O®asza bopmyeanua copycie Ta crop [0 ®asza mitHeoi BereTarii
BT aza od HHBOI BereTai [0 @aza z1moB0l BEreTarmi

Puc. 17. denocnexrp piunoro uukiy Polystichum aculeatum

[IpoTe iIHTEHCUBHICTH LIMX 3MIH Y HaJI36MHHX 1 IA3€MHUX OpraHax
Oyna pizHoro. Tak, qoBxkHHA Baif 3MiHIOBanack Bia 13,2 1o 63,1 cwm,
TOII SIK JOBXKHHA KopeHeBwina — Bim 25,8 mo 31,2 cMm. Bupasna
3MiHa Macu JOCIKyBaHMX OpraHiB crocrepirajacs mij yac
MEPEXOy POCIHH 0 PEHIPOAYKTUBHOTO PO3BUTKY, IO CITIBIAIAI0
3 JIO3piBaHHAM CIOp y copycax Ha abakcialbHIN MOBEpXHI Bail Ta
3 TPOJOBKEHHSAM POCTY BEPXIBKOBHX CETMEHTIB, @ TAKOXK 3MIHOIO

KOHCTUTYLI{ KopeHeBuia. ¥ (a3u OCiHHBOI Ta 3UMOBOI BereTalliit
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3 YHOBUIBHEHHSIM PO3BUTKY MAaropOTi CIIOCTEPIranocs 3MEHIIEHHS
MAacH Bail Ta KOPEHEBUIIIA.

Basi Mononoro mMOKOMIHHS CKIAJA€ThCsl 3 UEpellKa, KOTPHi
KopoTmnii Bifg minactuHku B 5—10 pasiB. CdopmoBaHa Bas
MIPE/ICTaBICHa CETMEHTAMHU TIEPIIOrO Ta JPYroro MopsiakiB. Y ¢asi
(dbopMyBaHHSs COpyCiB IUTACTUHKA Bal CKIaaanacs 3 38 map cerMeHTiB
MIEPILIOTO MOPSJIKY, TOBKUHA SKUX 301bITyBanacs Big 2,4 mo 5,8 cm
(15 mapa), a morim 3menmryBaiacs Bix 5,3 10 0,1 cm (38 mapa). Bai 'y
(ha3i copOHOIIEHHS MICTHITU 10 46 Map CerMeHTIB MEePIIOTro MOPSIIKY,
OynM poO3TallOBaHI Ha Yepeloykax, Majd BHOBKEHOJAHIIETHY
(dhopmy, 10 MOCTYIOBO BUTATYETHCS M 3arOCTPIOETHCS HA BEPXIBIIL.
Ixust toBxkHHA 30inbmryBanacs Bia 3,0 no 8,4 cMm (18 mapa cermeHriB),
a mounHatoun 3 19 mapu cermenTiB 3MeHITyBanacs Bija 8,0 1o 0,2 cm
(46 mapa), TaAKMM YUHOM YTBOPIOIOYH JIAHIIETHY (OPMY TIJIACTUHKH
(puc. 18).

Pocnunun y ¢asi niTHBOI Bereramii manu no 23 Bai, 3 skux 11 —
3eJIeHl Bai Mos107101 TeHepartii Ta 12 — Oypi cyxi crapoi reHepairii. Bai
HOBOT TeHepallii HeCJIM CHOpaHrii, yTBOPIOBaHI y BEpPXHIN 4acTHHI
MJIACTUHKH, TTounHawouu 3 12—14 cermenty (puc. 19).

V ¢a3i ociHHBOI BereTallii ()KOBTeHb) KUIbKICTh Bail JOPIBHIOBAJIA
17, 3 sxux 8 Oynu 3eJeHUMH MOJOIUMH, 9 OypUMHU CYyXHMH CTapoi
renepanii. Ha aOaxcianbHiii moBepxHi Bali Oyau CyXi pO3KpHTI
criopanrii 6e3 crop. Ilicist 3aBepiIeHHs penpOayKTUBHOTO TIEPIOAY
po3BUTKY P aculeatum (n03piBaHHS Ta BUCHIIAHHS CIIOp) TpHU
Mepexo/il 10 OCIHHBO-3UMOBOI BereTallii pO3MOYMHAETHCS MPOIIEC
CTapiHHS Bali HOBOI TeHepallii, 1o MOP(OJOTIYHO MPOSBISLIOCS
y 3MiHI JOBXHHHU JUCTOYKIB MEPIIOr0 MOPSAKY IUIACTHUHKU Ta
YaCTKOBOMY IXHbOMY BIJIMUPaHHI.

Dryopteris filix-mas. Y niepiofi iIHTEHCUBHOTO POCTY HaropoTi Bai
Maiu paBIuKonoaioHy ¢gopmy. HabyTTs BasMU THIIOBOTO BUIIISATY
crioctepiranocs y (asi 103piBaHHS COPYCIB Ta CIIOP MICIs IXHBOTO
PO3KpYUYYBaHHS Ta BHUIIPIMIISIHHS BEpXiBOK. PosropHeni mnepuii
Bal MICTHJIM HE3piIi MOJIOI copycu OLIOro Koibopy, copMoBaHi
B 3a4aTKOBUX BasX. Y a3l J03piBaHHSA CHOp Ha abakcialbHIi
MOBEpXHI Bail cHOCTepiranocs CKYMYeHHS 3pUIHX 3aKpPUTHX
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Puc. 18. JloBxuHa CErMEHTIB MEpIIOro

(DOCPOMVBG;SH" MOPSAKY Ball Ha Pi3HMX (DEHOIOTIYHMX
Pyc (azax po3BuTKy cnopodirta Polystichum
aculeatum. X£SD,n=5
CrOpPOHOLLEHHS

0 70 140 M 210

Bai crapoi
opMaliii B
Gop Bai
MOJIOHOT
dopmarrii

Puc. 19. 3aranbuuii Burisaa nanoptoti Polystichum aculeatum y ¢asi nitHboi Bererarii

- r——
o dpeis filiy-mas {1} Schott '
samph, SRR -

oy o, s S

O Tiamaysa B $aza inTencHBHOT O pOCTY
U ®aza d opmyeanHua copycis Ta criop O®aza nozpisarm arop
M ®aza cnoposomenna D& x=a sapepmenns pereTarii

Puc. 20. ®denocnekrp piuHoro mukity Dryopteris filix-mas
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Tabnuyss 2. Mopdomerpuuni mnokasHuku Baii Dryopteris filix-mas Ha pi3HUX
enonoriunux gaszax po3Burky cnopodira. X+SD, n =6

®denonoriuHa (haza po3BUTKY criopodira Bai
Mmaca, T JOBKHHA, CM
[aTeHCHBHMIA picT 2,610,1 11,4+0,6
dopmyBaHHS COPYCIB Ta CIIOP 14,1+0,7 64,4+3,2
Jlo3piBaHHS criop 19,3+1,0 84,1+4,2
CIIOpOHOUICHHS 10,4+0,5 83,8 +4,1
3aBeplICHHS BereTaiii 9,44+0,5 82,9+4.,2

CTIIOPAHT1iB YOPHO-OypOro KOJIbOPY, BKPUTUX 1HIY3isIMU. Y mepion
CIIOPOHOIIEHHS cropanrii HaOyBanu Oyporo 3a0apBieHHA, iXHI
OOOJIOHKU PO3pHUBANUCA, 1HAY31l 3rOpTaiucs, i CHOPU MOYMHAIU
MacoBo Bucunarucs. [lo 3aBepiieHHi Bereraiii crocTepiraiocs
3aB’siIaHHs Bai, 110 MICTUIIM BUCOXJI1 criopaHrii (puc. 20).

Maca ofiHi€i pOCIMHH BIIPOIOBK PO3BUTKY CIIOPO]ITy CTAaHOBUIIA
130-150 r, nomxuna Baii 11-85 cm, miamMeTp HaI3eMHOI YaCTUHH
kopeneBumia 9—10 cm. Bai He MICTHIM 30BHINIHIX MONIKOKCHb.
InTteHcuBHiCTh TOsiBM Bail Oyna HepiBHOMipHOo. Ha mnouartky
BereTarii (CTais paBiIrKa) IXHs KUIBKICTh Y MTanopoTi TOpiBHIOBAIA
7, Tomi sik BoceHH, y (a3i 3aBeprieHHs Bererarlii — 18. HaitOinpma
Maca Baii OyJa Ha MOMEHT CHOPOHOIIEHHs mnamnopoTi. [licis
BHCHUIIAHHS CIIOP PO3BUTOK Bail MPHUITUHABCS, TTOYWHAINCS MPOIIECH
CTapiHHA Ta BIAMUPAHHSA, 10 IPU3BEJIO 10 3MEHIIICHHS MacH Bail.

Y mepion 3aBepiieHHs Bereranii (PKOBT€Hb) KUIBKICTh Baid
onHI€T 0coOMHU JopiBHIOBaa 18, 3 skux 2/3 3anumanucs
3eJICHMMH, pemTa Oyna cyxumu W Oypumu. JlopkuHa 16 map
HIDKHIX CErMEHTIB MEpIIOro TMOPSIKY MaKCHMajbHa B Iepiof
PO3BHUTKY COPYCIB Ta CIOP 1 B MOJAJIBIIIOMY JIMIIIATACs HE3MIHHOIO
(Tabn. 2). Ha HactynHux ¢aszax po3BUTKY MaropoTi CHOCTepiraiu
301IBIICHHS PO3MIpiB BEPXiBKOBUX cerMeHTiB Bait 10 0,3-0,1 cm.

[Inactunka Bai mictuia 46 map CErMEHTIB IMEPIIOTO MOPSIKY,
JOBXKUHA KX 301nbiryBanacs Big 4,5 no 10,5 cm (11 nmapa), a motim
sMmeHmyBanacs Big 9,5 mo 0,05 cm (46 mapa). Ha abakcianmbHiit
MMOBEPXHI Ball 3HAXOIMJIUCS CyX1 PO3KPHUTI criopanrii 6e3 crop. [lo
Mipi pO3KpydyBaHHS Ta POCTY Bal KUIBKICTb CEIMEHTIB MEpIIOro
nopsiaky 30iumbrryBanacs Bim 39 mo 47 map. Ixus momxuHa (Bin
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Puc. 21. JIopxxrHa CETMEHTIB MEPLIOT0 NOPSIKY Ha Pi3HUX (PEHOTOTIYHUX (ha3zax PO3BUTKY
cnopodira Driopteris filix-mas. X+SD,n=5

KOPEHEBHIIA) BIITKY MOCTYMoBO 3poctana Bix 4,3 mgo 11,2 cm (9
mapa CerMeHTiB), a moTiM 3meHmryBaiacs Bix 10,2 mo 0,1 cm (39
napa), TaKUM YHHOM YTBOPIOIOUH JIAHLETHY (opMy TutacTUHKHU. Ha
abakciaiabHIA TOBEPXHI Bail 3HAXOIUIIUCS PO3KPUTI Oypi CIIOPAHTii,
3 SIKUX BUCHIIATuUCs criopu (puc. 21).

Bimomo, 1110 B CyIMHHUX POCIINH KOYKEH JTUCTOK TPOXOAUTH TIEBHUI
IUKJI PO3BUTKY: CIIOYATKY POCTE i JOCSTae MAKCUMAIbHOTO PO3MIpY,
MOTIM TOYHMHAIOTHCS MPOLECH CTApPiHHS 1, HAPEIITi, BiIMHUpPAHHS.
Y mnepion }i3ionoriyHOI MOJOIOCTI JIMCTKA 3pPOCTA€ KIIBKICTh
PEUOBUH, 1110 MICTATH €IEMEHTH MiHEPAJILHOTO JKUBJIECHHS, OCKLIIbKU
MIBUJKICTh TPHUTOKY PEYOBHMH MOMITHO IEPEBHILY€E IIBUAKICTH
BiATOKY. [loTiM Ha KOpOoTKMI mepion Il J1Ba Mporecu (IPUILIUB 1
BIJITIK) YPIBHOBXXYIOThCS. | HapemiTi, 31 CTapiHHAM JIMCTA IOYHHAE
nepeBakaTH BiATIK. [1i1 yac UBITIHHS i JTMCTONAY CIIOCTEPITaeThCs
IHTEHCUBHUI BIATIK MOKUBHUX PEUYOBUH 3 YCIX JUCTKIB. CTapiHHS
POCIIUH BiI0YBa€THCS HA MOJIEKYISIPHOMY, KIIITHHHOMY, OPTaHHOMY
i1 OpraHizaMEeHHOMY DPIBHSIX 1 PErYIIO€THCS 30BHIIIHIMA YMHHUKAMH,
CHIIOTCHHUMHU ()aKTOpaMH Ta € TEHETHYHO JIeTePMiHOBAHWM.
HaiiBaxuBiluMu moka3HUKaMU CTApiHHS € 3HUKESHHSI OOBOTHEHHS
TKaHUH, BMicTy mipoteiniB, PHK, kamito, marHito, iHTEHCUBHOCTI
dboTocHHTE3y ¥ JAWXaHHS, 3MiHA CIPSIMOBAHOCTI O10XIMIYHHX
npoiieciB y OiK Iiiponi3y, MOCUIeHH JirHigikamii Ta cyoepuHizaiii
KITI THHHUX CTIHOK, 3HUKEHHS 30JIbHOCTI CyX01 PEYOBHHU, ITi IBUIIICHHS
MIPOHUKHOCTI KJIITUHHUX MEMOPaH JIJIsl BIATOKY MOKUBHUX PEUOBUH
y MOJIOJI 3pOCTaro4i OpraHu, yrnoBiUIbHEHHS W NPUIIMHEHHS POCTY,
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Tabnuys 3. MopdoMeTpHYHi NOKA3HHKH KOPEHEBHUIIA HA Pi3HUX (peHoT0TiYHUX (ha3ax
po3BUTKY criopogita Dryopteris filix-mas. X+SD, n = 6

daza po3BUTKY criopodita Bara, r JloBxkuHa, CM
IHTeHCHBHMIT picT 115,1+5,8 24,6+1,23
DopmyBaHHS CIIOp 114,7+5.8 23,5+1,2
Jlo3piBaHHs criop 115,4+5,7 23,6+1,4
CriopoHOIICHHS 110,245,5 22,4+1,1
3aBepIueHHs BereTariii 95,5+4,8 23,1+1,2

MOPYIIEHHS CIiBBIIHOIIEHHS M CTUMYJITOpAMU Ta 1HTi0iTopaMu
pocTy. Y KOBTIFOUOMY JINCTKY (DOTOCHHTE3 HE 3a0e3Meuye CTaioCTi
cyxoi macu (Anbouns, [lonomapsos, 1979).

Maca Gararopiuaux kopeneBuil D. filix-mas Ha BCiX PEHONOTTUHUX
¢dazax po3BuTky crnopodiry cranomia 110,2-115,7 r. He3naune
3MEHILICHHS Macu KOpPEHEBUINA y IMepioj 3aBepIleHHs BereTarii
BiJI0y/IOCS yepe3 MPUIIMHEHHS POCTy Ta 3aB’sJJaHHs pO3TalllOBaHUX
Ha BEpXIBLI KOpEHEeBHINA Bail W BiAMUpAaHHS OIYHUX KOPIHIIB.
Maca xopeHeBHIla BIPOJOBK OHTOr€HE3y cropodiTa 3aauiianacs
MPAKTUYHO HE3MIHHOIO (Tab. 3).

OTxe, 30UIBIICHHS PO3MIPIB 1 Macu pPOCIMH BimOyBasiocs 3a
PaxyHOK pOCTY Bail y JOBKHMHY Ta HAKOTTMYEeHHsI HUMHU O1oMacu. [Ticis
BUCHUIIAHHS CIIOP 13 COPYCIB aKTUBHICTH (Di310JI0TTYHHUX MPOLECIB Y
BasiX 3HIKYBAJIACh, IO MPHU3BOAMIO 10 3MEHIIEHHS iXHbOI MacH.
Po3mipu Ta Maca KOpeHEBHIL MIPAKTHYHO HE 3MIHIOBAIMCS Ha BCIX
JOCHIKYBaHUX (PEHONOTIYHUX (a3ax po3BUTKY criopodity D. filix-
mas.

MopdomeTpuunuii aHaii3 ABOX BHIB MAroOpOTeH 3MMO3eNeHO1
P aculeatum ta nitHbo3eneHoi D. filix-mas BUSBHB, 110 POCIUHU
YCHIIIHO HPOXOAUIN BCi (a3u PO3BUTKY, AOCATAIM HOPMaJIbHOIO
po3mipy, BigOyBanocsi iXHE MacoBe CIHOPOHOIICHHS, 30BHIIIHI
O3HAK{ MPHUTHIYCHHS Ta TOIIKOKEHb OyJIU BIJCYTHI, IO 3arajiom
BIJITTOB1/1aJT0 HAMBUIIIOMY PIBHIO OIIHKH KHTTEBOTO CTaHY POCIHUH.
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Po3zain 3. ditoropmoHaibHa cucTeMa B peryJsuii pocry i
PO3BUTKY pocauH Binainy Polypodiophyta

OpnHa 3 HalOUIbII €(PEKTUBHUX CUCTEM MDKKJIITHHHOI peryssuii
y pociuH — TropMoHasibHa. DITOrOPMOHM 3ajisiHI B YHpPaBIiHHI
¢bizionoriYHUMHU Ta METa0OTIYHUMH MPOLIECAMH, CIIPSIMOBAHICTH Jii
SAKUX BU3HAYAE€THCS KUIBKICHUM BMICTOM, JIOKaII3aI[l€l0 B OpraHax i
TKAaHMHAX Ta XapaKTepoM MDKTOpMOHalbHOI B3aemonii. [TinTpumka
TOPMOHAJIBHOTO TOMEOCTa3y W CTaOiIbHICTh PETYISATOPUKH 33a0e3-
HEYYIOThCS CHUCTEMOI0 KOOpAMHALII W IepexpellyBaHHS TOpPMO-
HQJIBHUX CHUTHAJBHMX 1 MeTa0omiyHuX nuisIxiB. IlpucyTtHicTb
(ITOrOpMOHIB y TPEACTaBHUKIB PI3HUX TAaKCOHIB, yHi(iKOBaHICTh
iXHIX OCHOBHUX CTPYKTYpHHUX €JIEMEHTIB BKa3ylOTh Ha Te€, IO IIi
CIHOJIYKH BUHHUKIIM HA CAMMX PaHHIX €Tarax eBOoLii, PpoTe MosBa
OKpeMuX KJaciB (piToropMoHiB He Oyi1a OJHOYACHOIO.

CexBeHyBaHHsI T€HOMIB TPEICTABHHUKIB PI3HUX KJACIB POCITHH
JJaJI0  MOXJIMBICTh TPOCTIJIKYBaTH TOXOMKEHHS Ta PO3BUTOK
CHUCTEMH CHTHAIIIHTY OKpeMux KiaciB ¢iroropmoni. IIpote
icHyro4oi 1HpopMaIlii 3amasio Juisi TOoro, mood 3poOUTH BHUCHOBKH
CTOCOBHO eBotoLli (iroropmoHiB. He BucTauae maHux 11010
BUYEHHS TOPMOHAIBHOT CHCTEMH Y POCIIHH Pi3HOTO CHCTEMATUIHOTO
MOJIOKEHHS, JOCHIKEHHS ii 3MIHM MPOTATOM JKUTTEBOTO IMKITY,
JIOKaJji3alil y BereTaTMBHUX 1 FTeHepaTUBHUX OpraHax, CliBCTaBJICH-
HSl TaKWX JaHWX 31 MBHIKICTIO W HAIPSIMOM POCTOBHX IIPOIIECIB.
HaiimeHm g0CiiKeHO0 I'PYNOK POCIMH Y 1IbOMY BiJHOLICHHI €
CYIMHHI CITIOPOB1 POCIIHHH.

Ingomin-3-onroBa KucJora
Boumenko JI.B.

AyKcHHU pa3oM 13 ribepeniHaMy, IUTOKIHIHAMH, aOCIIM30BOIO
KHCJIOTOI0 Ta €TMJICHOM HajeXaTb /0 KJIACMYHUX (ITOrOPMOHIB
(Kende, Zeeavaart, 1997; Peleg, Blumwald, 2011). Boau xoHTpO-
JIOI0TH eMOpio-, OpraHo- Ta Mop(doreHes, amikajabHe JOMIHYBaHHS,
CYIIMHHY Ju(epeHIlialito, MOISpHICTh OpraHiB, PO3BUTOK KOPEHEBOI
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CHCTEMH, HACIHHA U IUIOAIB, (POPMYBAaHHS Ta PO3BUTOK KBITKOBUX
KIHOUMX CTPYKTYp 1 OpyHbOK (Davies, 2010; Olatunji et al., 2017;
Yamaguchi et al., 2017; Frick, Strader, 2018). Aykcunu 3amisHi
B pEryisiuii MmpoueciB MOAUTY, PO3TATyBaHHSA Ta audepeHIianii
kimitua  (Perrot-Rechenmann, 2010; Takatsuka, Umeda, 2014).
3MiHM TXHBOTO BMICTY KPUTHYHO BaXJIMBI IS (DYHKI[IOHATBHOT
akTuBHOCTI opraHiB pocnuH (Enders, Strader, 2015). Haiibinbim
MOMIMPEHUM Cepell ayKCHHIB € iHmoni-3-onroBa kuciora (I0K),
BUsBIIEHA Yy OakTepiif, rpubiB, CHOPOBUX 1 HACIHHEBUX POCIHH,
komax 1 mopeit (Ross, Reid, 2013). V kmitunax IOK 3naxomuThes
y BUIbHIM (aKkTUBHIi) i KOH roroBaHiii (HeakTuBHiit) popmi. Ii BMicT
y TKaHMHaxX CTaHOBUTb 25% 3arajbHOi KUIBKOCTI BCIX AyKCHHIB
(Simon, Petrasek, 2011). IOK yTBOpioe KOH’IOTaTH 3 IIyKpamH,
nentugamMu ¥ amidHokucioramu (Korasick et al., 2013; Ljung,
2013). ITicna xoH’rorauii TopMoH BTpayae akTuBHICTH (Ludwig-
Muller, 2000). Kon’torarmis 3 acmaprarom (Asp), mucteinom (Cys),
rictuguHoM (His), i3ometimaom (IL), mismaom (Lys), mpomiHoM
(Pro), tpuntodanom (Trp) 1 Baminom (Val) npusBOgUTH 10O
iHakTuBanii Ta noganemoi aerpanaii IOK (O’Donnell et al., 2003;
Liu et al., 2016). Toxi sixk koH toranis 3 ananiHoMm (Ala), neiruHOM
(Leu), peninananinom (Phe), acnaparinom (Asp), mmyraminom (Gln),
IyTaMinoBoro kuciotoro (Glu), nmimuaom (Gly), metioninom (Met),
cepunoM (Ser), Tpeoninom (Thr), Tupozunom (Tyr), mio-iHO3ITOTTIOM
NPU3BOAUTH A0 YTBOPEHHS (OPM THUMYACOBOTO 30epiraHHs, sKi
MOKYTh F€HEPYBAaTUCh Y BUIbHY (POPMY 3 BOJHUX PO3UMHIB LUIIXOM
rizpomnisy (Riov, Bangerth, 1992; Ostin et al., 1998; LeClere et al.,
2002). Kor’torantu IOK 3 miroko3010, acmapariHoBOK KHCIIOTOIO,
ojlirocaxapujamMu, NPOTEiHAMH Ta HYKJICTHOBUMU KHUCJIOTAMH
HaJeXaTh J0 TpaHCIOPTHUX ¢opMm ropmona. [Ipouec 3B’s3yBaHHS
IOK Mmae 3BOpOTHHMI1 XapakTep, IO JO3BOJSE TOPMOHY UIBUIKO
pearyBaTé Ha 3MiHM HaBKOJHIITHHOTO CEPEIOBHINA Ta PETYIIOBATH
pict 1 po3Butok pociuH (LeClere et al., 2002; Bajguz, Piotrowska,
2009; Normanly, 2010). I'omeocra3z IOK y KIIiTHHaX perymtOeThCs
OasjaHCcOM MDK OIOCMHTE30M TOpPMOHA Ta HOTO MeTadoJi3MOM,
BKJIIOUAIOUHU TPAHCTIOPT, IEPETBOPEHHS, KOH OTallil0, AEKOH F0rallito
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ta karabomnizm (Ludwig-Muller, 2000; Renton et al., 2012; Rosquete
et al., 2012; Korasick et al., 2013; Ljung, 2013; Rozov et al.,
2013; Mellor et al., 2016). 3axisHi B 610CMHTE31 TOPMOHY €H3MMH,
peuenTopu Ta OUIKM-TPAHCHOPTEPH JIOKANI3yIOThCS B XJIOpPOILUIA-
cTax, UTOIUIa3Mi, MeMOpaHax €HJOMIa3MaTUYHOTO PETUKYIyMY I
MiTOXOHIpisAx, ToAl sk BiracHe IOK Ta i MeTabosiTH TpaHCIOpTY-
I0ThCsI 1 30epiraroThes B anoruiacTi i Bakyossix (Calderon Villalobos
etal.,2012; Ljung, 2013; Gaoetal.,2015; Simon et al., 2016; Strader,
Zhao, 2016). Jlo akTUBHHMX ayKCHHIB TaKOXX HaJIekKaTh 4-XJIOPIHI0I-
3-omroBa (4-CI-IOK) ta denimonrosa kucnora (Slovin et al., 1999;
Tivendale et al., 2012; Korasick et al., 2013), onnak ¢i3zionoriuni
GYHKIIT IUX CHOJIYK OCTaroyHo He 3’scoBaHi (Strader, Nemhauser,
2013). [osigommsutocs, mo aktuBHICTH 4-CI-IOK y 100 pa3is Buia,
HiK y IOK (Simon, Petrasek, 2011; Sauer et al., 2013).

BimomocTi mpo ayKCMHM POCIMH PIi3HOTO CHCTEMaTHYHOTO
MOJIOKEHHST oOMeskeHl U cymepewnuBi. HaiiMeHmn nociipkeHUMH
€ CynuHHI criopoBi pocnuHu. [ToBimomisocs, mo koH roratu IOK
3HaleH1 y MoxiB (Funaria, Polytrichum, Sphagnum), MoXonoioHux
(Phaeoceros) #  mneuinounukiB  (Marchantia, Pallavicinia,
Sphaerocarpus). Tak, xon’toratu IOK 3 amiHOKHCIOTaMH B 3HAYHII
KUTBKOCTI BUsBIEHI Y Phaeoceros (Sztein et al., 2000), Toxi gk y
MIEYIHOYHUKIB BMICT KOH IOraTiB OyB HHU3bKUM, a CUHTE3 FOPMOHA
npotikaB ToBiLIbHO (Sztein et al., 1999, 2000). IToBimomusuiocs
npo Bucokuii Bmict IOK, KoH’rOroBaHoi 3 aMiHOKHCIOTaMH, Yy
rayHa Selaginella kraussiana ta manopoti Ceratopteris richardii.
3okpema, B manopoti akTuBHO HakormmuyBaiucs IOK-Asp ta IOK-
Gln xon’roratu (Sztein et al., 1999). Bpaxkaerbcs, mo BHepie
KOH'IOTaIlisl ayKCMHy Oyna 3ajisHa B TOMEOCTa3l TropMoOHa B
MoxiB (Sztein et al., 1995). Bimomo, o B xapoditiB i kpiodiTiB
(mpuHalMHI1 y 3apoaKoBiii popmi) (Hi310I0TIYHI MEXaHI3MHU PETYIIALIi
piBHs [OK Ta 6ararbox [0OK-3anexHux peaxuiit mogiOHI 10 TaKUX
y HaciHHeBux pociuH (Cooke et al.,, 2002). Bcranosieno, mo B
amiKambHUX IUISTHKAX TajJoMy XapoQiTiB Ta ME4iHOYHHKIB CHHTE3
IOK BimOyBaeTbcsi 3a TpunTO(paH-HE3ANECIKHUM IUIIXOM, a BMICT
IOK perymtoerbes GanaHcOM MiXK OIOCHHTE30M Ta Jerpajalli€ro
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ropmony. Cunte3 IOK B amikanpbHHX IiSHKAX HA3eMHUX POCIUH
BiTOYBAa€THCS TAKOXK 3a TPUNTO(MAH-HE3AJNSHKHUM MUIIXOM, MPOTE
PETYITIOEThCSI KOH IOTalli€l0 Ta T1APOJIi30M KOH roraTiB. BepxiBku
Tajomy xapodiTiB HacuueHi Tpancnoprepamu IOK, HeuyTiinBUME 110
1HT101TOPIB MOJSIPHOTO TPAHCIIOPTY TopMoHa. Ha BiiMiHY BiJl 1bOTO,
y rameroditax OpiodiTiB Ta cmopoditax MOXy iAeHTH(HIKOBAHO
nossipuuii Tpancropt IOK (Atzorn et al., 1989). BcranosneHo,
o y xapodiriB Ta 6pioditie IOK 3amisina B perymnsiii Tpomi3Mmis,
amikajabHOMY JOMIHYBaHHI Ta 1HIIIIOE€ PO3BUTOK pU30idiB (Atzorn
et al., 1989; Cooke et al., 2002). IIpoanamizoBana yuyacts IOK y
perysinii emOpioreHesy nanopoti Marsilea vestita Ta GopmyBaHHI
OCBHOBHX OprasiB y moxonoaiOuux Pellia epiphylla it Polytrichum
ohioense (Poli, 2005).

Bigomo, mo B MOXOMOmiOHMX ayKCHMHH MPHUYETHI JO PEryJIsiii
npouecy audepenuianii kaymoHemu Ta kopeHiB (Johri, 2008).
OOroBOpIOETHCS POITH AYKCUHIB y (OpMyBaHHI OyIOBU POCIMHHOTO
OpraHi3My, yTBOPEHHI CYIWHHOI CHCTEMH Ta €MOpIOHAJIHLHOMY
po3BuTKOBI y pizHux TakcoHiB (Ludwig-Miiller, 2011; Simon,
Petrasek, 2011). IlpencraBneni B cydyacHii HayKOBid JiTepaTypi
pe3ynbTaTh OCTiKeHb ayKCuHIB 'y Polypodiophyta cnpsmoBaHi
MEPEeBAKHO HA BUBYCHHS BIUIMBY €K30T€HHHUX (DITOTOPMOHIB Ha
ixniit pict i po3Burok (Kosakivska et al., 2016). Enxnorenna IOK
iIeHTu(iKoBaHa y BETETYIOUHX Basix, OJIHAK HE 3HAliieHa B aneKkcax
HazeMHo1 manopoti Davallia trichomanoides (Croxdale, 1976).
IOK pazom 13 1IK Ta riGepeninamu BHUsSBICHAa B KOPEHEBHUII Ta
MaroHax maroporenoaionoi pocaunu Psilotum nudum. Tloka3aHo,
IO MiJl Yac 1 MiCas CHOPOHOIICHHS BMICT TOpMOHA OyB OJTHAKOBO
BHCOKHM Yy TIJI3eMHUX 1 Ha3eMHUX opraHax crmopodira (Abul et
al., 2010). B opranax Beretywoudoro crnopodiTy il anmocrnopoBoro
rametoity manopoTi Asplenium nidus 'y KyasTypi in vitro
BIJIMIY€HO BHCOKHH pIBEHb EHJOTEHHUX (DITOTOPMOHIB, Cepen
akux [OK, Bmict skoi caraB 250-300 mMoib/T cyXoi pedOBUHH
(Menéndez et al., 2011). Iloka3zaHo, MO KUTBKICT C€HIOTEHHOI
IOK B opranax cnopodity BogHOI manopoTi Salvinia molesta
nopiBHioBasia 393 nOMONb/T  CyxOoi pPEYOBMHHM, BOAHOYAC Y
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cepenoBuIll ii KyabTuBYBaHHS BMicT ek3oreHHoi IOK craHoBuB
30,8 mMoutb/T cyxoi peuoBunH (Arthur et al., 2007). HasBHi Ha cbo-
rofHl BiOMOCTI mpo izionoriuyni (QyHKIT ayKCHHIB y TIaro-
POTEeNONIOHUX HEYUCIIEHHI, MOJACKYIU CyNepewnBl i 0a3yloThCs
MEPEBAKHO HA pe3yibTraTax, OTPUMaHUX MICIs €K30reHHOI 00pOoOKHU
ramero(ira. 30KkpeMa, BCTaHOBIIEHO, 1110 (JOpMa areKca MPOTOHEMHU
Dryopteris varia 3anexana Bin BMmicty IOK y cepemoBumii ii
KyJbTUBYBaHH:. 32 HU3bKUX KOHLIEHTpalliil popmMyBaBcs anikaabHUN
COCOYOK, 32 BUCOKUX — pusoinansuuii (Nakazawa, 1959). Bcranos-
nieHo, mo B Platycerium coronarium ex3orenHa o0poOka rameTodira
HU3bKUMU KoHLIeHTpalisimu aykcuHiB 1 [IK (Kwa et al., 1995, 1997),
a B Dryopteria affnis — aykcunib, LIK i1 ribepeniHiB iHIyKyBaIu
anoramue ¢opmysanHs criopodira (Menéndez et al., 2006). Kpim
TOTO, BUSIBJICHO 3B’S30K MK JII€0 €K30T€HHUX TOPMOHIB 1 3MIHOIO
engorennoro Bmicty IOK ra ribepeninis (I'K, I'K,, I'K,, I'K, Ta
I'K,) Ha paHHIX CTajisX PO3BUTKY arioraMHOro e€MOpiOHaJBHOTO
MIOKOJIIHHS B ManopoTi D. affnis, mo cBiMYATH Ipo Oe3MmocepeHio
y4acTh JOCTIDKYBaHMX (DITOTOPMOHIB Y PO3BUTKY KIHOUYOT
cTepuiibHOCTI rameTodiTiB nanoro Buay (Menéndez et al., 2006).
JlonaBaHHs HU3BKMX KOHIIEHTpAIlli ayKCMHAa B CEPEIOBUIIE
KyJIBTUBYBaHHSI criop OararopiuHoi HazemHoOi mamopoTi Onoclea
sensibilis 3a HasABHOCTI €TWIEHY NPUCKOPIOBAJIO BUIOBXKEHHS
¢i1aMeHTIB 1 pU30IAIB NPOTOHEMHU, TOAl $K CyOONTHMAaNbHI
KOHIIEHTpallil, HaBnaku, iHridysanu ui nponecu (Miller et al., 1970).

VY manopoTeii, a1anToBaHMX /10 iICHyBaHHS Y BOJHOMY CEPEIOBHIII,
ayKCUH 3aJiHUH B aKTHBAlli pPO3BUTKY OIYHUX MEpPUCTEM
ramerodita. Tak, y Ceratopteris richardii ex3orenHi a-HadTuION-
ToBa 1 2,4,5-TpuXI0p(PEHOKCIONTOBA KUCIOTH ayKCHMHOBOTO DSy
IHIyKyBaJIM PO3BUTOK O1YHUX MEPHUCTEM rameTodiTa Ta iHIIiF0BAIH
(dbopMyBaHHS POCIUH YOJOBIUOi CTATTi. AHTAroHICT AayKCHUHY
p-XJIOppEHOKCHI30MaClIsiHA ~ KHCJIOTa TPUTHIYYBajda PO3BUTOK
O1YHMX 1 aliKaJIbHUX MEPUCTEM 1 TeHEPYBaJia MOsBY KYJIETOAIOHOTO
rametodira. 2,3,5-tpuitonbenszoitna Ta n-l-HadTHIdTANIAMOBa
KHACJIOTH BHKJIMKAJIM 3MIHM Yy TpPAaHCIOPTYBaHHI ayKCHHA, IO
HPU3BOAMIO 0 THUMYAcOBOI 3aTPUMKHU POCTY OIUHUX MEpPUCTEM
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Ta YTBOPEHHS pI3HUX 3a (OpPMOIO ramMeTodiTiB 13 BTOPUHHUX
MEpUCTeM. AYKCHHHM TaKOXX KOHTPOJIOBAJIM YTBOPEHHS PHU30INiB
Ha raMeTodiTi ¥ BIJIUBAIW Ha MPOSB TOTHUIOTCHTHOCTI KJIITHH 1
po3sutok Bait (Hill, 2001; Gregoric, Fisher, 2006). B oxpemux
JOCII/DKEHHSAX IPOaHaII30BaHO BIUIMB €K30T€HHUX AayKCHHIB Ha
po3BuTok crniopodirta. Tak, exzorenni IOK Tta ingomin-3-macisHa
KHCJIOTa TaJIbMyBaJid PICT OCHOBHOTO KOPEHs, MPOTE HE BIUIMBAJIH
Ha (opMyBaHHS JOAATKOBUX OiuHUX KopeHiB y Ceratopteris
richardii. TloniGHy ni0 YMHUB 1HTIOITOpP MOJIIPHOTO TPAHCIOPTY
aykcuny N-(l-wadrmn)-dpramamoBa kxuciora (Hou et al., 2004).
Pereneparito cropodira Asplenium nidus BUKIWMKaIU BBEICHI Yy
CCPENIOBHILE KyTbTHBYBAHHS naropoti IOK, BAII Ta T'K, Toxi six
perenepariist ramerodira BigOyBanacs 3a BlllcyTHOCTl (I)lTOFOpMOHlB
(Menendez et al, 2011). BusBwiocs, mo 3aaigHi B peryssmii
armiKaJIbHOTO JOMiHYBaHHS y BUIIUX cyauHHUX pociuH IOK Tta LK
(Dun et al., 2006) ne BruMBamu Ha picT 1 AudepeHIianio 619HUX
OpyHbOK y manopoTi Davallia trichomanoides (Croxdale, 1976).
Boanouac y BomHoi manopoti Marsilea drummondii came 10K 1
LUK Oynu 3ajisiHi B amikaJbHOMY JOMIHYBaHHI, 1HIYKyBaJd picT
01yHMX OpYHBOK 13 CyOaIlikajabHOI, CepeHbOl Ta 6a3aabHOI YaCTHH
crebna nekamitoBanux pocyiuH (Pilate et al.,, 1989). Ex3orenna
IOK ynoBinpHIOBaNa MpoLEcC CTapiHHS JIMCTKIB Y BOASHUX
MOKPUTOHACIHHUX Jussiaea repens 1 Eichhornia crassipes, a Takox
Bail y mamoporti-riapodity Salvinia molesta (Pati, Bhattacharjee,
2013). IIpucyTHICTh ayKCHHIB Y POCIMHAX PI3HUX TAKCOHIB, CEPE]
SKHUX MAopOTeNnoaiOHi, € OTIOCEPEAKOBAHUM CBITYEHHSIM JaBHBHOTO
noxopkeHHs ropmoHa (Cooke et al., 2003).

AHaJi3 po3noaity BiibHOI Ta kKoH toroBanoi popm IOK B opranax
MarnopoTel Ta TMHAMIKH BMICTY TOPMOHA B IIPOLIECI POCTY i pO3BUT-
Ky TPOBOAWIM Y Bl ¢itoropMoHosorii [HCTUTYTY OOTaHIKH
im. M.I'. Xonognoro HAH VYkpainu (Boiitenko Ta iH., 2016, 2018;
Boiitenko, Kocakiscrka, 2017).

Ennorenna IOK Oyna igeHTtudikoBaHa B opraHax cropodita
Salvinia natans 13 3acrocyBanasMm metony BEPX-MC (puc. 1, 2).

Y ¢a3i IHTEHCHMBHOTO POCTY MAamopoTi, MiJ Yac 30UTBIICHHS
OloMacH i yTBOPEHHSI MOJIOJIUX O1YHUX TAroHIB, K1 B MOAAJTBIIOMY
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BnaBatovi Bai M 3aHypeni Bai O Cnopokapnii
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BIJJOKPEMITIOBAJIMCH 1 JOPMYBaJIM HOB1 POCIMHU, BMICT €HAOT€HHOI
IOK y mutaBarounx i 3aHypeHHUX Basx OyB OTHAKOBO BUCOKUM. Y (ha3i
CTalllOHAPHOTO POCTY, KOJIM BUJOBXKEHHS IUIABAIOUUX 1 3aHYPEHUX
Bail topocnux pociauH npunuHuiocs, BMicT IOK y 3anypenux Basix
30UTBIIMBCS BTPUYI, TOAL K y IJIABAIOYMX BasX BiH 3aJUILNABCS Ha
piBHI nornepeaHpoi ¢azu (puc. 3).

CytreBe 3MmeHuieHHs piBHA [OK BusBiIeHO B miaBarouux i
3aHypeHUX BasxX y ¢asi popMyBaHHS CIIOPOKAPIIIiB Ta TO3piBaHHS
criop. Y crnopokaprmisx IOK Oyma HasiBHa y CHIAOBUX KUTBKOCTSIX.
VY (a3l BimMHpaHHS BET€TaTHUBHMX OpPraHiB Ha e€Tami Ii3HHOTO
CIOPOTeHe3y B CHOPOKAPIIsX, SIKI MICTHJIM 3pUIi CIIOPH, 3arajbHUM
BmicT IOK migBumryBaBcst i cranoBuB 193 HI/T cupoi pedoBUHH
(puc. 3).

OTixe, BIPOAOBXK MHEpUIMX JBOX (PEHONOriYHUX (pa3 PO3BUTKY
criopodiTy 1eHTpoM Jokamizaiii engorennoi IOK Oynm 3anypeHi
Bai. B momanmemomy y a3l ¢opMyBaHHS CIIOpOKapIiiB Ta
JIO3pIBaHHs CIIOp CHOCTEPIrajocs 3MEHIIEHHS BMICTy TOpPMOHA
y BasiX, a Ha MOYaTKy (a3u BiIMUpPAHHS BETETaTHBHHUX OpPTraHiB
B110y0cs 36u1bieHHs piBHA IOK y ciopokapmisix. AKymy/nboBaHa
B CIIOpOKapIisax HanpukiHii croporeresy IOK moxe Oytu 3amisHa
y (hopMyBaHH1 MIKpO- if METacloOpaHriiB, a B MOJAIBIIOMY — B Pery-
Tl OpOIECiB MpOpocTaHHs crop 1 (opMyBaHHS rametodira.
ITincraBoro 171 TakOro HPUIYLIEHHS € pPe3yJabTaTH JOCIIIKEHb
MOKPUTOHACIHHUX POCIHH. BimoMo, 1m0 akymynboBaHa B HaCiHHI
ta mwiogax IOK 3amisma B peryssmii mpomeciB mo3piBaHHS Ta
npopoctanns (Finkelstein, 2004; Miransari, Smith, 2014; Shin et
al., 2015).

VY (azax akTUBHOrO Ta CTaliOHAPHOTO POCTY B IUIABAIOYUX 1
3aHypEHHUX Basx JIOMiHyBaja BUIbHA (popMa ropmoHy. Kon’torosara
IOK 6yna nokanizoBaHa epeBa)xKHO B 3aHYPEHUX BasAX Y KUIBKOCTSX,
SKI 3HaYHO IEPEBHILYBAJIM BMICT Takoi y IulaBaiouux (puc. 4).
30unpiieHa kKibKicTh BiibHOI IOK y Basix y (a3l akTHBHOTO pocTy
BiamoBinana ¢izionoriuHii (yHKII TropMoHA SK pPETyasaTopa
oprano- ta mopgorenesy (Davies, 2010; Enders, Strader, 2015).
«AykcuHOBHU# cruteck» BitbHOI (opmu 10K, sikuii crioctepiraBcs

B 3aHYpeHUX BasxX y (a3l CTalioHapHOTO POCTY, MOXe OyTH
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OOyMOBJIGHUH TEpEMIlIeHHIM TOPMOHA 3 IUIABAIOYMX Bail Ta
BKJIIOUYEHHSIM HOT0 B PETYISALII0 POCTOBHX MPOIECIB Y 3aHYPEHUX
Basix.

[osinommsnocs, mo IOK, 3axisiHa B perynsmii pocty Oi4HHX
KOPEHIB 1 pO3rajly)KeHHI [TarOHiB, HAAXOAUTh Y TKAHUHH B PE3yJIbTaTi
«BIJTAJICHOTO TPAHCIIOPTY» 3 MICIA CHHTE3y B XJIOpOIUTacTax, TO/I
AK MIITPUMKa ayKCMHOBOTO T'OMEOCTa3y 3a0e3MeUyeThCs LUIIXOM
«ONMMKHBOTO TpAHCIIOPTY» TopMoHa (Zazimalova et al., 2010;
Lavy, Estelle, 2016). JlokaibHi ayKCHHOBI MaKCHMYMH BiIrparoTh
BUpILIANBbHY pojib NpHU (OpMYyBaHHI OpraHiB Ta OylOBH POCIHH
y uuomy (Benkova et al., 2003; Friml et al., 2003; Esmon et al.,
2006). AykcuHu, 3aIisHI B perynsmii MopdoreHesy, BILIUBAIOTH
Ha apXiTeKTypy KOpeHIB y BHUIIMX cyiuHHUX pociuH (Benkova,
Hejatko, 2009; Overvoorde et al., 2010; Jones, Ljung, 2012; Olatunji
et al., 2017). ¥V BianoBigp Ha €KOJIOTIYHI CTPECH ajamTarlisi pocTy
KOpeHs Bi0yBa€eThCs Ha TiIi 3MiH PiBHS eHjorenHoro aykcuna (Lee,
Cho, 2013; Kramer, Ackelsberg, 2015).

BceranoBneHo, 1110 acuiMeTpruHa aKyMYJISIis ayKCHHIB Y KIIITHUHAX
1 0pranax BUHUKAE 3aBSKU CIIPSIMOBAHOMY TPAHCIIOPTY, O10CHHTE3Y,
nerpanariiii Ta ko rorarii BitbHOT IOK sik ocHOBHOT (hopmu ropmoHa
(Woodward, Bartel, 2005; Paciorek, Friml, 2006). Bumo3mineni
3aHypeHi Bal caibBiHIi 34aTHI NOIIMHATH MiHEpaJbHI PEYOBHUHU 3
Bomu (Xomonubii, 1924). ITosiBa ayKCHHOBUX TPAJIIEHTIB Y KOPEHSIX
pociauH 00yMOBJIEHA B3a€MOJIIEI0 MpolieciB OiocuHTe3y (Stepanova
et al., 2008; Yamada et al., 2009; Zhao, 2014), Tpancmnopty (Band
et al., 2014; Simon et al., 2016) ta curnaniary (Bargmann, Estelle,
2014; Farcot et al., 2015; Strader, Zhao, 2016). BusBieHne B Hammx
nociimpkeHHasax HakormdeHHs [OK y 3aHypeHHX Basx BiAMOBITAIO
nepiogy 3pOoCTaHHS IXHBOI OMYLIEHOCTI, L0 J03BOJSE 3pOOUTH
OPUIYIIEHHS Tpo moxiOHicTh ¢izionoriunoi  ¢yskmii 10K 'y
3aHypeHHX Basgx S. natans O Takoi y KOPEHSIX BHIIUX CYIHHHUX
POCIIHH.

Otxe, y (a3l cramioHapHOro pocty crnopodita 3aHypeHi Bai,
BHUKOHYIOUM BCUCHY (PyHKII1I0, CTat0Th MicuieM jJokanizauii [OK, sika
KOHTPOJIIOE TIOL KIITHH, AU(EpEeHITiaIliio, BITHOCHE TOJOBKECHHS
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BEPXiBKH, 1HILIALII0 PO3BUTKY BOJIOCKIB Ta IHTEHCUBHE OITyIICHHS
noioHo 110 KopeHiB Bumux pociuH (Ikeda et al., 2009; Jones, Ljung,
2012; Olatunji et al., 2017; Schoenaers et al., 2018). Biporiano,
JokepenoM nonoBHeHHs: aktuBHOi IOK y 3aHypeHux Basx Ha
CTaJii CTalllOHAPHOTO POCTY MOXKE TAaKOX BHCTYNaTH KOH IOrOBaHa
¢dbopma ropmony (Ludwig-Miiller, 2011). 3 ymoBiIbHEHHSIM POCTY
cnopoity i crapinasm Baii piBeHb IOK 3HauHO 3MeHITyBaBCs. Y
IJIaBAIOYUX BasiX BMICT 000X (popM ropMoHa OyB 0JHAKOBUM, TOJI1 SIK
y 3aHypeHUuX mnepeBaxkasa koH toroana popma IOK, mo cniBnagae
3 IMHAMIKOIO aKyMYJIALii ayKCHHIB Yy BUIIUX CYAMHHUX POCIHH Ha
BIANMOBIAHUX (a3ax po3BuTKy (Ljung, 2013). He3nauHi KibKOCTI
IOK na mouaTky QopMyBaHHS CIIOPOKApIiiB OMOCEPEAKOBAHO
BKa3YIOTh Ha 3aJTyueHHs iHIUX (iToropmoHiB (ridepeninis i LK, sk
y XapOBHX BOJOPOCTEN) JIIsl yTBOPEHHS PENPOAYKTUBHUX CTPYKTYP
(Kazmierczak, Stepinski, 2005; Boilitenko, Mycarenko, 2009). ¥V
CKYMUEHHSIX 3p1IMX CIIOPOKAPIIIIB ITi/] Yac BiAMUPAHHS BET€TATUBHUX
opraHiB 1 03piBaHHs Crop 3a(iKCOBAHWN BUCOKWW BMICT BLTHHOL
dopmu IOK, 1110 103B0OJISIE€ MPUITYCTUTH Y4acTh TOPMOHA B PeryJIsLii
nporecy Ao3piBaHHs crop. [liqTBepmKeHHSIM BOTO MPUITYICHHS
€ HEIIOJaBHO OTPUMaHI Pe3yNbTaTH Ha pociuHax Arabidopsis, siki
CBiUaTh NPO 3aJTy4YECHHS ayKCHMHA 3 MATEPUHCHKHX IOKPHUBHUX
TKaHUH y peryiiii emOpiorenesy (Robert et al., 2018).

XapakTep HaKOMMYCHHsI Ta OCOOJIMBOCTI JIOKaTi3allii eHA0reHHOT
IOK B opranax Ha3zemHuX OaratopiuHux nanopoteit Polystichum
aculeatum 1 Dryopteris filix-mas Oynu TOCTIIKEHI 13 3aCTOCYBaH-
Ham metoxy BEPX-MC.

Yuponosxk pocty i po3Butky crnopodirta P aculeatum Oynu
BUSBJIEHI JIBa MakKCUMyMu B akyMmysinii enporenHoi [OK.
[Tepmmii mpunagaB Ha a3y iHTeHCHBHOTrO pocty. [lix vac dasu
dbopmyBanHs copyciB BMicT IOK y Basix 3MEHIIIUBCS BUETBEPO, TOAL
SK y KOPEHEBHUIII KUIbKICTh TOPMOHA 3ajlMIIagacs B MeXax piBHS
nonepenHboi (asu. IcToTHe 3MEHIIeHHS (BYETBEPO) KUIBKOCTI
IOK y xopeneBwui criocrepiranocs y ¢asi cmopoHomeHHs. Bmict
engorenHoi IOK y Basix gocsr qpyroro MakCMMYMY ITiJ1 4aC OCIHHBOT
BereTailii. ¥ kopeneBuiax smict engoreHHoi IOK micis He3HauHOTO
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MiABUIICHHS Y (a3l JMITHROI Bererarlii moyaB 3MEHIIyBaTHCS i B
nepios OCiHHBOI Ta 3MMOBOi Bereraliii OyB MiHIManbHUM. Bwmict
engorennoi IOK y Basx y ¢asi 3umoBoi Bererarii OyB TaKoX
MiHIMyMaJIbHUM (puc. 5).

Bimsna ¢opma IOK nominyBana B opranax cropodita y ¢dasi
iHTeHCHBHOTO pocty (puc. 6). ITix yac popmyBaHHS Ta 103piBaHHS
CHOpaHriiB (13 copycaMu) Ta Crop, Micis BUCUTIAHHS CTIOP 1 B Iepion
Iepexoay 0 OCIHHbO-3UMOBOI BereTallii nepeBakajga KOH I0roBaHa
¢dbopma ropmona. Y Basix BMicT 3B’s13aH01 IOK OyB MakcuManbHUM
y ¢a3i ociHHbOI Bereramii. Y KOPEHEBUIIl HAWOIMBIIMIA BMIiCT
koH’toroBanoi ¢opmu IOK 3adikcoBano B mepion (opMyBaHHS
copyci. Ilicnst BucunaHHs crop KiIbKiCTb TOPMOHY B KOPEHEBHUIITI
3MeHmmacs B 4,3 pasa i gocsmia MiHIMyMy B IEpioJl 3UMOBOi
BereTallii. Y 3MMyr0uuX Basx Ha MPOTUBAry KOPEHEBHUIITY B110yBaJIOCS
NeBHE HAKOIMYEHHS KOH 1oropaHoi ¢opmu ropmona. Bmict o6ox
¢dopm IOK y Basix OyB BHIIUM, HIXK y KOpEHEBHIL (pHC. 6).

Makcumanbauii piBeHb engoreHHoi [OK 13 JoMiHyBaHHSIM BITbHOT
¢dopmu 3a¢ikcoBaHO y BasX Ta KOpEHEBUILI Yy (a3l IHTEHCHBHOTO
pocty. Ilix dwac ociHHbOi Ta 3uMoBOi Bererarii Bmict IOK y
KOpEHEBHII 3MeHITyBaBcsa. OTpUMaHHI pe3ylbTaTd CBiAYaTh PO
imoBipHy yuacts IOK y perymsuii npouecis oprano- ra MopdoreHesy
cnopodita P. aculeatum. XapakTep HaKOMHMYEHHS KOH IOTOBAaHOI
dopmu IOK mim vac mepexomy Bil IHTEHCHBHOTO POCTY Bail 0
(dbopMyBaHHs Ta J03piBaHHS COPYCIB, CHOpP 1 JO OCIHHHO-3UMOBOI
BereTallii Jae MmiJcTaBy NPUILYCTUTH, 1110 B MIATPUMII ayKCUHOBOTO
roMeocTasy B opraHax criopodirta 3aisiHi peakxiiii KoH rorarfii.

V (hasi inTencuBHoro pocty BMicT enaorenHoi IOK y kopeneBui
Dryopteris filix-mas csraB 134,5+6,7 ur/r cup. p., MmO BABIYl
MEePeBUIYBaNIO KUIbKICTh Horo y Baax. Ilig wac no3piBaHHS
copyciB 1 (opmyBaHHs crop BiAOylnocs HE3HAUYHE 3MEHIICHHS
BMICTY TOPMOHA y BasiX, OJHAK y ¢a3i J03piBaHHS CIOpP KUIbKICTh
ennorennoi IOK 3pocna BaBiui i cranoBuia 123,0+6,2 Hr/t cup. p.
Bonnouac BmicT enorennoi IOK y kopeHeBHII CyTTEBO 3MEHITHBCS
1 30epiraBcsi Ha HHM3BKOMY pIBHI BIIPOJOBXK CIIOpOHOIIeHHs. Ha
3aBeplIanbHId (a3l po3BUTKY cropodiTa y Basgx Ta KOPEHEBHUII
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@ [HTeHCUBHWI picT
O CnopoHOLLEHHS
B OciHHs BereTauis

Bai

B PopmyBaHHS copycis
O NiTHA BereTauia
O 3umoBa BereTauist

457 127 KopeHesuie

@ |HTEeHCUBHUIA picT B dopMmyBaHHs copyciB
O CrnopoHOLLEHHst O JliTHs BereTauis
B OciHHA BereTauia @ 3umoBa BereTalis

Puc. 5. Bumict ennorennoi IOK B opranax Polystichum aculeatum Ha pi3HUX (H)EHOTOTIUHIX
(hazax po3BUTKY criopodiTa (Hr/r cupoi pedoBunm). X+SD, n =6

Hr/r CUpOi peYoBUHM

460

230

OBinbHa
B KoH'toroBaHa

deHonorivHi asu
PO3BUTKY

Bai

460

230

deHonorivHi hasu po3BUTKY

KopeHeBuLue

Puc. 6. Posnozin BinibHOT Ta KoH toroBanoi popm IOK B opranax Polystichum aculeatum na
pisHnX deHomorivanx azax po3BUTKY cropodita (I — inTeHcuBHHII pict, II — hopmyBanHSL
copycis, Il — cioporomenns, IV — mitHs, V — ocinnst ta VI — 3umoBa Bererarii). X+SD,

n=6
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Puc. 7. Akymyssinist ta po3noain engorennoi IOK B opranax Dryopteris filix-mas Ha pi3HEX
(enooriunmx (aszax po3BUTKY criopodita. X+SD, n =6

3adikcoBaHi MakcuMaibHi Kimbkocti IOK: 226,6+11,3 ta 126,6+
6,3 Hr/r cup. p. BignosigHo. 3B’s13aHa ¢opma IOK nominysana y
BasiX Ha BCiX (heHOIOTIUHUX (a3axX pO3BUTKY 32 BHKIIOUCHHSM (a3u
CHOPOHOIIEHH. MakcuMasbHe HAaKOMTMYEeHHS TOPMOHY 3a(p1KCOBaHO
mig vac 3aBepmieHHs Beretarii. Bmict BinmbHOT IOK y Basx
301TBIITYBaBCSl HA TIOYATKY M03piBaHHS CTOp 1 OyB MakCUMaJIbHUM
(73,5+3,7 Hr/T cup. p.) y Iepiog MacoBOTO BUCUIIaHHS criop (puc. 7).

MaxkcuMasbHi TOKa3HUKU HaKoMM4YeHHs KoH toroBaHoi IOK Oymnu
3aikcoBaHi B KopeHeBHIIl y (a3i iHTeHcuBHOTO pocty (90,1+
4,5 ur/r cup. p.) Ta no 3aBepiieHHro Bereratii (116,4+5,8 Hr/t cup. p.).
Ha nouaTky BUCHIIaHHS CIIOp Ha €Tarli IXHbOTO 103piBaHHS KiJIbKICTh
3B’s13aHOT POpPMH rOpMOHA 3MEHIIMIIACA BJBIY1 i Oys1a MiHIMAJIbHOIO.
Xapakrep akymyssmii BimbHOI IOK y KopeHeBHIax BiJIIIOBi/IaB
¢izionorivHoMy cTaHy oprasa. Tak, y ¢a3i iIHTEeHCUBHOTO POCTY
3aiKCOBAaHO MaKCHMMallbHI, TOJI SIK Ha 3aKJIIOYHIN (a3l Bererarii
criopodiTa — MiHIMallbH1 3HAY€HHS BUIBHOT (hOpMU rOpMOHY (puc. 7).

Binomo, 110 picT i pO3BUTOK PETYIIOIOTHCS IIUIIXOM 3MiH Y BMICTI
Ta JIoKaji3alii (ITOrOPMOHIB B OpraHax pPOCIMHU M BHU3HAYAIOTHCS
CIIBBITHOIIEHHSIM MeTa0ONIYHUX CTparerii — GiocuHTe3/KaTabo-
mi3M Ta KoH roramis/rigpomniz (Spiess et al.,, 2014). Ayxkcunwu,
CUHTE30BaHI B alliKaJIbHII MepUCTEMI cTeOIIa i MOJIOIUX JTUCTKAX, 32
JIONIOMOTO0 aKTMBHOT'O Ta NMACUBHOTO TPAHCIOPTY Oa3uNeTaTIbHUM
[UITXOM TPAHCIOPTYIOTHCS JO KJIITHH KOpPEHS 3a y4acTi OUIKiB-
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tpancnoprepiBAUX1 ta PIN1, PIN2/AGR/EIR1 (Simmetal., 2016).
VY peryisiiro ayKCHHOBOTO TOMEOCTa3a 3allyueHl TaKoX 1HT10iTopr
TPAHCIIOPTY TOPMOHA, SIKi 3B’SI3yIOTh MPOTEIHH, IO B3aEMOIIIOTH 3
excrioprepoM aykcuny (Muday et al., 2001; Enders, Strader, 2015;
Jason et al., 2015). TpancnopT aykCHHY € Ba)KJIMBOIO JIAHKOIO Y
dbopmyBaHHI aykcuHOBOTO rpagieHTa (Benkova et al., 2003).

AxkymynboBaHa B KopeHeBHILl D. filix-mas 3B8’s13aHa popma IOK
Mmicisi BUBUIBHEHHS MOXe OyTH 3ajlisHa B MpOIECax OpPraHo- Ta
Moporenesy Bail moAIOHO 70 TOTO, SIK 1€ BiJI0OYBA€THCS y BUILUX
pocnuH (Scarpella et al., 2011). HaromicTs y Bi4HO3€I€HOT TATOPOTI
P aculeatum y BecHsHUMIl nepion y ¢a3i IHTEHCHBHOTO POCTY B
KOpEHEBUIIax AoMiHyrouoro Oyna BinbHa [OK.

«AYKCUHOBHUH criieck» B akyMmysnii BitbHOT popmu 1OK, skuit
criocrepiraBcst y Basix D. filix-mas HaNpuKIiHII J03piBaHHS CIOp 1
OyB MakCHMAaJIbHUM I1iJ] 4ac CIIOPOHOIIEHHS, a 'y P. aculeatum 'y ¢asi
OCIHHBOI BereTallii OMmocepeIKOBAaHO 3aCBIIUYy€ 3aTy9YeHHSI TOPMOHA
JI0 perymsiii poCTOBUX TPOIECiB, HA AKTUBHUN Tepedir SKux
BKa3yIOTh Pe3yJIbTaTd MOPPOMETPUYHUX JOCIIKEHb. 3adikcoBaHe
HamMUu HakomwueHHs akTuBHOI ¢opmu [OK y 3pinux cmopax o06ox
nanopoTei OyJ1o moiOHe ABUIILY HArPOMaPKEHHS TOpPMOHA B HACiHHI
BUIIUX pocnud Glycine max, Sechium edule, Zea mays, Helianthus
annuus, Acer saccharium (CutHuk Ta in., 2003). Vimosipro, IOK
KOPCHEBUIIIHUX TAIOpTeil 3ajdydeHa y MPOLECH JO3piBaHHS CIOp,
noAi0HO 710 TOro, sIK Lie BiAOYBA€ThCS Mij 4ac PAaHHBOTO PO3BUTKY
3aponka HaciHHs KBiTKOBUX pociuH (Robert et al., 2018).

3adikcoBaHe B HAIIMX JOCTIIPKCHHSIX 3POCTaHHS BMICTY
koH’toroBanoi ¢opmu IOK B opraHax miTHBO-3€JI€HOI MaropoTi
D. filix-mas micns 3aBeplleHHs Bereraiii Moxe OyTu 0OyMOBIEHO
3MIHOIO CITIBB1IHOIIIEHHS MPOLIECIB CUHTE3Y i KOH Iorallii ropMOHa.
[MoBigommsinocst, mo I[OK HamexuTh KIOUOBAa pPOJNb Mia Yac
crapinusa pocnun (Ellis et al., 2005). ¥V perymsmii mopdorenesy
3aJlisHI TPa/iiEHTU KOHIIEHTpaIliii ropmMoHa (Spiess et al., 2014), iforo
mibkkmituHHEANA (Petrasek, Friml, 2009) Ta BHYTpIIIHbOKITITUHHUHA
posmnonin (Mravec etal., 2009). YpaxoByrouwu, 1110 KOH IOTaTH ayKCHHA
3aJlisHI y perynsuii po3BUTKY BUIIMX pochuH (Sztein et al., 2000;
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Cooke et al., 2002), moxxHa npuIycTuTH, 1m0 iMmMoOuTbHa IOK Baii
TPAHCIIOPTYETHCS A0 KOPEHEBUIIIA, JI€ 3aMaca€ThCs 1 B TOAAIBIIOMY
Ticiisl BUBLIbHEHHS (TiAposmi3aliii) HaBecH1 Oepe yuacTh y mpolecax
pOCTy Ta PO3BUTKY 3a4aTKOBHX Baii, HopMyBaHH1 O14YHUX KOPEHIB Ha
KOpEeHEeBUIIIl Ta iXHboMy po3pocTanHi. Ha Binminy Big D. filix-mas,
y 3UMo3eJIeHoi nanoporti P. aculeatum BUCOKUI BMICT KOH FOTOBaHO1
¢dopmu IOK BusiBIIEHO Yy Basix B OCIHHIN NepioJ PO3BUTKY criopodira,
TOIl SIK Y KOPEHEBUIIl KUIbKICTh TOPMOHA Oyia 3HAYHO HHXKYOIO.
[Tpu nepexoai 10 BUMYIIEHOTO 3UMOBOTO CIIOKOIO BMicT 000X opm
ayKCHHA B JIOCII/PKYBaHUX OpraHax IMarnopoTi CyTTEBO 3MEHIITYBaBCS.
BusiBneni Hamu 3MiHM B auHaMinl Ta akymyssinii IOK y HazemHux
ManopoTel 3 pi3HUMHU (HEHOPUTMOTHUITAMH BiIIOBIAIOTH KUTTEBUM
CTpATETisIM [IUX BUIIB.

OTpumaHi HaMU pe3yIbTaTH CBIAYaTh, PO TE MIO Y HIATPUMII
ayKCMHOBOTO TOMEOCTa3a y BasX YHPOJIOBX POCTY M PO3BUTKY
cnopodita D. filix-mas 3amisiHa KoH’roroBaHa (opma TropMmoHa.
InTencuBHe HakonmueHHs BiUTbHOI IOK y Basx mig yac macoBoro
BUCHUIAHHS CIOp I B KOpEeHEBUII Npu (OPMYBaHHI 3a4aTKiB Baii
CHIBMAJAI0 3 aKTHBALIEIO (i310JOTIYHUX MPOLECIB y BiNMOBIIHUX
opraHax marnopoTi. 3Baykarour Ha BUSIBIIEHI 0COOJIMBOCTI B XapaKTepi
HakonuueHHs koH toroBaHoi ¢opmu [OK mix vac mepexomy Bix
IHTEHCUBHOTO pOCTy A0 (OpPMYyBaHHS Ta JO3PIBaHHS COPYCIB, CHIOP 1
710 OCIHHBO-3MMOBO{ BereTallii, MO)KHa IPUITYCTUTH, 1110 MiATPUMKA
ayKCMHOBOTO TromeocTaza B opraHax cmnopodira P aculeatum
3a0e3meuyeThCsl 3aBIAKH PEAKIIIM KOH IoTaIlii Ta AaKTUBHOMY
tpancnopty IOK.

TakuM uymHOM, HamMH OyJaM BU3HAUEHI XapakTep aKyMyJsIii
Ta ocobmuBocTi posnoauty IOK B opranax cnopodiTiB BOAHOI Ta
HA3eMHUX TanopoTedl Ha pi3HUX (PEHONOriuHuX ¢azax PO3BUTKY.
Posnonin IOK B opranax BoJHOI marnoporti S. natans 3acBiA4uB, 1110
micuem jgokam3zainii [OK y ¢asi cramioHapHOro pocTy € 3aHypeHi
Bai, a y (a3l BiIMUpaHHS BEreTaTHBHUX OpPraHiB — CHOPOKApIHii.
Maxkcumanbie HakonnuyeHHs IOK y HaszemHux namnoporeit
BIJINTOB1/1aJ10 TIEPi0/Ty IHTEHCUBHOTO POCTY, IO CBITYHIIO IPO y4aCTh
ayKCHMHA B PETYJIALIT Mpo1eciB OpraHo- Ta MopQoreHesy cnopogitis
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P aculeatum 1 D. filix-max. Cneun¢iyni 3MiHM B HaKOIIWYEHHI Ta
nokamizamii engorenHoi IOK BusiBWiINM 3B’S30K MK POCTOBHMH
mporecaMy i po3Mo/IijIoM 1 BMICTOM BUJIBHOI Ta KOH IOTOBaHO1 (hopM
¢iToropmoHa B opranax crnopo@ira BoAHOI Ta HA3eMHUX MAoOpoTen
YOpPOIOBXK po3BUTKY. [loka3aHO, 110 1HTEHCUBHICTH aKyMyJsLii
IOK y mamopoteii 3 pi3HUX MicCllb 3pOCTaHb HOCHUTH crienupiyHuit
XapakTep 1 3aJeKUTh SK Bl YMOB 3pOCTaHHS (BOJHE YU Ha3eMHE
cepenoBHINe), Tak 1 BiJ (hi310JIOTIYHOTO CTAaHy POCIHH. 3arajioMm,
OTpUMaHi pe3yJIbTaTH 3aCBIAYMIIM, IO B MIATPUMII ayKCHHOBOTO
roMeocTas3a y marnopoTei mpu nepexoi BiJi INTEHCUBHOTO POCTY 110
(dbopMyBaHHsI Ta 103piBaHHS COPYCIB 1y ¢a3i 3aBepIeHHS BereTalrii
3aJisTHI MEXaHI3MU KOHroraiii, a B Iepioj MacoBOTO BHCHUIIAHHS
3plIKX crop — MeTaboIiuHi cTparerii 610CMHTE3y/KaTaboIIi3My.
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I'iGepesinonoaiOHi peyoBUHM Ta ridepesioBa KNcJa0Ta
Bacrox B.A.

Iibepeninn — kmac ¢iroropmoniB, mo 060’eaHye monan 130
dbopM 13 IIHUPOKHM CIEKTPOM PEAKIH-BIAMOBIACH, 3aTiTHUX
y OKUTTEBOMY IHKII POCIWH PI3HUX CHUCTEeMaTHYHUX TPYII.
TonoBHuMHK OionoriyHUMHM (YHKLISIMU T10€peiHiB BBaXKAIOThCS
y4acTh y PEryJslii IpoIeciB MPOPOCTaHHS HACIHHS, KOOPIWHAILIIS
MOJIUTY KJIITHH Ta IXHBOTO PO3TATY, IETEPMIHYBaHHS CTaTI, IHYKITis
1BITIHHS KBiTKOBUX pociuH (Gupta, Chakrabarty, 2013; Gantait et
al., 2015). BuBdyeHHs1 riOeperniHiB 3MIHCHIOETHCSA 32 HACTYIHHMHU
HampsiMaMu: OIOCHHTE3 Ta PI3HOMAHITTS TiOepeniHiB; 010J0TiuHI
¢dyHkuii ¥ BIMB Ha (i310J0TIYHI HPOLECH; MOUIYK HOBHUX (opm
ribepeniniB (Bactok, KocakiBceka, 2015). HaiiGinem neranbHO
MIPOAHAJII30BaHO BILUIWB Ti0EpeIiHiB Ha MPOIECH POCTY HACIHHEBUX
pOCIHH, BUBYaJKCA ribepeninu rpudiB Ta 6akrepiii (CUTHUK Ta iH.,
2003; Mac Millan, 2001), Bomopocreit (Tarakovskaya et al., 2007;
Romanenko et al., 2016), moxiB, mumaiinukiB (Sabovljevic et al.,
2014) Ta manoporteii (Kosakivska et al., 2016).

VY rpubiB, 6akTepii Ta pOCIWH CHHTE3 T10EpeiHIB TOYNHAETHCS
Bix auteprieH-rapaninrepaninaudocdary (I'T/IT) 3 i3onpenoigHOTO
NoTepeIHIKa — 130meHTeHumipodocdary, SKUi yTBOPIOETHCS B
mnactugax MEP-msixom ta muto3onsauM M VA -notsixom (Helliwell,
2001; Kasahara et al., 2002). BusiBneHo, 1110 11i IUISIXH TPEICTABIICHI
Yy MOXIB, OJJHOOJIBHUX 1 ABOAOJIBHUX POCIUH, mpore MVA-muisix
BIICYTHIH y 3eneHoi Bogopocti Chlamydomonas reinhardtii (Lohr
et al., 2012; Vranova et al., 2013). BogHnoyac y mpencTaBHUKIB
PI3HHUX TaKCOHIB 3HAWICHI BIAMIHHOCTI Cepell OKPEMHUX CH3UMIB,
SIK1 BIJIMTOBIAIOTH 32 KaTaJITUYHI IEPETBOPEHHS Ta O10CUHTETUYHI
MapuipyTu cuHTe3y ridepeniniB (Salazar-Cerezo et al., 2018).
IcHytoui MOneNTi CIPUIHATTS Ta CUTHAJIIHTY T10epeTiHiB BKIIOYAIOTh
TPY OCHOBHI KOMITOHEHTH: JIOKai30BaHuu y snpi perentop GID1
(Vranova et al., 2013); pernpecusni DELLA GAI, RGA 1 RGL1
oimku (Tyler et al,, 2004) ta SLR1 — cneuudiuni peryastopu
tpanckpuriii GRAS (Ueguchi-Tanaka et al., 2008); F-box SLY1 Ta
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I'ibepeninononiOHi peyoBHHN Ta TibepesoBa KHCIoTa

SLY?2 (Ariizum et al., Steber, 2011) ta GID2 npoteiau (Gomi et al.,
2004).

Jlnst  pi3HUX BUIIB POCIWH TPUTAaMaHHUKA  crierudiyHun
SAKICHUHM 1 KUTBKICHUH CKIaj TiOepelniHiB, SKUW 3MIHIOEThCS Ha
MEBHUX CTaJisX PO3BUTKY. Y KOXHOTO BUJIY ICHYIOTh JIOMIHYIOY1
(axTuBHI 200 «poOoui») TibepeniHu, 3amigHl y (i3ionOriYHUX
npoiiecax, i ribepeniny, Kl € IPOMIKHUMU JJAHKAMH CHHTE3Y LUX
¢itoropmonis (Daviére, Achard, 2013). ¥ monoaux Basix cnopogity
nepeBoBuaHUX nanopoteit Cibotium glaucum 1 Dicksonia antarctica
Oymu snaineni GA , 3-eni- GA |, GA,, GA,, 1lo-rigpokci- GA ,,
12a-rigpokci- GA ,, GA ,, GA ., GA ,, GA,, GA , GA_, GA,,
GA,,, GA, 1 GA, (Yamane et al., 1988a). ¥V 4onoBiunx Ta )iHOYMX

raMiegToq)iTax nanopoti Blechnum spicant 6ynu BusiBneni GA |, GA,,
GA,, GA,, GA,, GA , npudomy 3a BmicToM mnepeBaxkanu GA,,
GA, 1 GA,, (Menendez et al., 2006a). ¥ ramerodiri Dryopteris
affinis Ha Pi3HUX CTamisAX (POPMYyBaHHS AlOraMHOTO 3apOAKY OyiH
snaiineni GA |, GA,, GA,, GA ta GA  (Menendez et al., 2006b). B
anrepunisx Anemia phyllitidis Gyna susBnena GA, (Kazmierczak,
2003a), y pusoinax Psilotum nudum — GA,, GA, 1 GA,, (Abul et
al., 2010). Hocmimkeni rioepeninu crmopoditiB i rameTodiTiB
nanopoteit Cibotium, Blechnum, Discontia, Driopteris, Lygodium,
Anemia, Ceratopteris, Psilolotum, cepen sKuX € JepeBHI BU[IH,
JiaHu, reMikpuntoditi i emigitu (tadn. 1). Ocobnupa yBara Oyna
30cepe/UKeHa Ha BHWBYCHHI ramerodira, (HOpMyBaHHI CTaTeBHX
OpraHiB, yTBOpEHHI 3uroTu i 3apoaky cnopodira (Tanurdzic, Banks,
2004). Ilepie noB1IOMIIEHHS [IPO POCTOBI TOPMOHU B rameTo(iTax
nanopoti Cyathea spinulosa 3’sBunocs y 1938 poui (Albaum,
1938). V mnomanpmmx JOCHIPKEHHSIX CYIUHHHUX POCIUH OyIno
BCTAHOBJICHO, III0 PETYJALIS CTaTeBOI JETepMiHAIli BiIOyBa€ThCA
3a yyacTi ribepemniHiB, sIKi MPUCKOPIOIOTH PO3BUTOK YOJIOBIUOT
KBITKH B OTHOZOJIBHUX 1 aKTUBYIOTH ()OPMYBAHHS JKIHOYO1 KBITKH B
neononbHUX BB (Dellaporta, Calderon-Urrea, 1994). ¥V xapoBux
BOJOpOCTell M mamopoTeil TribepeniHu CHpUAIOTH (OPMYBAHHIO
antepuniiB (Kwiatkowska et al., 1998; Kazmierczak, 2003a;
Menendez et al., 2006a, b). BcranoBneno, mo pict ramerodira
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Tabauys 1. Y3arajabpHeHi BizoMocTi mpo Jiokastizaniio ridepestiniB B opranax nanoporeit

O06’exT

Bun manopori I'i6epeninn [ — Jxepeno
Cibotium glaucum GA, GA,, GAQ’ 3-eni- GA,
(Sm.) Hook. & Arn. Ia-rinpoxen GA,,, 120-rinpoxcu Mooz Bai Yamane et
Dicksonia antarctica  |GA ,, GA 5, GA ,, GA , GA,, al., 1988a
James Dickson GA,,, GA,,GA,, GA,, GA ,GA .
. YOJIOBIYMI
Blechnum spicant (L). |GA1, GA3, GA4, GA7, GA9, GA20| . N Menendez et
Roth GA4, GA7, GA20 IO a1, 20062
Dryopteris affinis ranerodir Menendez et
(Lowe) Frasser-Jenkins GAl, GA3, GA4, GAT, GA9 ravetodir al., 2006b
Lygodium circinnatum . . |Furber et al.,
(Burm.) Sw. aHTepuIiores-B, rametodiT 1995
Lvoodium i . metmiosi egipu GA9, GA20, GA70, v, "
YEOAIUM JAPORICUM |5 A73 GASS, GA96, 3-enii- GASS, |rametodit | o o one ©
(Thunb.) Sw. . . al., 1988b
i3oMepu MOHOTipokcu- GA73
Lygodium circinnatum |GA73, metunosi epipu GA 9,
(Burm.) Sw. GA 20, GA70, GA73, GA 88, 1 . |Yamauchi et
Lygodium flexuosum  |3-emi-GA88, GA 96, MOHOTIAPOKCH- raverogir al., 1996
(L). Sw. GA73
Lygodium micro-
\phyllum (Cav.) R. Br. |metunosi epipu GA9, GA73, . |Kurumatani
Lygodium reticulatum |monorinpokcu- GA73 raverogir etal., 2001
Schkuhr, Farnkr.
Furber et
Anemia phyllitidis (L)- | 7 GA73. 3-eni-GAG3 raveropir |2 1990
Sw. Yamauchi et
al.,’19.95
gl:v«.emza phyllitidis (L). GA3 arrreputi ZKOag;?jlerczak,
Anemia phyllitidis (L). GA107, 3e-riapokci-9,15-maxno10- . |Yamauchi et
Sw. GA9‘, rametodir al. 1995
3-eni- GA63 >
Anemia mexicana GA104, 13-rimpoxci-9,15-mukino- raveTodit Furber et al.,
Klotzsch GA9 1995
Anemia phyllitidis (L.)
Sw., A. hirsuta (L.) . . |Yamane et
Sw., A. flexuosa (Sav.), aHTEPUJIIEBA KUCIIOTA rameTodir al., 1987
A. rotundifolia Schrad.
Ceratopteris richardii aHTepHIIOreH rametodit |Banks, 1993
Brongn
Psilotum nudum (L.) .. Abul et al.,
P Beauv GA4, GA9, GA20 pusoin 2010
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BiZIOYBa€THCS 32 PaXyHOK BEPXIBKOBOT MEPHCTEMHU, B SIKil 3HAI1EHO
cnenu(iyHUA TOPMOH AaHTEPHUIIOTEH — PETYIATOP MPOLECY
(dbopMyBaHHsI aHTEPHUIIiB Ha 3aPOCTKaX MAoOpOTEH.

L1 peuoBuHa ineHtudikoBana B 50 BuAIB manopoteit 3 6 poaux
(Pteridium, Pteris, Anemia, Onoclea, Lygodium ta Ceratopteris)
(Chiou, Farrar, 1997; Bacrok, KocakiBcbka, 2015). Ha croromni
¢dyHKIIT aHTEpigioreHy BHMBYEHI HeqocTaTHbo. IlokazaHo, 110
anTepigioreH Lepisorus thunbergianus, Phymatosorus scolopendria,
Polypodium  pellucidum, Campyloneurum angustifolium,
Campyloneurum phyllitidis, Microgramma heterophylla 1 Anemia
phyllitidis nie Ha ciopu BIIaCHOTO BHY, NPU IIBOMY aHTEPiAioreH
Pteridium aquilinum ve mae BunoBoi cnerudiunocti (Chiou, Farrar,
1997).

AHTEpUIIOTEH Ma€ y CBOIM CTPYKTYypi TiOEpesiHOBHMA CKEJeT
1 mposBise ridepeniHonoAiOHI BiacTHBOCTI. [IpoTe KoXXKHOMY
BUAY TMAanopoTel NpuTamMaHHa crenudiuHa XiMiuHa CTPYKTypa
antepuaioreHy. Tak, aHTepuaieBa KHCJIOTa €  TOJOBHUM
AQHTEPHUIIOTeHOM y BUIIB manopoti Anemia phyllitidis, A. hirsute,
A. rotundifolia 1 A. flexuosa (Yamane et al., 1987). Bonnouac y
A. phyllitidis ronosaumu antepuaiorenamu BusBuucs GA - (3
0-TiApokci-9), 15-uukno-GA, i 3-eni- GA, (Yamauchi et al,
1995), Toni sk y A. mexicana takumu Oymu GA |, (IB-rizpokci-9) i
15-nuxno- GA, (Furber et al., 1990). l'onoBaumu antepuaiorenamMu
y manopori Lygodium japonicum BusiBunncs MeTuiioBi epipu GA, i
GA.,, BonHowac y L. circinnatum 1 L. flexuosum antepuaioreHamu
6ym/1 GA_, metunosi edipu GA_,, GA,, GAZO, GA.,, GA,, i 3-eni-

(Yamauchl et al.,, 1996). ¥V mamoporeit L. mzcrophyllum i
L retzculatum y SIKOCT1 aHTepI/I,Z[iOFeHiB Oynu BU3HA4Y€HI METHJIOBI
edipu GA_, i GA Ta noxinni MoHoriapokcu-GA_, sKi BBaKalOThCS
HOHepeI[HI/IKaMI/I antepuaioreny (Kurumatani et al ,2001).

[Toka3zaHo, 110 32 YMOBU BHCOKOi KOHIIGHTpalii aHTepHIiOTeHY
y BepXiBKOBiif MepucteMi ramerodira mamoporei ponis Lygodium
1 Anemia HOpMy€eTbCS OIHOCTATEBUM YOJOBIYMI rameTodiT, a B
pasi #ioro BicyTHOCTI — >KiHOYMH. HU3bKUI BMICT aHTepuaioreHy
CYIIPOBOJIKYETHCS TTOSIBOIO JIBOCTATEBOTO 3apPOCTKY, SIKAH MiCTHUTh
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antepunii Ta apxeronii (Furber et al., 1990, 1995). Mopdomnoriuni
TOCTIDKCHHS arliKajdbHOI MepucTeMHu rametoditiB Osmundastrum
cinnamomeum, BUPOIIEHUX Ha TMOXXUBHOMY CEpPEIOBUII 3
nonasanHaM GA,, AKHH BB&KAE€THCS aHAJOIOM aHTEPUIIOTEHY,
MOKa3aJii, 110 TOPMOH 3aTPUMYBaB TEMIIH PO3BUTKY ramerodiry i
MOJIOBXKYBaB TPUBATICTh HOTO aCEKCYaIbHOTO i HOJIOBIYOTO CTATyCy
(Hollingsworth et al., 2012). ¥V manoporeii poniB Anemia cuHTE3
GA_ ta GA_, mpu3BOMB JI0 yTBOPEHHs anTepuaioreny. Takuii Oys
3HalIeHUi y nanopore, ki cunresyots GA, (Voeller, 1964).
VY manopoti Lygodium japonicum OCHOBHUM aHTEPHUIIOTEHOM
susiBuBcs Metmnosui edip 'K, ('K -Me). V L. circinnatum i
L. flexuosum Bmict I'K .-Me icToTHO Binpi3HsBCsa 1 OyB 3HAYHO
BUIIMM, HIX y L. japonicum. Peakuis rameroditiB L. circinnatum
i L. flexuosum na exsorennuii anrepunioren (I'K .-Me) Oyna B 100
pa3iB HWXKUOIO, HIXK Yy L. japonicum (Yamauchi et al., 1996).

I'iGepeniHaM HaJIEKUTH KIFOYOBA POJib Y (POPMYBaHHI CTaTEBOTO
nosiMop¢izmy nanoporenofionux. [lokazaHo, Mo cTark Marnopori
Ceratopteris richardii BW3Ha4aeTbCs 3a YYacTi aHTEPHJIIOTCHY,
BujineHoro 3i crmop BuuiB poxny Ceratopteris (Banks, 1993).
AHTEpUIIOreH 1HILIIOBaB PO3BUTOK YOJOBIYOrO TrameTrodiTy B
nanopoTi Bechnum spicant (Valledor et al., 2014). IIpu BuBUeHHI
peakuii-BinnmoBiai rameradira manopoti Anemia phyllitidis Ha
smB GA , GA,, GA ,, GA_, ta GAj Gyno BcranoseHo, mo GA,
y koHuueHrparii 5-107° r/mn mocumoBana mporec (GopMyBaHHS
antepuniiB (Kazmierczak, 2003b). Exzorenna GA, crumysosana
po3BuTOK rametoditiB manoporeit A. phyllitidis Ta A. mexicana
(Nakanbisi et al., 1971), nmpore npu BUKOPHUCTAHHI €K30TCHHOI
GA, dopmysanns antepuniiB y A. phyllitidis ne cnocrepiranocs
(Voeller, 1964). V¥V mnanopoti C. richardii, HaBnaku, €K30T€HHA
GA, crumyioBaia po3BuToK antepuiiis (Banks, 1993). O6po0ka
€K30TC€HHOIO GA3 y KoHIeHTpamii 2,8 MKM mnpusBoauna 10
dbopMyBaHHS armoramHOro criopodita mamopoti Dryopteris affinis
(Menendez et al., 2006b).

Bimomo, mo B3aemomis Mik (ITOTOPMOHAMHU ¥ IHIIMMH
MeTaboIiTaMi MOXKe MIJCHIIIOBATH a00 MPUTHIYYBaTH 1XHI €(eKTH.
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Tak, Ha mpukiaal ramerodita namnopoti Anemia phyllitidis Gyno
BCTAQHOBJIEHO, III0 B peryislii HpOLECiB PO3BUTKY aHTEPUAIIB
pazom 13 ribepemiHamMu 3aiTHHH €THJICH, KOTPHH MPHUCKOPIOBAB
peoprasizaiiio sSAepHOro XpoMaruHy Ta iHIykyBaB cuHTe3 JIHK
y A1pl B aHTepUAlaJIbHIA YaCTUHI KIIITUH 4YOJIOBIYOro rametodira
(Kazmierczak, 2003b). V rameroditax mamopoti Azolla pinnata
miJ BIUIMBOM TiOepeniHiB 301bIIyBagacsi aKTUBHICTh HITPOTE€HA3
(BiporigHO, Take 3pOCTaHHS BIIOYBajOCs 32 PaxXyHOK HITPOTEHA3H
nianoOakrepii Anabaena azollae, MO MICTUTBCS Yy TUCTKOBUX
MOPOKHUHAX MAaNoOPOTi SIK cMMO10HT), sika mpurHivysanacs ABK (El-
Desouky et al., 1987). Ilig yac npopocTanHs pucy criocrepiranacs
cuHepriyHa B3aemomiss MiK 4-ethoxy-1-(p-toluol)-s-triazine-2,6-
(1H,3H)-dione (Tpua3uHIiOH — repOilm, KUK MPUTHIYYE TEMITH
POCTY ¥ PO3BHUTKY POCIIMH IUISIXOM TaJIbMYBAaHHS TMOAUTY KJIITHH)
1 ribepenoBoi KUCIOTH, TOAL SIK y nanopoti Anemia phyllitidis npu
dbopMyBaHHI aHTEPHIIIB Ta MPOPOCTAHHI CIIOp TakKoi B3aeMOii
HE BUSBIICHO, a HABIIAKHW, TPia3iHOH MPUTHIYYBAB MOAUI KIITUH Yy
criopax, a o0poOka ridepeniHaMu He 3HIMaja iHTriOyro4oro edexry
(Schraudolf, 1984).

I'iGepeninu KOHTPOIIOOTH MPOIECH popocTaHHs criop (Anterola
et al., 2009; Zhang, Dai, 2010). IIpopocranus crnop Lygodium
Jjaponicum inmyKyBanocs ex3oreHHuMu GA, B KOHLEHTpamii
4-10"M # Hu3bkumu Konuentpanismu GA, (Kagawa, Sugai, 1991).
[TokazaHo, 110 ribepesniHy HIIIF0BaIN TPOPOCTaHHS criop Pteridium
aquilinum (Zhang, Niu, 1999), Athyrium multidentatum (Guo et al.,
2007), Nephrolepis auriculata (Li et al., 1995). BctanoBnena ydactb
ribepeniHiB y peryisiii nmporeciB GOpMyBaHHsI i T03piBaHHS CIIOP
Sphaeropteris hainanensis (Jiang et al., 2002). lns nmpopocTaHHS
CIOp BAaXJIMBE 3HAYEHHS Ma€ TPHUBAIICTh E€K30I'€HHOI 0OpOOKH:
miciasg 12 1 24 TOmMH eKCIO3WIN IBUAKICTh MPOPOCTAHHS CIIOP
Anemia phyllitidis cknana 30 1 70% iamoBigHo (Rachvan, 1977).
Cxoxicte cnop Schizaea pusilla 3poctama Tpu BUKOPUCTAHHI
0,1 MM GA,, ane 3anumianacs HE3MIHHOIO NPH 3aCTOCYBaHHI
0,1 MM GA, . (Guiragossian, Koning, 1986). Ex3orenna o06po0Oka
ribepeninaMu Ta OCH3WIAMIHOMYPUHOM TaKOX MPUCKOPIOBAIa
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mpolec MpopocTaHHs crop nanopoti Pteris inermis (Tanco et al.,
2009). Ceimio i ex3orenni ridepeninn GA, ta GA, CTUMYIIOBAIHA
MpopocTaHHs criop marnoporer poauau Anemia (Nester, Coolbaugh,
1986). Exsorenni metmnosi edipu GA, ta GA,  cTumymoBaim
MPOPOCTaHHS cTop nanopoTi Lygodium japonicum y tTempsni (Hara
et al., 1988). IlomiOHi pe3ynbpTaTé OTpUMaHI MPHU BUKOPHUCTAHHI
ridepeniniB GA; Ta GA, juist iHAyKIii IPOPOCTAaHHS CIIOP MaropoTi
Ceratopteris richardii (Banks, 1993). O6po6ka GA, He BruMBaja
Ha mpopoctaHHs criop Pteridium aquilinum (Zhai et al., 2007) ta
Sphenomeris chinensis (Ren et al., 2008). Y mpoBeneHux HamMu
JOCII/DKEHHAX T10epeniHonoaAiOH1 peyoBUHHU OyiIH 11eHTHU(]IKOBaH1
B crmopax mamnopoti Matteucia struthiopteris. llpu TOpIBHSHHI
ribepemiHiB 31 CIOp POCIHH in Sif 3 TUMH, SIKI BIPOIOBXK POKY
30epiranucst B jabopatopii mpu temmeparypi +18-20 °C, Oyno
BHSIBJICHO, IO TICJs 30epiraHHs KUIBKICTH Ti0OepeaiHOmOoaIOHNX
PEUOBUHM Yy CHOpax 3HHM3WIACA Maike BIBIYi, 10, BIPOTiTHO,
00OyMOBJIEHO 3MEHILIEHHSIM BOJIOTOCTI MpH 30epiraHHi crop Ta
iHakTHBarliero rioepeninis (Bactok ta iH., 2011).

[IpucyTHicTh (PITOrOPMOHIB y MPENCTaBHHUKIB PI3HUX TAKCOHIB,
yHI(IKOBaHICTh IXHIX OCHOBHUX CTPYKTYpHHX €JIEMEHTIB CBII4aTh
PO T€, IO MPOAYKYBaHHS LIUX CIIOIYK PO3I10YaIOCh HA paHHIX eTarnax
eBouromii. Po3mugpoBka ribepeniHoBOT0 CUTHATY Y BUILUX POCIHH
CIIOHYKaJa J0CIAHUKIB 311CHUTH MOP1BHSIHHS IIISX1B GOpMYyBaHHS
TaKOTO CUTHAITy B POCIIMH PI3HOTO CHCTEMaTHYHOTO MoyokeHHs. Ha
MoOJIeNTbHUX 00’ €KTax apabdinorncucy i prcy Oy BU3HaUEH1 KITFOYOBI
KOMIIOHEHTH CUTHAJIBHOTO MNIISAXY TiOepemiHiB, KU (yHKIIOHYE
IIPU IPOPOCTAHHI HACIHHA Ta PO3TATYBaHHI KIITHH. BecTaHoBieHO,
0 TPAHCAYKIiS TiOEPEITIHOBOTO CHUTHANY BiJIOYBAETHCS IUITXOM
B3aemofii TibepemiHoBux penentopiB (GID1) 3 F-box-0imkammu
(Ueguchi-Tanaka et al., 2005; Nakajima et al., 2006). I'i6epeninoBi
PELeNTOPH HAJIEKATh JI0 BEITUKOT POJMHHA TOPMOHYYTJIMBUX JIiNa3 i3
3D-crpykryporo. ['omonoru GID1 3B’s3aHi 3 KapOOKCHII €cTepazaMu
1 pO3MOBCIOKEHI B ychboMY pocnuHHOMY cBiTi (Marshall etal., 2003).
HasBHICTB OKpeMUX BiIMIHHOCTEH MiX CKJIaJOBUMHU IiOEpesiHOBOTO
CUTHAJBHOTO TUISAXY JIO3BOJISIE€ BIJCIHIJIKOBYBAaTH CHUCTEMAaTUYHI
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3B’S13KM MK MpeJCTaBHUKAaMU pi3HUX TakcoHiB (Friedman, 2004).
Tak, 30kpema, Mmicisi BU3HAYCHHS NUIAXIB CHUHTE3y TiOEpeniHiB y
mnayHa Selaginella moellendorffii BusiBneHa 1oro momiOHICTH 10
TaKOro y KBITKOBUX POCIIMH, & TAKOK BCTAHOBIJICHA TOMOJIOTIS st
nuIAxiB y aumaiHukie 1 MoxiB (Hirano et al., 2007). [TopiBHsHHS
KOMIIOHEHTIB Ti10€peIiHOBOTO CHUTHAJIIBHOTO MHUISAXY PI3HUX BHJIIB
POCIIMH CBITYUTH HAa KOPUCTh TICHOTO €BOJIFOLIWHOTO 3B’S3KY MiXk
TOJIOHACIHHEBHMH, OJIHOIOJBHUMHU W JBONOJBHHUMH DPOCIHHAMH,
HATOMICTh y HECYIWHHUX DPOCIUH TOJIOBHUX O3HAK KIIACUYHOTO
nuisixy He BusiBieHo (Vandenbussche et al., 2007). BpaxoByroun
0co0MMBOCTI (popMyBaHHSI TIOEPENTIHOBOTO CHUTHAJIBHOTO IIJISXY,
c(hopMynbOBaHO JIBi TIMOTE3H €BOJIOLII pOCIUHHOTO CBiTy. [lepina
0a3yeThCsl HA TPUITYIICHI, BIAMOBITHO 0 SKOTO CHTHATBHHUMA MUISIX
PO3BHMBABCSl BiJI MOXIB, TOMAlI SK Apyra — pPO3MISIa€ MOXKIUBICTH
(dbopMyBaHHSI CUTHAJILHOTO IUISAXY BiJ OJHOKIITUHHUX BOIOPOCTEM
(Vandenbussche et al., 2007).

OTtxe, HAWOIBII BUBYEHOIO € Y4YacTh TIOEPEIiHIB y PEryJsii
dopmyBaHHS W pPO3BUTKY ramerodira, TOAl SAK JOCHIIKEHHS
TOPMOHIB y criopo(iTiB MaroTh (pparmMeHTapHHIA XapaKTep.

JleTanpHi JTOCHTI/DKEHHS pO3IMOAUTY TiOepemiHiB B OpraHax
narnoporei Ta iXHIO JWHAMIKY pOCTy ¥ PO3BUTKY IMPOBOIWIN 32
Meronukoro (Bactok Ta iH., 2016; Bactok, Kocakosckas, 2017).

VY pe3ynbrari IpoBeIeHOT0 HAMHU BU3HAYCHHS r10epeTiHOMOI10HIX
peuoBun (I'TIP) Oyno mokas3aHo, 1o BigbHa (hopmMa TropMoHa
JIOMIHyBaysia B opraHax Salvinia natans Ha BCIX IOCHIKyBaHUX
deHomoriyEMX (azax pO3BUTKY, a came: IHTEHCHBHOTO POCTY
(uepBeHB), CTaliOHapHOTO pocTty  (JiuneHs), (popMyBaHHs
CIOpOKapmiiB Ta JO03piBaHHSA cHOp (CepHeHb), BiAMUPAHHS
BEreTAaTUBHUX OpraHiB 1 TMI3HBOTO CIOPOreHe3y (BEepeceHb).
3aHypeHi Bai BiA3HAYAIUCH OUIBII BUCOKMM PiBHEM BUIBHUX (OPM
I'TIP. Ile mo3BoJisi€e MPUITYCTUTH, IO CaMe€ 3aHYPEH1 Bai aKTHBHO
MPOAYKYIOTh FOepeNiHy Ta BUCTYMAIOTh JOHOPOM (hiITOTOPMOHA ISt
riaBarounx Bail. Bussnene 30inbiienns Bmicty ['TIP Biamosigamo
JWHaMII POCTOBHX TpoueciB. MakcumanbHe HakonudeHHs [TIP
OyIo 3adikcOBaHO B CKYMYEHHSAX CIIOPOKAPIIiB Y BepecHi (Tad. 2).

101



Bacrok B.A.

Tabnuys 2. Bmict riGepesTriHONOAiOHUX pedoBUH B opraHax Salvinia natans Ha pi3HHX
¢denonoriunux azax po3BuTKy cnopodira (MKI/r CMpoi pe4OBUHH B €KBiBaJICHTI 10
I'K). X+SD,n=9

. Opaxuii ['TIP
®denomnorivna ¢asza
. Opran eTHanerarHa GyTaHOIbHA
PO3BHUTKY criopodita . ,
(BinbHA) (xKOH TOroBaHa)
I L. I1aBaroyi Bai 1,24+0,06 0,71+0,04
HTEHCHUBHHH picT
ene pIe samypeni sai 1,4120,07 0,52+0,03
Cramionanmuii bic raBaroui Bai 1,23+0,06 0,32+0,02
TalioHapHKUI picT
HIOHApHHE P saHypeni Bai 2,3340,12 0,73+0,04
I1aBaroyi Bai 1,54+0,08 0,81+0,04
®dopMmyBaHHs CIOPOKAPIIIiB | 3aHypeHi Bai 5,71+0,29 0,24+0,01
CTIOpOKApIIii 1,32+0,07 0,72+0,04
BIZ[MI/I‘paHHﬂ BETCTATHBHHX | CKYITEHHA 7.7240.39 3.39+0.12
oprasis CIIOPOKApIIiiB

Junamika akymynsiii Ta posnoxin I'K, Oyan BusHaueHi Hamu 3
BukopuctanHsiM Merony BEPX-MC (puc. 1, 2). Ympomosx Bciel
Bererailii cnopoity cmocrepirajaocs akTUBHE HAKOMTUYEHHS BUTBHOT
¢opmu I'K, y nmaBarounx Basx. s 3aHypeHUX Bal 3apeeCTPOBAHO
nepeBakaHHs KOH IOroBaHuX (hopM ropmoHa. ¥ cepiHi 3adpikcoBaHO
MaKcHMalbHUA BMicT KoH toroBanoi I'K, y cnopokapmisx (puc. 3),
(byHKITIOHaTbHA AKTUBHICTB SIKO1, BIPOT1HO, MOII0HA 10 riOepetiHiB
y HACiHHI KBITKOBHX POCIIMH, /i€ BOHU O€pyTh aKTUBHY y4acThb Y
Tnporecax HPOpPOCTAHHSA. IXHS il MPOABIAECTLCA ABOMA HIIAXAMHU:
mo-Tepie, yepe3 30UIbIICHHS IMOTEHIally POCTy 3apojka i, TO-
JpyTe, MUIIXOM 1HIyKyBaHHA TiapoiitnaHux dhepmenTiB (Kucera et
al., 2005).

Jlunamika HakonmyeHHs Ta jokanizauis I'K, y manopori narots
MIJICTaBU BiJHECTHU 11 10 Tpynu podoumx ridepeniHiB. Buznauntu
JIOKANI3aIilo JOMIHYIOYMX poOOYMX Ti0eperniHiB, 3aAisHUX Y
perymsinii  (i3i0NOTiYHUX TPOLECIB POCIWH, JOBOJI CKJIAJHO
(Daviere, Achard, 2013; Gupta, Chakrabarty, 2013). IcHye neBHuii
HaOip ribepemniHiB, IpUTAMaHHUN POCIMHAM Pi3HUX KiaciB. OnHaK
¢izionoriyHa Jis TOpMOHA 3aJIeKUTh BiJl Oararbox (hakTopis, ceper
SKUX: KIJTBKICTh camMoro (h)iToropMoHa Ta HOTo CITIBBITHOIICHHS 3
IHIIMMHU KJIaCaMU aKTUBHUX CTONYK; (aza pO3BUTKY; BUJ POCIHHH;
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Puc. 1. Xpomarorpama posjiienHs cknajgnoi cymimi i3 Bmictom I'K, onepxanoi 3
IUTABAOYKX Bail manopoti Salvinia natans Ha CTail IHTCHCHBHOTO POCTY
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Puc. 2. Mac-ciextp I'K,, mo MicTuTh KiacTep MONEKyIspHOro ioHy (m/z = 345) Tta
(dbparmenTapHi iorn (m/z =291 i 109), ogeprkanuii mix gyac xpomMarorpadiyHOro po3aiicHHs
Ta ieHTU(iKaIii CKIaJHOT CyMillli i3 BMiCTOM IK,
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Puc. 3. Bmicr I'K, B opranax Salvinia natans na pisHuX ()eHONOTiYHUX (a3ax PO3BUTKY
criopodira

abiotnuni Ta OioTmuHi BmuBM Tomo (CutHuk Ta iH., 2003).
Bionoriuno HaiakrusHimmuMu ridepeninamu Beaxkarots I'K , 'K, Ta
I'K, (Yamaguchi, 2008), ane ciextp ribepeninis, Qizionoriyna Jis
SKMX BMBYA€THCS, BECh Yac PO3LIMPIOETHCS, 1110, IIEBHO, OB’ A3aHO
31 CTYIIEHEM JIOCKOHAJIOCTI METO/IIB 1 METOIO JOCIITHUKIB. 30Kpema,
B JIMCTKax MIeHUL] inenTudikoani y 38’s3anomy crani 'K, 'K,
i1 I'K,,., Toxi K y mpanopueBoMy JIMCTKY BHABJIEHA BibHa (hopma
I'K,, Bix akTHBHOCTI sKoi 3anexuth posmip crebma (Kapnauyx
u 1p., 2003). V muctkax tomary inenrudixosani 'K, T'K,, T'K, i
BCTaHOBJICHO iXHiM BIUIMB Ha pocToBi npouecu (Griinzweig et al.,
1997). V Takux BULIUX POCIHH, K KyKypyA3a, FOpOX, MIIEHUIS Ta
puc, pict crebna perymoerses ['K|, onnak Bigomo, mo 'K, Takox
aKTUBHO CTUMYIIOE picT ctebna (Phinney, Spray, 1982; Ross et al.,
1989; Gaskin et al., 2001).

VY Hamomy AOCIHIDKEHHI BCTAHOBJIEHA CXOXICTh MDK SIKICHUM
ckinagom ITIP y rmmaBatouMx 1 3aHypeHMX BasX MamopoTi, Je

aKTUBHICTH MposiBIsuH Ti0epeninu 3 Rf0,2; 0,5; 0,7 a 0,9. Bucokuit
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BMICT (DITOTOPMOHIB yNPOJOBX OHTOTE€HE3y OINOCEPEIKOBAHO
BKa3ye Ha yd4acTh TiOeperniHiB y pocTi W pO3BUTKY mamopoti. B
poboTax IHITUX aBTOPIB, MPUCBIYCHUX JOCIIKEHHIO (hiTOTOPMOHIB
CIOPOBUX POCIHH, BIAMIUEHO, W10 €KCTpakTu Oypux Sargassum
wightii ta 3enenux Ulva lactuca BOmopocTel MICTHUIM BHCOKI
KOHIIeHTparlii ribepeniniB (Sivasangari et al., 2010). ITigTBepmKkeHo
y4acTh IIMX TOPMOHIB y PEryssiii pOCTOBUX IMPOLECIB B OKPEMUX
BUJIIB Oypux 1 uepBoHUX Bopopocrtel-makpodiriB (Tarakhovskaia
et al., 2007). YV Hamux pociiJKeHHsX OyB BCTAHOBIICHUN 3HAYHUI
piBens ['TIP (o 5,0 MKr/T cup. p.) y cniopoditi Equisetum arvense
(Bacrok Ta in., 2015). IlnaBaroui Bai MOPIBHSIHO 13 3aHYPEHUMU
MicTATh Oinbuie BimbHOI 'K, KinbKicTh 3B’s13aH0i opmu 3pocTae
Mailke BUETBEPO B CKYITUEHHSX CIIOPOKApIIiiB, 1110 BiAMOBIAa€ cTaaii
MEePEXoAy CIIOp 0 CTaHy CIIOKOIO 1 MOJANIBIIIOMY TPOPOCTAaHHIO Ta
po3BHUTKY ramerodita. Bimomo, 1o B CIOpoOBHUX POCIHH T10epemiHu
KOHTPOJIIOIOTH Tpoliecu mpopoctanns cnop (Anterola et al., 2009;
Zhang, Dai, 2010). Tomy BOauaeThCs NEpCIIEKTUBHUM BUKOPUCTAHHS
€K30TeHHUX TiOepemiHiB I ONTUMI3allii MPOPOCTAaHHS CHOp 1
¢dopmyBaHHs ramerodita nanoporeit y KynbTypi in vitro.

Metonom BHUCOKOe(EKTHBHOI piAMHHOI XxpomaTtorpadii-mac-
cunekrpometpii (BEPX-MC) B opranax S. natans uamu Oyno
inenTudikoBano ribepenin I'K,, JMHAMIKa BMICTY Ta JIOKali3allis
SKOTO Jaf0Th 3MOTY BIJHECTH TOPMOH [0 TpPyIH «pPOOOUUX)»
ribepeniniB. BusBieHo, 1o y cnopodiTi KOHIIEHTpallis KOH I0TroBa-
Hux (opm 'K, i ribepeniHonomiOHX peYoBUH NEpeBakaia Hal
BMICTOM KOH IOTOBaHUX. Y Tporeci (popMyBaHHS Ta I03piBaHHS
crop Bmict I'TIP i kon’rorosanoi I'K,y cropokapmisix 3pocras.
Xapakrep posnoniry I'TIP B opranax narnopoti HOKH yHEMOKIIUBIIIOE
OCTaTOYHE BHU3HAYEHHSI OCHOBHOIO MICISl CHUHTE3y Ti0epesiHiB,
MPOTE 3pO3yMLJIO, 1110 BOHO BiJIMIHHE BiJl TAKOTO Y BUIIUX POCIIHMH, B
SKHX JIOHOPOM TiOepesiHiB BBAKAEThCSA HA3€MHA YacTHHA.

Ha Bcix ¢enHonoriunux ¢aszax po3BUTKY cHopodita HaMH
OyB BcTaHoBieHui 3HauHWi BMmicT I'TIP B opranax Polystichum
aculeatum. Haii6inp1ny kinbkicts BitbHUX popm I TIP 3apeectpoBano
y Basx mia 4ac (OpMyBaHHS COPYCIB Ta CIIOPOHOIICHHS, TOMl SK
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Tabnuys 3. Bmict ridepeniHononionux pedoBun B opraHax Polystichum aculeatum
Ha pisHuUX (eHonoriunux ¢aszax po3BHTKY cnopodira (MKI/T cHPOi pe4OBHHH B
exsiBasenTi 10 I'K,). X+SD, n =9

®enonorivyna daza Opran Opakuii ['TIP
PO3BUTKY eTuianeTarHa (BibHi) | OyTaHONbHA (KOH TOTOBaHI)
rescuBHuii pict Bai 1,45+0,07 2,39+0,012
KOpEHEeBHINa 0,48+0,02 2,08+0,10
DopmyBaHH Bai 2,25+0,11 0,64+0,03
copyciB KOpEHEeBHINA 0,620+0,03 1,52+0,08
Crioporomexs Bai 2,11+0,11 1,44+0,07
KOpEHEBHILA 0,61t14 2,630+0,13
Tlitns sereratis Bal 1,70+0,09 2,320+0,12
KOpPCHEBUINA 0,55+0,03 2,99+0,15
Ocims BereTanis Bai 0,65+0,03 0,67+0,03
KOPCHEBUILA 0,60+0,03 1,94+0,10
3umoBa BereTalis Bai 0,45+0,03 0,80+0,04
KOpEHEeBHILa 2,09+0,10 2,44+0,12

y a3l IHTEHCHUBHOIO pPOCTY JIOMIHYBaJd KOH IOrOBaHi (opmu
ropMoHa. B rmepioq OCiHHROI Ta 3MMOBOI Bereramid y Basx
crioctepiranocs cyrreBe 3HmwkeHHs BMicty [TIP. V Bcix mocmimxe-
HUX (azax PpO3BUTKY B KOPEHEBMI IMEpeBakajld KOH IOrOBaHi
(dbopmu TOpMOHA, MAKCUMYM SIKUX TPHUIAB Ha a3y JiTHHOI BereTarii
(tabn. 3). BusBiaeHe B HamuUxX JOCHTI/DKCHHSX JIOMIHYBaHHS
kon’toroBanoi opmu I'TIP y xopeneBui cnopodira P. aculeatum
BKa3y€ Ha HAKONMHWYYyBaJIbHY (YHKIII0O TOpMOHa. 3adikcoBaHe
30UTBIIEHHST KUTBKOCTI KOH’toroBaHoi Ta BinbHOI ¢opm ITIP y
3UMOBUN Tiepiox Beretarii (Tabn. 3) omocepeakoBaHO BKazye
Ha MPUYETHICTb TOPMOHA JO Pperyislii NpoLeciB 3aKJIagKu B
KOPCHEBHIII HOBHMX BECHSHMX Bail. 3MIHM B CITIBBIJHOIICHHI
BIJIHMX 1 KOH IOTOBaHUX (POPM /103BOJISIOTH MPHUITYCTUTH, L0 BMICT
aktuBHUX ¢opmM ['TIP 3pocTaB He nuile 3a paxyHOK CUHTE3Y de novo,
a 1 IIUIIXOM BUBUIBHEHHS 3B’ 13aHUX QOpPM.

Meronom BEPX-MC Oyno BHSBIEHO JIOMIHYBAaHHSI BUIBHOI
dopmu I'K, y Basx manopoti P. aculeatum ympomoBx mepuioi ta
TpeThoi peHosoriunux (a3 po3BUTKY criopodita. B mepion miTHROT
BereTanii Bi0ynocs pi3ke 3pOCTaHHS BMICTYy KOH IOrOBaHOI (hopMH
ropmMoHa. Y daszax (QopMyBaHHS COpPYCiB Ta OCIHHBOI BereTarlii
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Tabnuys 4. Bmict T'K, B opranax opramax Polystichum aculeatum wa pizuux
(enonoriunux gaszax po3BuTKy cnopodira (MKr/r cupoi pedopunu). X+SD, n =9

®enororiyna daza Dpaxuii 'K,
Oprax :
PO3BUTKY eTmIarerarHa (BinbpHa) | OyTaHoNbHA (KOH IOTOBAaHA)
encuBHui pict Bai 1,90+0,10 1,33+0,07
KOpEHEeBHINA 0,69+0,03 2,95+0,14
DopMyBaHHS Bai 0,97+0,05 1,14+0,06
copyciB KOpPEHEBUILA 1,10+0,06 1,99+0,10
Criopotomers Bai 2,09+0,10 1,80+0,09
KOpPCHEBHILA 0,65+0,03 2,01+0,10
Jlitas sereranis Bal 1,01+0,05 4.53+0,23
KOPEHEBUINA 0,84+0,04 3,55+0,18
Ocims sererawis Bai 0,81+0,04 0,80+0,04
KOpEeHEeBHILa 0,65+0,03 3,25+0,16
3iMoBa BereTanis Bai 0,86+0,04 1,13+0,07
KOpPEHEBHIIA 1,32+0,07 2,06+0,10

BMICT BUILHOI Ta KOH 1oroBanoi gpopm I'K, sHaxonuBcs y Onu3sbkux
MeXKax, TOII SIK ITiJ J4ac 3UMOBOI Bererarii KiIbKICTh KOH IOTOBaHOT
'K, 3H0BY 3pocna (1admn. 4).

VY kopeHeBMIaXx Ha BCiX (heHOJOriUHMX (pa3zax INepeBakana
xon’rorosana popma I'K,, npore nin yac GpopmyBaHHs cOpyCiB Ta
3UMOBOI BereTarlii 3a)ikcoBaHO pPi3Ke 3pOCTAaHHS BMICTY BiIBHOL
'K, (Tabmn. 4).

Otxe, MakcumanbHHii BMicT BinbHHX ¢(opm ITIP y Basx
3adikcoBaHul y (a3l aKTUBHUX METa0OJIIYHUX TPOLEeciB (TIEpBUH-
HUM pict, yTBopeHHsa cmop). Piske 3pocranns Bmicty [TIP i
I'K, y xopenesuiiax BiIOyBaiocss B Iepioj] 3MMOBOI BereTailii,
IO BIQIIOBIAAJIO 3aKJIAJaHHIO HOBHUX BECHSIHHUX Baill. Busasieni
OHTOTCHETUYHI KOJMBAaHHSI piBHA (PITOTOPMOHIB  J103BOJISIOTH
CTBEPKYBaTH, M0 (YHKIIOHAJIbHA AaKTUBHICTb Ti0OepeiiHiB
P. aculeatum Taka cama, K 1 B pOCJIMH 1HIIUX CUCTEMaTUYHUX IPYII.

Ha Bcix pocnmimkeHux (aszax po3BUTKY B opraHax cropodira
Driopteris filix-mas Bussineno Bucokuii BMmict ['TIP. HaiiGinbury
KUIBKICTh BUTbHOT (OpMH 3apeecTpoBaHO y BasgxX Miag dac
iHTeHCUBHOTO pocTy. Bucokwuii BmicT aktuBHOI (opmu I'TIP GyB
TaKOX MPH J03pIBaHHI COPYCIB Ta BUCIBaHHSA criop (Talm. 5).
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HominyBanus 3B’s13aH0i ¢popmu ['TIP crioctepiranocs y Basx Ha
TPHOX OCTaHHIX (pa3ax pO3BUTKY, TONI SK BUIbHI aKTHUBHI (HOpMH
TOPMOHY T[€peBakalld BIPOAOBXK MepHIMX JABOX. HalBuiuit
cymapuuii Bwmict [TIP 3adikcoBaHo mnpu BuciBaHHi cmop. Y
(a3l 3aBepiieHHs Bererarii ¥ BIAMUpPAHHS HAJ3€MHOI YaCTUHU
criopodirty BmicT I'TIP y Basix cyrTeBo 3MeHmuBes (Tabdi. 5). Ha Beix
JOCTIDKEHUX eTanax PO3BUTKY, OCOOJIMBO MiJ 4Yac 1HTEHCHBHOTO
POCTY Ta BUCHTIAHHS CTIOP, Y KOpeHEBUIII nepeBaxainu 3B’ s3aHi ['TIP,
10 OMOCEPEAKOBAHO 3aCBiAUYE aKyMy/tody (QYHKIII0 HUX GopM
ropmoHa. Ha erari 3aBepiieHHs BereTamii i BiIMUpaHHS HaJJ3eMHO1
YaCTUHU Yy KOpEHEeBWINl 3adiKCOBaHI MaKCHUMaJIbHI 3HAYEHHS
BMICTY 3B’si3aHuX Ta BUIbHHUX (opMm I'TIP (Tabm. 5), mo Bkasye Ha
MOXIIUBY Y4acTh TiO€peiiHiB y peryssmii mporuecy 3akiaJKku Ha
KOPEHEBMIIII HOBUX BECHAHMX Baid. JlominyBanus BitbHUX opm 'K,
y Basx CIOCTEpIrajgocs MpHU IHTEHCUBHOMY pPOCTi Ta (HopMyBaHHI
CTOp, TOAl SIK MiJ Yac CIIOPOHOUICHHS Ta 3aBEpLICHHs BereTaii
JIOMiHYI04O0I0 Oyiia KOH ForoBaHa ()opMa TOPMOHA, a BMICT BUTBHOI
'K, 6y miniManbauM. Ha Beix (asax, oKpim Jpyroi, y KOpOHEBHIILI
nepeBakajia KOH loroBaHa (popma ropmoHa, Imiku sikoi 3adikcoBai
Ha TI0YATKy Ta HAIIPHUKIHI PO3BUTKY criopodiTy (Tadm. 6).

Panime (Binenbaum et al., 2018) naromomryBanocs, 10 picT,
PO3BUTOK Ta aJanTallis pOCIHH 3aJeKaTh Bij Jii TOPMOHIB, cepel
SAKUX Ti0epeniHu, Ta IHIIMX CHUTHAJIBHUX MoJiekyia. Jlokamizaris
i tpancnoprysanns 'K, T'K , ra T'K, nocmimkeni B He3Ha4HOI
KibKocTi BUiB pociuH. Ko toratu 'K Takox po3misgarorbes siK
JOIaTKOBUH (pakTop, SIKMI BIIMBA€E HA JIOKATI3aIlil0 Ta TPAHCIOPT
rioepeniniB (Piotrowska, Bajguz, 2011). Omxke, Ha mnoOYaTKy
i HampukiHIl Bereramii eHJOreHHI TiOepeniHu JIOMiHYyBalu
B KOpPEHEBHIl cropodiTa, TOAl K PENpPOAYKTUBHUH Tepiof
BiJI3HAYaBCS TEPEBaKaHHSAM TOPMOHA Yy BasX MAmopoTi. 3MiHU
CHIBBITHOIIIEHHS BIJIbHOI Ta KOH IOTOBaHOi JOpM ropmMoHa Mija 4ac
PO3BHUTKY crHopo(iTa IO3BOJSIOTH TPHITYCTUTH, IO 3POCTAHHS
BMicTy akTuBHEX (hopm 'K, BinOyBanocs sk 3a paxyHOK CUHTE3Y de
novo, TaK 1 IUIAXOM TpaHchopMallii KOH I0roBaHuX (Gopm.
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Tabnuys 5. Bmict riGepesninonoaionux pedoBuH B opranax Dryopteris filix-mas
Ha pi3HHX QeHoNOTiYHNX a3ax pPO3BHTKY cmopodira (MKI/T cHpPOi pe4OBHHH
exBiBasienTHo 10 I'K)). X+SD, n =9

®denornoriuna Opaxuii ['TIP
basap O3BUTY Opran eTuianeTarHa (BipHa) | OyTaHONbHA (3B’s3aHA)
cnopodity
irencuBHuii pict Bal 2,74+0,13 0,66+0,03
KOPCHEBUILA 1,11+0,06 2,29+0,11
DopmyBaHHS Bai 1,93+0,10 0,64+0,03
COpYCiB Ta criop KOpEHEeBHILA 1,51+0,08 1,64+0,09
. Bai 1,99+0,01 2,24+0,11
LR I pese— 1,27+0,06 2,320,11
Crioporomeris Bai 0,7540,04 2,64+0,12
KOpPECHEBHINA 0,47+0,02 1,21 £0,07
3aBepIueHHs Bai 0,06+0,01 0,63+0,02
BereTanii KOPEHEBHIIA 0,47+0,02 2,79+0,13

Tabnuys 6. Bmict enorennoi I'K, B opranax cniopodira Dryopteris filix-mas na pisanx
(enonoriunux gaszax po3BUTKY (MKr /T cup. p.). X+SD, n=9

daza po3BUTKY Bas Kopenesuie
criopodity BiIbHA KOH'IOTOBaHa BiJIbHA KOH'IOTOBaHa
[HTeHCHBHHUIA picT 0,90-+0,05 0,40+0,02 0,66+0,03 0,80+0,04
DopmyBaHHS CIIOp 0,73+0,04 0,5140,03 0,59+0,03 0,51+0,03
Jlo3piBaHHS criop 0,63+0,03 0,69+0,04 0,58+0,03 0,650+0,03
CHOpOHOIICHHS 0,50+0,03 0,71+0,04 0,52+0,03 0,58+0,03
3aBepIIcHHs BereTarii 0,32+0,02 0,53+0,03 0,51+0,03 0,75+0,04

Takum 4YWHOM, MpPOBENEHI HaMU JOCTIKEHHS 3 BHUBYCHHSA
ocobnmMBOCTel akyMmymsimii Ta Jokamizamii ribeperiHiB B OpraHax
nanopoteit Salvinia natans, Polystichum aculeatum 1 Dryopteris
filix-mas Ha pizHUX (eHomoriyHux (azax PO3BUTKY CHOpodiTiB
NoKa3aay, II0 OpraHd namopored (Bai, IUIaBaiodi Bai Ta
KOPEHEBMIIA) HE BIIPIZHUIMCS 3a SKICHUM CKJIQJIOM TiOepeniHiB.
JlnHamika HAKOITMYEHHS 1 JIOKAJTi3allis 'K, no3Bossitorh BIJTHECTH
TOPMOH JI0 TPYIH «po004MX» Ti0epeniHiB, sKa 3aisiHa B PeTyIsLii
(1310JI0T1YHUX MPOTIECIB.
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Hurokininm
H.II. Beoenuuosa

3acanvha xapakmepucmuka YUmoKininie

[IpuponHi UMTOKIHIHM € TOXIIHUMHU aJeHIHY 3 130IPEHOIAHUM
ab0 [MKIIYHUM OIYHUM JIAHIIOTOM, MPHUYOMY TEpIINA TUI
MepeBakae B POCIMHHOMY [apCTBi. BUPI3HAIOTE 4 OCHOBHUX THUIU
130IPEHOTAHMX HUTOKIHIHIB: 130NE€HTeHUIaIeHIH (HeMoaupikoBaHU I
OIYHMI JIAaHIIIOT), TUTIApO3eaTHH (HACWYCHUH TMONBIMHUI 3B’SI30K
y OIYHOMY JNaHIIOTY), yuc- 1 mpawnc-3eaTuH (CTepeoizoMepu 3
TIPOKCUIILOBAaHUM O14uHUM JaHItorom). [Ipu 3B’s3yBaHHI G1YHOTO
130MEHTEHIJIBHOTO JIAHIIOTY 3 TIIIOKO3HUM 3aJIUIIKOM YTBOPIOIOTHCS
O-rmoko3uan. Jlo MUTOKIHIHIB 3 QpOMATHYHUM O1YHHMM JIAHITFOTOM
BIIHOCATH OCH3WJAACHIH, KIHETHH 1 TomomiH. [lpuennanns m0
NYPUHOBOTO KUAbLA aJ€HIHA 3aJUIIKy puO03d MPU3BOIUTH
70 YTBOpeHHs pubo3uiiB, a (opdopuinroBanHS OCTaHHIX — [0
BUHUKHEHHS pUOOHYKJIEOTH/IIB, IPUETHAHHS TIIFOKO3HOTO 3aJIMIIKY
— o 6iocunTesy N-rroko3uaiB (Osugi, Sakakibara, 2015).

[301IpeHOIIHI HIMTOKIHIHU Y POCIIMH CHHTE3YIOTHCS MPHEIHAHHSIM
710 aJIEHIHOBOT MOJIEKYJIH, 1110 YTBOPIOEThCA IIPU PO3Mal aJleHO3UH-
5-bocdarie (ATD, AP #t AM®) i TPHK, i30mpenoignoro
3aJIMIIKY, TOHOPOM SIKOro Moxe OyTu abo mimerinmaminmidocdar,
a0o rimpokciMeTinoyTeHaudocdar. ¥ BUIUX POCIUH TOJOBHUM
NEPBUHHUM TPOAYKTOM OIOCHHTE3y € HEaKTUBHUM HYKIICOTU
130IIeHTeHIaIeHIHY, yTBOpeHHS AKkoro 3 AM® 1 IMAD® karainizye
depment 3omeHteHutTpancdepaza (IPT) (Kakimoto, 2001;
Sakakibara et al., 2005). ¥ renomi apaGigoncucy ineHTH(]IKOBAaHO
8 reniB, mo koxytoTh IPT. Excripecis reniB IPTI, IPT5 i IPTS
BiIOYBa€ThCs y MIACTHAX, BCIX 1HIIUX — y nuToriazmi (Miyawaki
et al., 2004). IIpocropoBa JoKami3allis T€HHOI EKCIpecii TaKoxk
cnenudiuna: /P71 3HaiiIeHO B KOPEHSX y KIITHHAX-IONEPEIHNKAX
¢droemMu, JUCTKOBUX Ma3yxax, ciM’siOpyHbKaxX, HE3pIOMY HaCiHHI,
IPT3 —y TkanuHax ¢uioemu, /PT4—B eH10CTIepMi HE3P1JIOTO HACIHHS,
IPTS5 —y narepanbHUX KOPEHEBUX TPUMOPIiSNX, KOPEHEBUX BOJIOCKAX,
30HaxX OMNAaJAHHsA JUCTKIB, /PT6 — y HaCIHHEBUX Karcynax, [PT7 —y
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doemi, eHI0AEpPMI 30H BUAOBKEHHS KOPEHs, TpaxoMax MOJIOJUX
JMCTKIB, MUJIKOBUX TpyOKax, /P78 — y He3pinomy HacinHi (Murai,
2014). IToniOHMIA pO3MOALT T€HIB, 110 KOAYIOTh KIOYOBHH (EePMEHT
CHUHTE3y LIMTOKIHIHIB, CBIIYUTH MPO MOXJIMUBICTH OIOCHMHTE3y LUX
TOPMOHIB y PI3HHX YaCTUHAX POCIMHHOIO OPTraHi3My.

KonnenTpariiss NUTOKIHIHIB y KIITHHAX 1 TKaHWHAX 3aJICKUTh
BiJl MIBHJIKOCTI IXHBOTO OlOCHMHTE3y, MeTaboi3My, 1HAKTHBAIil
Ta JAerpajauli, Ha CIIBBIJIHOIIEHHS SKHUX BIUIMBAIOTh BHYTPILIHI
Ta 30BHIMHI ¢akropu. BimbHi (OpMH ITUTOKIHIHIB € HaWOLIBII
aKTUBHUMHU Yy (i310J0TIUHOMY CEHCI TOPMOHAaMH, BOHU MalOTh
HaWBHIIY CTIOPITHEHICTh O PEIENTOPIB UTOKIHIHIB. Y 3B’s3aHUX
dbopM, 0OCOOIMBO TIIFOKO3UAIB, KOHCTAHTA TAaKOi CIOPITHEHOCTI
HaJ3BUYaiiHO HU3bKa (Pomanos, 2009).

3a (yHKIIOHATHHUM 3HAYCHHSIM TIOXiJHI ITUTOKIHIHIB MOXHa
PO3IUINTH Ha TPYIH: aKTHBHI (BUIbHI) OpMH, 5K 3/1aTHI 3B’ sI3yBa-
TUCSL 3 PELeNTOpPOM 1 CHPUYMHATH (i3i0JMOTiYHY BiATIOBIIb;
TPAHCIIOPTHI (POPMU, y BUIVISAAI SKUX HUTOKIHIHU TEPEMIITYIOThCS
1o pociuHi (pubo3uan); 3anacHi GOpMHU, K1 JIETKO IEPETBOPIOIOTHCS
Ha BUIBbHI aKkTUBHI B pa3i morpedbu (O-IIIOKO3HUIM); MPOIYKTH
JIeaKTHBAIlii, sIKI YTBOPIOIOTHCS /I 3HIKEHHS PIBHSA €HIOTEHHUX
UTOKIHIHIB (N-TJIIOKO3H/N ); KOH FOTaTH, yTBOPEHHS SIKUX TIOB’ I3aHO
3 JIi€I0 IIUTOKIHIHIB (TOpMOH-penenTopHuid Komruiekc) (Mok, Mok,
2001).

OxpiMm ¢depMeHTIB, IO KaTali3ylOTb YTBOPEHHS 3TaJaHUX
MeTaboMITIB, CyTTEBUH BIUIMB Ha PETYJSALII0 HAJIEKHOTO PIBHS
BUIBHMX IUTOKIHIHIB CIIpaBIs€ AaKTUBHICTh ITUTOKIHIHOKCHIA3H
(CKX), depmenrta, sKuil HE3BOPOTHBO PO3LICIUIIOE OIYHUI
JAHIIOT  130IPEHOIMHUX [UTOKIHIHIB. AxkTuBHICTH CKX Oyna
3apikcoBaHa y BEIHMKOI KITBKOCTI BUIIB BHUIIHUX POCIHH, a TAKOXK
y HIOKYHMX oprasizmiB (Moxi, Tpu0iB) (Frébort, 2011). [30hopmu
CKX' BIigpi3HAIOTBCA 32 BHYTPIIIHBOKIITHHHOIO 1 TKAaHUHHOIO
nokanizamiero. OBepekcnpecis CKX npu3BoauTh 10 yTBOPEHHS
[UTOKIHIH-Ie(DIIUTHUX POCIIHH 3 HE3BUUAHHUM (DEHOTHUIIOM, 3MiHU
SIKOTO I ITBEPDKYIOTH ITPOBIAHY POJIb IIUTOKIHIHIB y (hOpMYBaHHI Ta
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(yHKLIOHYBaHHI MEPHCTEM KOPEHs i MMaroHa, a TakoX y CTBOPEHHI
JOKaJbHUX arparyrounx neHTpis (Werner et al., 2003).

[{uTOKIHIHM B POCIMHHOMY OpraHi3Mi [iIOTh SIK CHUTHaJIbHI
MOJIEKYJIH, 10 MepeNalTh 1HPOPMAII0 CTOCOBHO PI3HOMAaHITHHX
YHHHUKIB OTOYYIOUOTO CEPEIOBHIIA HA TEHOM KITITHHH, 3aITy CKatOUH
BIIMOBIIHY PEAaKIliI0 y BUINISAL OlTKOBOro cuHTe3y. KirouoBum
MOMEHTOM B I[bOMY IIPOLIEC] € B3a€MOJisi TOPMOHA 31 CHeHU(PIUHUMHU
perenTopaMu, sKa TPU3BOJUTH JO NEPETBOPSHHS CHTHAlA Yy
BiAmoBinb. Maibke 90% penentopiB acoliioBaHi 3 MeMOpaHaMH
eHJIoTIa3MaTu4YHOro petukynymy (Romanov et al., 2018). Lle ne
BUKJIIOYA€ HASBHOCTI PELENTOPIB Ha IMOBEPXHI KIITHUHH, IMPOTE
peleniiisi [MUTOKIHIHOBOTO CHUTHANy, OYEBUAHO, BiAOyBaeThCsS
NEPEBAXHO B CEPEIUHI KIITHHH.

Y pociuH (GyHKIIOHYE JIBOKOMIIOHEHTHA CHCTEMa Iepeaadl
[MTOKIHIHOBUX CHUTHANIB, SKa CKJIAJA€ThCS 13 CEHCOPHOI TiCTH-
IMHKIHA3M (PeLenTop) 1 peryasTopa BiAMmoBiai (TpaHCKPHITLIHHMUHA
¢daktop). Bona nie 3a THMHM X NPUHIUNAMH, O ¥ B I1HIIUX
opraHizMmiB (0akTepiif, TBAPHH): TOPMOH 3B’ S3y€THCS 3 PELEITOPOM,
pO3TalIOBaHUM Ha MeMOpaHaX, B Pe3yJIbTaTi 4Oro YTBOPIOETHCS
CUTHAJI y BUIVISAI aKkTUBOBaHOTO (ocdara, sIKU 32 JOTIOMOTOI0
TPAHCMOPTHUX OLIKIB NEPEHOCUTHCS Ha IEPBUHHY KIIITUHHY MIILICHb
(renm Bigmoini) (Kieber, Schaller, 2014; Ziircher, Miiller, 2016).

[urokininu O6epyTh y4acTh y (hOpMyBaHHI Ta (PyHKIIIOHYBaHHI K
BEreTaTUBHUX, TaK 1 FTEHEPATUBHUX OPraHiB POCIUH HA BCIX CTAJisAX
OHTOTeHE3y. BOHM perynoroTh MO KJIITHH, KOHTPOJIOKUU BCI
cTaiii KIITHHHOTO MWKy, Ta IXHIO MONAJbITy JU(EpeHIIiallito
(Shaller et al., 2014). ®opmoTBopua (yHKIIS IUTOKIHIHIB Mae
TKaHUHOCHEIM(IYHUI  XapakTep: y TKaHMHAaX BEpPXIBKOBOI
MEpPHCTEMU T[aroHy BOHU BHUCTYMAIOTh Yy pOJIi TO3UTUBHOTO
peryistopa pocTy, a y KOPEHEBHUX MepHCTeMaX — HETaTHBHOTO
(Kyozuka, 2007). IIpunyckaroTb, 1110 TaKa HEOJHO3HAYHA /115l OTHOTO
TOpMOHA MOKE 3aJie)KaTu Bijl KOHIIGHTpaIlii, Sika, B CBOIO Yepry,
BU3HAUAETHCSA AKTUBHICTIO PI3HUX OUIKOBHX TPAaHCKPHUIILIHHUX
dakropis (Dello Ioio et al., 2012; Scofield et al., 2013; Takahashi et
al., 2013).
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VY KOpeHSX HUTOKIHIHM BUKOHYIOTh HE TUTbKU (PYHKIIIT pOCTOBOTO
peryinsitopa, ajie i KOHTPOJIIOIOTh 3aTHICTh IOTIMHATH TOXUBHI
PEYOBHHH 3 HABKOJUIIHLOTO cepemoBuina (Argueso et al., 2009).
BoHu € HallBaXKIMBIIMMH PETYIIATOPAMU a30THOTO METaboIi3My B
pocnud (Kibaetal.,2011), BinirpatoTs KJIF04OBY POJIb B OpraHOTEHE31
a30T¢IKCYIOUMX KOPEHEBUX OyIIb0040K y 0000BUX pociuH (Suzaki et
al., 2013), mokpaurytoTs eQeKTUBHICTh a30TdiKcalii, MiABUITYIOUN
aKTUBHICTh HITpaTpenykTa3u Ta HitporeHasu (Frugier et al., 2008).

[{uToKiHIHK € HEOOXiTHHUM PEryJsTOpPOM IEPBHHHHX IPOIECIB
YTBOPEHHS JIUCTOBOI IJIACTUHKY 3 JIaTEePaIbHUX JUISTHOK aliKalbHOT
Mepuctemu marona (Shany et al., 2010). docmikeHHs MyTaHTIB
apabifoNCcucy MPOAEMOHCTPYBAIM 3alekKHICTh (DOPMHU JHCTKIB Ta
MO3aTYHICTh iXHIX KJIITHH BiJl PiBHS €HIOTEeHHHX IHUTOKiHiHIB (Li
et al., 2013). [Ipormec cTapiHHS Ta TOXKOBTIHHS JIMCTKIB TIOB’ sI3aHUM
AK 13 piBHEM EHJIOTeHHUX NHTOKiHIHIB (Zwack, Rashotte, 2013),
TaKk 1 31 3MaTHICTIO IIMX TOPMOHIB BIUIMBATH HAa TEPEMIIICHHS
ACUMIJISITIB, HAKOTIMYEHHS ()OTOCHHTE3YIOUUX MITMEHTIB Ta O10TeHe3
xnoporuiactiB (Kulaeva et al., 2002). [{uTokiHIHM BIUIMBalOTH Ha
TpaHCHIpalilo, CTUMYIIOIYH BigkpuBaHHS mpoauxiB (Acharya,
Assmann, 2009).

[ndopmariiine crnomydeHHS MK HAA3EMHOI0 M MiA3€MHOIO
YaCTUHAMH POCJIMHHU BiIOYyBAa€ThCS 3a ydacTi IUTOKIHIHIB, IMpH
IbOMY MOJICKYJIM 3 BapiallisiMd CTPYKTypH OIYHOTO JIAHIIFOTa
MOJIEKYJIM TOPMOHA, BIpOTiHO, MEIIOI0Th Pi3HI O10JO0T14HI CUTHATIN
(Pomanog, 2009).

[urokiniHM OepyTh yd4acThb y PpEryismii pi3HUX acIeKTiB
PENPOIYKTUBHOTO PO3BUTKY POCIIMH BiJ iHimiaIii uBitinas (Bernier,
2013), ¢opmyBanns kBiTok 1 3amwieHHs (Han et al., 2014) no
3akyiagaHHs HaciHHeBuX 3a4atkiB (Cheng et al., 2013), no3piBanHs
HaciHHA i GopmyBaHHA oniB (Jameson, Song, 2016).

Peakuisi pociMH Ha BIUIMB PI3HOMAHITHUX HECHPUSTIMBUX
YUHHUKIB 30BHIITHLOTO CEPEIOBHIIA OB’ A3aHA 3 €0 IUTOKIHIHIB,
Opyd LOMY BMICT TOPMOHIB MiJTPUMY€ETHCS B TKAaHHMHAX TaKUM
YUHOM, 1100 PETryJIIOBaTH ONTHUMAIBHHN OajaHC MK HETaTUBHUM
e(eKTOM TopMOHa Ha CTIMKICTh 1 MO3UTHUBHUM e(eKToM Ha picT
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1 po3Butok (BecenoB u np., 2017). ManinmymioBaHHS DPIBHAMHU
[MUTOKIHIHIB Ta IUTOKIHIHOBUMH CHTHAJaMH € IHCTPYMEHTOM JIJIst
YOPaBIiHHS CTPEC-TOJCPAHTHICTIO, a OTXKE€ W MPOIYKTUBHICTIO
pocinuH 3a ctpecoBux yMoB (Ha et al., 2012).

CurHanpHI IUIISXHW ITUTOKIHIHIB TICHO TIEPETUHAIOTHCS U YTBOPIO-
I0Th €IUHY IHTETPAaTHBHY CHCTEMY 3 IHIIUMH (HITOTOPMOHAMH, B
SKIM BOHH 311HCHIOIOTH YIPABIIHHA SK IPOrpaMaMH BHYTPILIHHOTO
PO3BHUTKY, TaK 1 pErymioloTh BIJIMOBIII Ha 30BHIIIHI BIUIMBH
KOMIUIEKCHO, NUISXOM CHHEpPridyHoi a0o aHTaroHiCTU4YHOI il
(EI-Showk et al., 2013; Yang et al., 2014). B3aemo3B’s13ku Mixk
LIUTOKIHIHAMM ¥ aykcuHamu, riGepeninamu, ABK, ertunenom,
KACMOHOBOIO KHCJIOTOI0, CTPITOJIAKTOHAMH HOCSTH 37e01TbIIOro
AHTaroHICTUYHMIA XapakTep. 3MiHH, sIKi Bi1I0yBalOTbCA y MeTabo0Ii3Mi
OTHOTO TOPMOHA, Yy JIOCUTh IIBHJIKHH TEPMIH BiJOMBAIOTHCS
Ha eKcrpecii reHiB OIOCHMHTE3y Ta CUTHAMIHTY BCIX IHIIMX 1, 5K
HACIIZIOK, BiIOyBAa€THCS MEPETBOPEHHS MPAKTUYHO BCHOTO OaaHCy
ropMoHiB. Perymoroun 610CHHTE3 1 CUTHAJIIHT, TOPMOHHU YTBOPIOIOTh
CKJIaTHUI TOMEOCTAaTUUHUI MeXaHi3M, 1110 Ay>Ke TOHKO 30aJ1aHCOBY€
iXHI CIIBBITHOLICHHS 1 BU3HAYAE ApPXITEKTOHIKY LITICHOT pOCIUHH

(Liu, 2017).

Eesonwuin uumoxininie

Morsekyny TUTOKIHIHIB B €BOJIIOLIHHOMY BiTHOIICHHI € IyXe
KOHCEPBaTMBHUMH, BOHU IIPUCYTHI SIK Y BUTbHIH opMi, Tak 1 B CKiIa i
TPHK y Halipi3HOMaHITHIIINX OpraHi3MiB: OaKTepii, HIPKYMX 1 BUIIIHUX
pocnuH, y Tpubax, HEMaToAax, KOMax, JIOMUHHU. X0dua 332 PaxyHOK
poskiaganns TPHK Moke yTBOproBatucs nuilie He3HaYHa KiJIbKICTh
BUTbHUX IUTOKIHIHIB (TOJIOBHUM YWHOM YUC-3€ATHH), BBAXKAIOTh,
10 Ha moyatky eBodtoiii came TPHK Oyna mxepenomM mux Moiexy,
a MepIIUM KPOKOM Ha IIISAXY J0 BUKOPUCTAHHS iX SIK CUTHAJIBHUX
MoJieKyn Oynu mytarii. OcTaHHI NMpHU3BeNU 10 301IbIIECHHS YHCIa
rediB, mo xkoaywTh TPHK-130onenTeninTpancdepasy (Frébort,
2011). lInaxu 6iocuHTe3y W MeTa0OII3My IIUTOKIHIHIB y HIDKYUX
OpraHi3MiB 1 B MOKPUTOHACIHHUX CYTTEBO PO3PI3HAIOTHCS, L0 Ja€
MO>KJIMBICTB MPOCIIJIKYBaTH iXHIO €BOJIOLIIO.
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[TopiBHSIHHS TEHOMIB Pi3HUX POCIUH MMOKA3alio, IO B MeXaHi3Max
nepenadi  [MUTOKIHIHOBUX CHUTHANIB 3aiisHI TCHH, 1ICHTUYHI
reHam Oaktepiit. ['enn [PT Oynu ineHTtudikoBani y Pseudomonas
savastanoi, Rhodococcus fascians, Erwinia harbicola (Taylor et
al., 2003). Lle cnocrepexeHHs 103BOIMIO MPUIYCTUTH, 1110 OKpPEMi
CKJIaJIOBI CHCTEMH OI1OCHHTE3y ¥ MeTaboJi3My IMTOKIHIHIB OyiH
HaOyTi paHHIMH €yKapioTaMH dYepe3 TOpPHU30HTAIBHUI TepeHoc
TeHIB BiJ CTApOJABHIX IIaHOOAKTEpId B XOA1 €HI0CUMO103y, KU
NpU3BIB IO YTBOPEHHS XJIOPOILIACTIB 1 BHHHMKHEHHS PyOmcko
(Schmiilling et al., 2003; Anantharaman et al., 2007). [{luTokiHiau
BU3HAUCHI B Oararhox IlaHOOAKTepiid, Takux sK Synechocystis,
Chroococcidiopsis, Anabaena, Phormidium, Oscillatoria (Hussain et
al., 2010), a pomuan romosoriunux /PT-reHiB NpUCyTHI B €yKapioTiB
(Maruyama et al., 2009). V mianoGakrepii Synechocystis Oyno
BUJIIICHO IIUTOKIHIH-3B’A3YIOUHI O1710K 3 BUCOKOIO CIIOPITHEHICTIO
JI0 Mpanc-3eaTHHy, IO 3aTHUN aKTUBYBaTH TPAHCKPHIILIIO Oiilka
B xyopormactax sumeHto (KympusnoBa u nap., 2014). Takum
YHUHOM, HMOBIPHICTh BHUILE3TaJaHOTO IEPEHOCY T'eHIB 3 TOAAIBIITUM
YTPUMAaHHSIM iX B SIZIEPHOMY T€HOMI JOCHThH BEJIHKA.

IcHye nmpunyieHHs, M0 CUTHAIbHY POJb (PITOTOPMOHH IMOYAIH
BUKOHYBaTH JIMIIIE Y BOJOPOCTEH, TOAI SK y MEHII E€BOIIOILIIHHO
PO3BHHYTHX OpraHi3MiB BOHHU € TUIBKH MPOIYKTaMH MeTaboIizMy
(Kernick, Crane, 1997). ExkcnepumeHTaIbHUX TaHUX TS
MIATBEP/DKEHHST TaKoi MOMJIMBOCTI TOKM IO 3aMajo. Xoua
LIUTOKIHIHM ¥ MPHUCYTHI B PI3HUX BUJAIB BOJOPOCTEH, NPOTE T'€HH,
BIMOBIaNIbHI 32 iXHIM MeTabomi3M 1 pelemniito, HE BAAIOCA
inentudikysaru (Pils, Heyl, 2009; Gu et al., 2010). Ilepexin Bix
BOJIHOTO ICHYBaHHS 10 HAa3eMHOTO OyB KIIFOUOBMM B €BOJIOLIL
pociuH. Po3aMexyBaHHS MiXk 3€JIEHUMU BOJOPOCTSIMH i HA3eMHUMU
pocnuHamu, sike BimOymocs 750 MiaH pokiB ToMy (Zimmer et al.,
2007), cOopUYMHWIO HEOOX1IHICTh TPHUCTOCYBaHHS JO HOBUX
YMOB JKUTTS, TOSBH MOPQOJOTIYHMX 3MIH 1 HOBHUX Mporpam
PO3BUTKY, BUKOHAHHS SIKAX BHMAarajio HasBHOCTI CHTHAJIbHHX
cucrteM. Bce 1me 3Hainuwio BimoOpakeHHs Ha (i3ionoriyHoMy W
MOJIEKYISIPHOMY piBHsX. ICHye aymka, mo came morpeba OiibIoi
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KUTBKOCTI IMTOKIHIHIB, HDK 3BIUIBHIOBAJIOCS TPH PO3KIATaHHI
TPHK, nmpu3Bena 1o muBepreHiii nuisixiB 010CHHTE3y HMUTOKIHIHIB
Yy XOJli €BOJIOIIMHOTO PO3BUTKY H 3aKpIIUICHHS CHUHTE3Yy de novo
B KBITKOBHMX POCJIMH Ha TeHeTHUYHOMY piBHI. Came L mofist crana
HaWBaXXJIMBIIIUM KPOKOM Yy (POpMyBaHHI CHCTEMH TOPMOHAJIbHOT
perysnii B cyqacHomy Bursadi (Spichal, 2012).

[licna cexkBeHyBaHHsS T€HOMIB 0araTtbOX pOCIHH Pi3HOTO
CHUCTEMaTUYHOTO ITOJIOKSHHS B1J1 OTHOKJIITHHHHUX BOAOPOCTEH, MOXIB,
IUIayHIB 10 BUIIMX KBITKOBHX OyJ0 3A1HCHEHO (HiTOTeHEeTHYHUI
aHami3, SKUH HaJaB MOXKIMBICTH MPOCTIIKYBaTH TOXOKEHHS M
eBoIOIlit0 curHanmbHOi cuctemu 1mTokiHiHIB (Pils, Heyl, 2009;
Frébort, 2011). OueBumHOo, 1m0 ii OKpeMi KOMIIOHEHTH Oyau
HaOyTi pocCIMHAMHM TOCTYMOBO. Tak, OuTKH-(POCcPOTpaHCMITTEpH
MPUCYTHI y OakTepii 1 paHHIX €yKapioTiB, PEryIsSTOPH BIAIMOBIiI
Tumny B 3’sBUIHUCS B 3€J€HUX BOAOPOCTEH, TO/I SIK TICTUAMHKIHA3U
3 CHASE-nomeHoM (pernentopu) i peryisaTopu BiANOBigl THUIMY A
BUHHKJIM IMI3HIIIE B HA3€MHHUX POCIWH Yy BIIMOBIIb HA HOBI YMOBH
icHyBaHHs. lle moka3aHO y TMEpBUHHUX HAa3eMHHX OpraHi3MiB —
MOXiB Physcomitrella patens 1 Selaginella moellendorfii (Pils,
Heyl, 2009; Gu et al., 2010). KinpKkicTh penenTopiB 3aauIIanacs
OJTHAKOBOIO MOYMHAIOYH BiJ] MOXiB /10 KBITKOBUX POCIHWH, TOMI SIK
KUTBKICTh OIKIB 1HIIMX POAMH, 3aJisIHUX Y Tepeiadi CUTHAIIB,
noctynoBo 30umbmyBanacs (Heyl et al., 2012; Spichal, 2012).
Ile mpomeMOHCTPOBAaHO Ha MPHUKIAJAI TEHIB IUTOKIHIHOKCHIA3H,
YUCJIO SIKUX Y TPOIEC] €BOJIOIIT 30UIbIIYyBAIOCS 3 BiJIMOBIIHUM
3pocTaHHsIM (YHKIIH, XapakTepy eKcmpecii Ta CyOKITITHHHOI
JIoKaTi3arii, TMHnoBuX AJist Bulux pociud (Guetal., 2010). KinbkicTs
reHiB, mo koaytoTh TPHK-IPT, HaBnaku, 3meHImIacs Bij mecTa y
HIOKYUX MOXIB JI0 JIBOX y BHIIUX POCIHH, a TeHu [PT 3’sBuUmucs
mume y HaciHHeBux pociuH (Frébort, 2011). Bei HaBeneni Buiie
naH1 GUIOreHeTUYHOT0 aHalli3y TeHOMIB PI3HUX POCIUH € TOYaTKOM
JNOCHI/DKEHHSI [UISIXIB  €BOJIOLIMHOTO  PO3BUTKY CHUTHAJIBHOT
CHCTEMH IMTOKiHIHIB. BpaxoBytouu Te, mio auie B apadinorncucy
KOMITOHEHTH 11i€1 CUCTEMU BHBYEHO JI€TaJbHO, @ B 1HIIUX POCIUH
(dparMeHTapHO, MOPIBHAJBHUNA aHaji3 ekchpecii OKpeMHX TIeHiB
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1 QyHKIIH BIAMOBIAHUX OLIKIB HEMOXKIUBO 3IHCHUTH B MTOBHOMY
00cs31. Kpim Toro, BoueBHIb OpaKye JaHUX CTOCOBHO €BOJIIOIIITHO
HIDKYHX 1 CTapO/IaBHIX OpraHi3MiB, 30KpeMa, IPEICTaBHUKIB BIIILITY
NarnopoTenoaiOHuX.

Humokininu nanopomenooionux

HaifuncenpHimmow 1  HAWNOMIMPEHINIOW  TPyHoOl  cepes
CYIMHHUX CIIOPOBHX POCIHH € ManopoTenoaioHi. Xo4ya marmopoTi
CKIIQJIal0Th HAMOMMK4y CECTPUHCBKY TpYIy MJii HACIHHEBUX
pocaun (Pryer et al.,, 2001) i mopiBHSHHS IMX JABOX TIPYIl MOXeE
HAJaTu BaXXJIUBY 1H(GOpPMAIIIO NPO HUISIXM YTBOPEHHS I MOJAJbIILy
€BOJIIOLIII0 TOPMOHAJIBHOT CHUCTEMH, BIJJOMOCTEHl MpPO MeXaHi3MHU
¢byHKIIOHYBaHHA (DITOTOPMOHIB y ManopoTeil HEJOCTaTHBO, XOYa
BOHH, O€3MEepEevHO, 3aCIyrOBYIOTh HA YBary, OCKUIBKH JJO3BOJIVIH
BIDKHMBATH IIUM POCIHHAM YIpooBx 300 MUIBIOHIB POKIB.

JloCHiKEHHS y4acTi HIMTOKIHIHIB Y pO3BUTKY MarOpOTENOAi0HIX
30CepeKeH] TOJOBHUM YMHOM Ha 3’sICyBaHHI BIUIMBY €K30TCHHUX
TOPMOHIB Ha PICT y KyJibTypi. Byno BCTaHOBIEHO, 110 KiHETHH HE
BIUIMBAaB HA PICT MPOTOHEMH mamnopoti Mohria caffrorum Sw.,
MpOTEe 3HAYHO HiBeNIOBaB iHr10iTopHUi BB Ha Hhoro ABK (Chia,
Raghavan, 1982). IlutokiHiHu Oynu HEOOXiTHUM KOMIIOHEHTOM
KyJIBTYPaJIbHOTO CEPEAOBUINA IMPH MIKPOKJIOHAIFHOMY PO3MHO-
KEHH1 JeKOpaTUBHOI Tmanopoti Rumohra adiantiformis, BOHH
HEOOXilHI Uil po3BUTKY HOBOi puzomHoi macu (Chen, Read,
1983). bensunazeHiH, KU MOJOBXKYBAB KHUTTS 0araTbox 3pi3aHuX
POCIHH, CKOPOYYBaB Horo y manopoti Lycopodium cernuum (Paull,
Chantrachit, 2001). Pons nutokiHiHiB y perynsiii potomopdorenesa
BuBYAIIM T yac pocty Ceratopteris richardii (Spiro et al., 2004).
HagiTh myxe HU3bKI cyOHAaHOMOJISIpHI KoHIIeHTpallii BAII, kineTnHa
Ta 130MECHTEHUIAZICHIHA CHPUSUIM 3MIHEHHIO IIBHUIKOCTI POCTY,
MOJILTY, PO3TATYBaHHIO Ta audepeHIianii KITHH. Biapin BHUCOKI
KOHIIEHTparii 1HAYKyBaM (opMyBaHHS PH30IMiaIbHUX 3a4aTKiB
HIDKYE amiKaJbHOI MepucTeMH. Y POCIHH, IO POCIU B TEMpSBI,
BOHM TaKOX IHAYKyBaJd TOAll, ONOCEpPEAKOBaHI UYEPBOHUM 1
CHUHIM CBITJIOM, IO CBIAYUTH NP0 CTUMYIALIIO (PITOXPOMHUX
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1 KpuUnToxpoMHuX curHaiiB. Ilpore o00poOka 1HMTOKIHIHAMHU
HE 3aMiHsUIa M0 CBiTJa TMOBHICTIO, NMPHHAWMHI HE IHIyKyBaja
repMapOAUTHOTO PO3BUTKY a00 MPOPOCTAHHS CIOpP y TEMpSBI.
Kpim Toro, HMTOKIHIHM HE CTHMYJIOBAJIM CHHTE3y XJopodina B
pOCTYy4Oro B TeMpsiBi rametodiTta, sIKui Ha BIMIHY BiJ KBITKOBHX
POCIHMH 3[aTHUH YTBOPIOBATH 3pili Xjoporutactu 0e3 ceiia. Lli
JaHl TOKa3alld E€BOJIOLIMHUNA KOHCEPBATH3M KBITKOBUX POCIUH
i manopoTenoAiOHUX IMIOAO poJii LMTOKIHIHIB Yy  Peryssmii
dboromopdorenesy (Spiro et al., 2004). BueceHHs HTUTOKIHIHY pa3omM
3 IHIIUMH (ITOTOPMOHAMH B KYJBTypallbHE CEPEOBHUIIE CIPHIO
perenepaiii cniopodita Asplenium nidus L., Tomi sk rametodiT
po3BUBaBCs 0e3 JomaBaHHs peryisaTopiB pocty (Menéndez et al.,
2011). IIpu kyneTuByBaHHi manopoti Osmundaregalis L. mopdomnoris
Ta CEKCyaJlbHUW PO3BUTOK raMeTodiTiB 3ajekaB BiJl KOHIICHTpAIil
kiHetuHy (Greer et al., 2012). LluTokiHIHM pa3oM 3 ayKCHHAMH
Ta TibepeliHaMHd TPHUCKOPIOBAIM arioramilo B PEreHepOBaHUX
rameTtodiTiB manopoti Dryopteris affinis spp. affinis (Rivera et al.,
2018). 3earunpudosun, i3oneHTeninageHid i BAIl ne pnnuBanu Ha
YTBOPEHHSI HOBHX BY3JiB 1 picT crebna BogHol mamopoti Marsilea
quadrifolia L., Toal sk Ha PO3BUTOK KOPECHEBWINA IIi ITUTOKIHIHH
CTpaBISIM 1HTIOyrouMii e(eKkT MpomopuiiHO 10 KOHIEHTpaLii
it tpuBasocti o0poOku (Rolli et al., 2015). JomaBanus BAII y
KyJIbTypalibHE CEpPEeIOBHILE HE BIUIMBAJIO HA MPOPOCTAHHS CIOP
nepeBoBUHOI manopoti Alsophila odonelliana (Alston) Lehnert,
MPOTE 3HAYHO MOCHIIIOBAJIO MposTiepaliiro KIITHH 1 TPU3BOIUIO J10
YTBOPEHHS posranykeHux ¢imamenTiB (Bonomo et al., 2013).
OTxe, IMUTOKiIHIHM, OE3yMOBHO, BUKOHYIOTH (YHKIIi perysms-
TOpIB pOCTY ¥ po3BUTKY B mamopoteil. [Ipore, Bimomo, mio
(bITOrOPMOHU TIPH €K30T€HHOMY 3aCTOCYBaHHI Habararo MIBHLIE
MeTa0Ooi3yI0ThCs, HIXK €HJAOTeHHI, a HA/UIUIIIOK TOPMOHA MTOPYIIYE
TOPMOHAJIBHUNA OalaHC 1 CHpPUNMAETHCSI POCIMHAMHU SIK CTpecC
(Vedenicheva, Kosakivska, 2017). Tomy BUBYEHHS SIKICHOTO
CKJIay Ta KiJIbKICHOTO BMICTY €HJOT€HHUX IIUTOKIHIHIB B OpraHax
POCIHMH Ha PI3HUX CTAAISIX POCTYy Ta PO3BHUTKY, IMOPIBHAHHS IUX
MOKA3HMKIB 31 MIBUAKICTIO W CHPSAMOBAHICTIO POCTOBHX MPOILECIB
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Ta MOp(O(Di3i0N0TiYHUMH MOKA3HUKAMU € HEOOXITHUM eTaroM
JUTs 3’sCyBaHHS crien(igHOi POl X TOPMOHIB Yy MEBHOI TpymH
pocnuH. EHIOreHHI HIMTOKIHIHM, 30KpeMa 130NEHTEHIIaJCHO3MH,
OyIo BIieplie BUSIBICHO B JUCTKax Dryopteris crassirhizoma Nakai
(Yamane et al., 1983). 3a qormomMororo 6ioTecTy y BOIHUX HAOPOTEi
Azolla filiculoides Lam. BU3Ha4eHO aKTUBHICTh, sIKa BiAIMOBimana
3eaTHHy, 3€aTMHPHOO3MIY, AWTiIPO3eaTHHY, 130MEHTEHIIAJACHIHY
Ta 130TMEHTEHUIAICHO3UHY, a y Salvinia molesta D.S. Mitch. — nure
nepmuM TpboM nuTokiHiHaM (Stirk, Van Staden, 2003). YV Marsilea
drummondii A.Br. BCTaHOBJIEHO BMICT 3€aTHHY, 3€aTHUHPUOO3HIY
i 13onenreninaneriny (Pilate et al., 1989). Cnig Bin3HauuTH, 1110
MaropoTi, SIK 3eJIeHI BOIOPOCTI Ta MOXH, MICTATH JIMIIE JACKIJIbKA
3B’s13aHUX (HOPM ITUTOKIHIHIB — 130TICHTCHUIAICHIHA i 3eaTHHA, TO1
SIK BHIII POCIWHU MICTATHh OUIBII CKJIQJHUMA 1XHIM HaAO1p, 30Kpema
KOH’IOraT Jurifipo3earnHa. BucnoBmioBamacs JyMKa, HI0 CIOCIO
KOH IOTaIlil YCKJIQJHIOBABCS MapalielbHO 3 PO3BUTKOM BHIIUX
pocnuH (Auer, 1997).

YBary 10CiIHUKIB IpUBEpTaa BOIHA ANIOPOTh Salvinia molesta,
IHBa3WBHUN BWJ, [IUPOKO TIONIUPEHUH y BOMOMMAX MiBIEHHOL
Adpukn, 10 BIAPI3HAETHCA TyK€ MIBUIKAM POCTOM, 3acMIUy€e
BOJIOMMH 3 TIOBUIBHUM PyXOM BOAH, Ta € (PaKkTH4HO Oyp’ sHOM. Y
[IUX POCIUH OyJI0 BUIUICHO Ta iIeHTU(IKOBAHO 16 130TpEeHOITHUX
IMTOKIHIHIB 'y BHCOKIH KoHmeHTpamii. CraHOBWIa 1HTEpeC
MOXJIUBICTh BUKOPUCTAHHS I1i€1 POCIMHMU SIK JDKepesa [UTOKIHIHIB.
byno BcTaHOBIEHO, 10 MpH KyJAbTUBYBaHHI ii B CEpEAOBHUILE
MepexouTh Juiie 4 MHUTOKIHIHA B HEe3HayHId KiabkocTi. [licms
3aKJIaJaHHS TAnopoTi Ha KOMIMOCT 3a 14 MHIB BMICT IUTOKIHIHIB
3smeHmuBcs Ha 17% (Arthur et al., 2007).

Y BomHOi mamopoti M. drummondii enpgoreHHi ¢iTOrOPMOHU
JOCII)KYBaTd B 3B’A3Ky 13 BUBYCHHSM SIBHINA aliKaIbHOTO
JOMIHYBaHHS. Y BEpXIBKOBUX OpyHbKax BMICT 3eaTWHa Ta
3earuHpuOOo3uAa OyB 3HAUHO BUIIUM, HIK Y MOJOALIUX 3aiHTr100-
BaHUX OpyHBOK. Y TOM K€ 4ac, y cyOamikanpHii OpyHBIl Oyio
3HaliIcHO aHOMAaJIbHO BHCOKHH BMICT i30omneHTeHUIafeHina. Came
1151 OpyHbKa pO3MOYMHANA MIBUAKO PO3BUBATHUCS MICTs JIEKamiTallii,
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TOMY aBTOPU PO3MIAAAIOTH 13€NEHTEHIAJIeHIH SIK pe3epBHY (GopMy
s ropmoHiB 3eatuHoBoro psyty (Pilate et al., 1989). ¥V mepion
Croporene3y mnamnoporenoaionoi pocauHu Psilotum nudum (L.)
Beauvois cepen iHIIMX HUTOKIHIHIB y KOPEHEBHUIIAX Ta IaroHax
IpeBaJifoBaJid pubO3UIM 3eaTuHa Ta aurigposeatuHa (Abul et al.,
2010).

JletanbHi AOCHIIDKEHHS PO3MOALTY LMUTOKIHIHIB Yy PI3HUX
OpraHax mamopoTed Ta IXHbOI JWHAMIKH POCTY W PO3BUTKY
NPOBOAMIM Yy Biaaal ¢itoropmonomnorii [HcTuTyTy OOTaHIKK
im. M.I. Xomomnoro HAH Vkpainu (BenenudoBa, KocakiBchka,
2016; Vedenicheva, Kosakivska, 2018).

Y BererarTMBHUX 1 TEHEPATHMBHHX OpraHax pi3HOCIOPOBOL
OHOPIYHOI BOAHOI MAamopoTi canbBiHII MIaBawo4oi (Salvinia
natans (L.) All.) Ha pi3HHX CTaisfAX PO3BUTKY 3HAWIECHO OCHOBHI
LUTOKIHIHYU, HAsBHICTb SKHUX XapaKTepHa JUlsd OUIBIIOCTI POCIHH:
3eatud (mpanc- 1 yuc-popma), 3earuHpubOO3uya, 3eaTHH-O-
TJTIOKO3H/I, 130TIEHTEHIaJCHO3UH Ta 130mMeHTeHTaneHiH (puc. 1).
Haiimmpiwii criektp 1 HalBUIIHIA piBeHb €HIOTCHHHUX ITUTOKIHIHIB
OyJi0 BUSIBJICHO B IUIABAIOYMX BasX HA MOYATKOBIN CTadil pO3BUTKY
nanopoTi (y 4epBHi), KOJIU BiOYBAa€ThCS 1HTEHCUBHHUMA DICT 1 HA
criopodiTi MPHUCYTHI Y BENUKIA KUTBKOCTI MOJOAI OiYHI MAaroHw,
SK1 B TIOAJBIIOMY MOXYTh BiJJOKpeMITIOBAaTHCS i (hopMyBaTH HOBI
pociuau (puc. 1, A). V 3aHypeHux Basx OyJIO BHUSBICHO JIUIIE
Mpauc- 1 yuc-3eaTuH, IPUIOMY PiBEHb MEPIIOro OyB yABIYI MEHIINM
MOPIBHSIHO 3 HAJIBOHUMH BasiMHU, TOI1 SIK BMICT APYTOTO IIPEBATIOBAB
(puc. 1 B). IIpucyTHICTh Y HAIBOJHUX BasX 130NMEHTEHIILHUX (HOPM
IUTOKIHIHIB, SKI € TMEPBUHHUMH TNPOIYKTaMU O10CHHTE3y LHUX
ropmoniB (Kamada-Nobusada, Sakakibara, 2009), cBimuuTh mpo
Te, 110 caMe€ B IIUX OpraHax Ha JIaHOMY €Tari PO3BUTKY MaropoTi
BiJIOYBAEThCSI IHTCHCHUBHHUIM CHHTE3 IUTOKIHIHIB, HEOOXITHUX IS
peryisuli akTUBHUX POCTOBUX mporeciB. OKpiM IIbOro, B YepBHI
y TUIaBAIOYMX Basx, SKI XapaKTepHU3yBajHCs 3HAYHOIO IIBHIKICTIO
pOCTy, BUSIBICHO HAWBUINMH CyMapHMH BMICT LUTOKiHIHIB. lle
IIJTKOM Y3TO/DKY€ETHCS 3 BITIOMOCTSMH MPO 3HAYHI PIBHI IUTOKIHIHIB
y MIBUAKOPOCTYYHMX TKAHMHAX 3 BUCOKMM MITOTUYHHUM IHIEKCOM
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(Schaller et al., 2014). HasBHicTb y 3aHypeHUX BasX BEJIUKOi
KUTBKOCTI MaJIOAaKTUBHOTO  yuc-3€aTHHA, SIKUH, IMOBIPHO, €
MPOAYKTOM JeakTuBanii mpawuc-3earnna (Murai, 2014), ykasye
Ha Te, IO 1[I OpTaHH, CKOpIIIe 3a BCE, € aKIENTOPOM LIUTOKIHIHIB,
CHUHTE30BaHUX y HAJIBOJHUX BasX.

OTxe, pO3MOALT MUTOKIHIHIB MK TUIABAIOUMMH W 3aHYPEHHUMH
BasIMH CBIIYHTH MPO (YHKLIOHATbHY HEPIBHO3HAYHICTh OCTAHHIX.
Mo)kHa MPUITYCTUTH, IO HAJIBOJIHI Bai BUKOHYIOTH IEPIIOYEPTOBY
pOJb Yy MPOAYKYBaHHI LMTOKIHIHIB 1 3a0€3Me4YeHHI POCTOBHX
nporieciB. PazoM i3 BiJOMOCTSMHU TpPO OCOOIMBOCTI aHATOMIYHOI
oynoBu (IllepbGatiox Ta iH., 2015) oTpumaHi HaAMU pe3ylbTaTH €
OTOCEepEIKOBAaHUM JIOKa30M TOT0, II0 3aHYPEH1 Bai HE € KOPEHSIMHU,
OCKIJIBKH came KOpeHi OLTBIIOCTI BUIIB POCIUH € OCHOBHUM CaiiTOM
CHUHTE3Y LUTOKIHIHIB 1 JJOHOPOM IIMX TOPMOHIB JUIsl BCI€T POCIMHA
(Kieber, Schaller, 2014).

Hacrynmna ppyra cramiss po3BUTKy mamopoti S. natans
XapaKkTepu3yBajlacsi  3MEHIIEHHSM  IHTEHCHUBHOCTI  POCTOBHX
nporueciB. [Ipy nmpboMy B HaJBOAHUX 1 MiJBOJHUX Basx BUSBICHO
BMICT JIMIIIE Mpauc- 1 yuc-3eaTuHa, skuii OyB BignmoBimHO y 1,5 1
2 pa3u BUIIMM 3a TIOTEPEIHIO CTaaif0. 3HUKHEHHs 1HIUX (opM
IUTOKIHIHIB 1 3pOCTaHHs PIBHS yuc-3€aTHMHA CBiAYaTh MPO 3MIiHH
B MeTa0oMi3Mi IIMX TOPMOHIB, IO CIPSMOBaHI Ha Caj IXHBOTO
O10CHHTE3y Ta MOCHJICHHSI ICaKTUBAITI].

[epexin 10 TPeTHOI CTAT PEMPOLYKTUBHOTO PO3BUTKY MArOpPOTi
CYNPOBOJIKYETHCS 3HMKCHHSIM BMICTY yuc-3¢aTHHA B HAJIBOJTHUX
1 MABOIHUX BasX 1 TMOSBOIO B HUX 3€aTHH-O-TIIOKO3Ua Y BUCOKIN
koHueHTparii (puc. 1). OcTaHHii BBaXaeThcs 3aMacHOIO (HOPMOIO
[IMTOKIHIHIB, OCKUIBKH HE CIPUHUMAETHCS PEIENTOPAMHU ITUTOKIHIHIB
1 B pa3i HEOOXITHOCTI JIETKO PO3IICIIIOETHCS —TITFOKO3UIa3010 10
akTuBHUX popM (Spichal et al., 2004).

Taxa nepeOynoBa y HUTOKIHIHOBOMY CTaTycl MOe OyTH IOB’ si3aHa
3 (hopMmyBaHHSIM CHOPOKApPIIiB 31 CIOpaHTisIMU Ta crmopamu. Sk
BiJIOMO 3 JIOCTIiPKEHB, TPOBEJCHUX HA BUIUX POCIUHAX, YTBOPEHHS
PENPOyKTUBHUX OPTaHiB CYyTPOBOKY€ETHCSI 3SHAUHUM I1IBUILIEHHSAM
BMicTy IuTOKiHiHIB (Bartrina et al., 2011). He Bukitoueno, mo B
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Puc. 1. Bmict nurokiniziB y maBatounx (A) i 3anypenux (b) Basx Salvinia natans na
PI3HMX CTajisIX pO3BUTKY criopodira: 1 — iIHTEHCHBHOTO POCTY, 2 — CTalliOHApHOTO POCTY,
3 — popmyBaHHs CrIOpOKApITiiB
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Puc. 2. BMicT HUTOKIHIHIB Y CIIOPOKApPIIsAX MaropoTi Salvinia natans

narnopoti S. natans morpeda BENHKOI KUIBKOCTI HUTOKIHIHIB IS
YTBOPEHHS CIIOPAHTIiB 3aJ0BOJILHAETHCS 32 PAXyHOK BUBLIBHEHHS iX
13 pe3epBHUX MIIOKO3UIHUX GopM. Kpim Toro, Ha ibOMy eTari 3HOB
3 SIBIISIETBCSL 3€aTHHPUOO3W/I, KOHIIEHTpALlisl SKOTO Y HAIBOJHUX
BasgX yaBiWl BWIa, HOK y maBogHux (puc. 1). IlpeBamroBanHs
puOO3MIIB 3eaTHHA M IUT1IpO3eaTHHA Cepejl IHIIUX LUTOKIHIHIB Y
KOpPEHEBUIIAX Ta IMaroHax ManopoTi B iepioj crioporenesy Psilotum
nudum (L.) Beauvois Bimmiuanocsi panime (Abul et al., 2010). V¥
BUIIUX POCIWH, HAWBIPOTiJIHIIIE, MMOYATKOBI CTajii 3aKiIaJaHHS
i PO3BUTKY HACIHHS KOHTPOJIOIOTHCS UUTOKIHIHAMM, 3HAyHa
KUIBKICTh SIKUX HAJXOAWTh BiJ MAaTePUHCHKOI POCIWHHU Yy BHIIISII
TpaHCIOPTHOT (hOpMH LIMUTOKIHIHIB — 3earuHpuO03uaa (Vedenicheva,
Musatenko, 2008). MoxnuBo, moaiOHMT MEXaHI3M 3aCTOCOBYETHCS
iy S. natans, Ipo MO CBITYNTH BUCOKUHN PiBEHb 36aTHHPHUO03U1a B
HA/IBOJTHUX BasiX, Ha AKUX (POPMYIOThCS CIIOPOKAPIIi.
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3HauHMI BMICT 3eaTMHpHOO3uAa (Ha TOPSAOK BUIIMKA 3a iHIII
¢dopMH LUTOKIHIHIB) OyB TMpPUTAMaHHUH 1 CAMUM CIIOPOKApITisM
(puc. 2). Ha penpoayKTuBHi# cTajii pO3BUTKY POCIWHU BEreTaTUBHA
Maca crnopodita nounHana Bigmuparu. OTxe, MaJIOMMOBIPHO, 110
BOHA MOIVIa CIIYI'yBaTH JKEpENoM (PITOrOPMOHIB JJIsl PENpOaAyK-
TUBHUX OpraHiB. BpaXxoByrouu NOCHUTH BUCOKHI CyMapHUN BMICT
IUTOKIHIHIB 1 HAsABHICTh 130MEHTEHIIAICHIHY B CIOPOKapHisixX
(puc. 2), MOXXHA IPUITYCTUTH, 1110 TKAHUHU LIUX OPraHiB 1, MOXKIIKBO,
CIIOpH 3/1aTHI CaMOCTIMHO MPOIYyKYBaTH HEOOXITHI AJS peryssiii
iXHBOTO PO3BHUTKY IIUTOKIHIHU, 5K 1€ B1IOYBA€THCS B HACIHHI BUIINX
pociuH (Rijavec, Dermastia, 2010; Matsuo et al., 2012).

Takum 4uMHOM, TMHAMIKA CTIEKTpa i BMICTY IIUTOKIHIHIB B OpraHax
nanopori-rizpodira S. natans Ha KIIOYOBHX CTalliIX PO3BUTKY
criopoita CBITYUTH PO BIPOTIIHY YIaCTh AKTUBHUX (JOPM TOPMOHIB
(mpanc-3eatuHy 1 3eaTUHPUOO3UIY) Yy PErysslii BereTaTuBHOTO
pocTy U pENpOAyKTHBHHX TIPOLECIB POCIUHH, a HEAKTHBHUX
(yuc-3earnHa i 3eaTtuH-O-TINIOKO3UY) — y MIATPUMAHHI TIEBHOTO
roMeocTady Ta HEOOXIHOTO «poOOouoro» piBHA LMUTOKIHIHIB.
Po3monin OUTOKIHIHIB MK IUIABAIOYUMH | 3aHYpEHHUMH BasMH
nmokazaB (YyHKIIOHAJbHY HEPIBHO3HAYHICTh IIMX OpraHiB 1
NEPIIOYEProBy PoOJIb IJIABAIOYMX Ball y MPOAYKYBaHH1 (piTOropMoHa.

JUig kpamoro po3yMmiHHS (yHKIIOHYBaHHS TOPMOHIB y JIaHOTO
BHIy 1 MaropoTeld B3araji Oyjao IMPOBEACHO EK30Ie€HHY OOpOOKY
criopoiTiB (hiTOropMOHAMHU, CITIBBIIHOIICHHS SIKUX € KIIOUOBUM
i po3BUTKy pociuH (ABK ta mutokiniam). Pocnunau 30upanu
(moyatok YepBHs) Ha CTaJisfAX IHTEHCHBHOIO Ta CTalliOHAPHOTO
poCTy B ITy4yHUX BogoiMax JlecHssHCbKoro p-HY M. Kuesa. [Totim ix
MEPEHOCUIIH B €MHOCTI 3 250 M1 mpodIbTPOBaHOI BO/IU 3 BOJOWMHU,
nomaBanu po3unHr ABK abo kinermna B koHueHrtparii 106 M i
BUTPUMYBAJIU BIPOAOBXK 7 /110 32 YMOB, MAKCUMaJIbHO HAOIMKEHUX
no npupogHux (temmeparypa +23 °C W NpUPONHE COHSAYHE
OCBITJICHHS 3 BiMOBiIHUM ¢oTorepionom). CropodiTi 3BaxKyBaiu
Ha TMOYaTKy EKCIIEPUMEHTY Ta uepe3 7 JHIB 3pOCTaHHS, ONEPEIHbO
BUJAJIMBIIN BOJY 32 JOIIOMOTOI0 (DUIBTPYBAILHOTO MAIEpy.
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Puc. 3. Ilpupict Giomacu BoxHOI manopoti Salvinia natans ynpomosx 7 ai6 3a ymMoB
eKk30reHHoi 00poOku (itoropmonamu. [ — crajis iHTeHCHBHOTO pocTy cropodira, 11 —
CTaJis CTaIlloHapHOTo pocTy cropodira

Ha craznii iHTEHCMBHOTO pPOCTYy B KOHTPOJBHUX yMoOBax (06e3
nonaBaHHs (DITOrOpMOHIB) Olomaca pocimH S. natans 3a 7 1i0
30inbIryBanacst Maibke BTpuul (Ha 294%). JlomaBanns ABK no
PO3UMHY KYJIbTHBYBAaHHSI CTHUMYJIOBAJIO PICT pociuH Ha 15,6%, a
KIHETHHY — HEe3HaYHO Horo iHridysano (Ha 4,8%) (puc. 3).

Ha cranii cramioHapHOrO poCTy TeMIHM 3pOCTaHHS CHOPOQITY
S. natans nemo 3HWKyBAJIUCS. Y KOHTPOJI1 O1omaca 3a 7 110 3pocTana
BaBiui. 3a il 10° M ABK mnpupict 6iomacu 3HMKyBaBcs Ha 72%.
Kinetun y konuentpariii 10° M BUK/IMKaB 301IbIICHHS IPUPOCTY
6iomacu Ha 14,3% (puc. 3).

Otxe, ropmoHu aHtaroHictuyHoi nii ABK 1 1muTokiHiH cripu-
YMHIOBAJIM CYNPOTHUBHUN eQeKT Ha picT mamopoti S. natans,
MPUYOMY HAMpsSMOK JIii 3aJie’kaB BiA cTalii po3BUTKY criopodira.
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Sxmo Ha ctaxii iHTeHCcuBHOTO pocty ABK cTumymoBana pict, a
IUTOKIHIH MOTO MPUTHIYYBAaB, TO HA CTaMil CTAlliOHAPHOTO POCTY
BILJIUB TOPMOHIB JllaMeTPabHO 3MIHIOBABCS.

Sk BIAOMO, OJHIEI0 3 XapakTepHUX pUC (YHKLIOHYBaHHS
(b1TOropMOHAJIBHOI CUCTEMU € MPOTHIIEXkKHA /il HUTOKIHIHIB i1 ABK
Ha pi3HI (Hi310JOTIYHI TPOIECH, TaKl SK MPOJUXOBI PyXH, CTaH
CTIOKOI0 OPYHBOK 1 HACIHHS, CTapiHHS JIMCTKIB, peakilis Ha CTpecH
tomo (Peleg, Blumwald, 2011). B3aemonis uurtokininiB i1 ABK
BiJIOYBa€eThCsl Ha PiBHI MeTabONI3My U CUTHAIIHTY 000X TOPMOHIB
(El-Showk etal.,2013). BeaxkatoTb, 1110 BUpilIaJIbHY POJIb B PETYIIALIi
HOpMaJIbHUX (I310JIOTIYHUX TPOLECIB 1 MPU CTpecax BIAIrpae
cuiBBigHomeHHs ABK/nuTokininu B meBHUX opraHax (Beaenudona,
KocakiBebka, 2017). [Ipu ananrarii pociavH 10 30BHIITHIX YAHHUKIB
e cniBBiAHOMEHHs 3MiHIO€eTHCs (Ha etal., 2012). Orpumani B Hammx
J0ciiiax pe3yabTaTd CTOCOBHO MPOTUIIEKHOI [1iT LMTOKIHIHY it ABK
Ha picT S. natans MIIKOM Y3TOKYIOTECS 3 JaHUMH JIiTepatypu. Toi
(bakT, o Ha PI3HUX CTAMISIX PO3BUTKY criopodiTy S. natans BILIUB
(ITOropMOHIB MaB PI3HUN XapaKTep MOXKHA MOSCHUTH, BUXOIIUYH 3
TINOTE3H M0N0 YYTIMBOCTI POCIMHHHUX TKAHWH JIO TOPMOHIB, SIKa
BH3HAYAETHCS HASBHICTIO Ta aKTUBHICTIO BIJIMOBITHUX PEIENITOPIB
(Trewavas, 1982).

He BukiroyeHo, mo KOMIETEHTHICTh KIIITHH TTallopoOTi 3 BIKOM
3MIHIOETBCS, 5K 1 3AaTHICTH 10 O10CMHTE3y TOPMOHIB, 110 BIUIMBAE
Ha ixHii eHporeHHui BMicT (Beaennuona, KocakiBcbka, 2016). Y
MOJIOAMX AKTHBHO POCTYYMX POCIHH, SIKi CHHTE3YIOTh TOPMOHH-
CTUMYJISITOPU Y BENMKIH KUIBKOCTI, HAQJIWIIOK IUTOKIHIHIB, IO
BUHUKAE TIpU EK30TeHHId 0O0poOui, CrIpUiMaEeTbCs HETaTUBHO,
OCKIJIbKU MOPYIIY€E BHYTPIIIHIM rOpMOHaNbHUN OallaHC, CHpPSIMO-
BaHMI Ha MIATPUMKY IHTEHCHUBHOTO pocTy. B momanbiiomy, komu
CHHTE3 LIUX PEYOBHMH 3MEHIIYETHCS, IXHE HAJXOMKEHHS 30BH1 JEII0
KOMITEHCY€ BHYTPILIHIHN 1ePilUT 1 cripuse niacuieHHIo pocty. Epekr
00pobku ABK sk aHTaroHicra UUTOKIHIHIB OyB MPOTHIICKHUH.
Ile npunymenHs miaTpuMmyeTbes aymkoro JIx. bepHbe 1mono
ONTHUMAaJIBbHUX JIIF0YUX KOHIIEHTpallid ropmoHiB (Bernier, 2013).
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OTxe, 3 BUCOKMM CTYTIEHEM BIpPOT'iTHOCTI MOXKHA CTBEPIKYBAaTH,
10 MEXaHi3M (PyHKI[IOHYBaHHS TOPMOHAIBHOI CHCTEMH B TTAIIOPOTi
S. natans TOAIOHWI O TaKoOro, SIKMA BCTAHOBIIEHO IJISl BUIIHMX
KBITKOBHX POCJIUH.

Byno mpoBeneHo MOCHIKEHHS AUHAMIKH BMICTY €HJIOT€HHHX
IIMTOKIHIHIB ITiJT 9aC PO3BUTKY CITOPO(]ITIB OaraTopivyHMX ManopoTen
Oararopsinauk tmwmmyBatuii Polystichum aculeatum (L.) Roth. Ta
IUTHUK "onoBiunit Dryopteris filix-mas (L.) Schott. (Vedenicheva,
Kosakivska, 2018).

Jluctku D. filix-mas 3’SIBIAIOTBCS y BUIVISAL JTUCTOBUX 3a4aTKiB
y ¢dopMi BY3bKOTO KUIbIISI Ha BEPXiBIll KOPEHEBHUIA 1 B TaKOMY
BUIVISI IEPE3UMOBYIOTH BIiepie. Ha apyre niTo BOHU NpUtMaroTh
XapaKkTepHy IJIsl BCIX MamopoTei paBIuKonoaiOHy ¢opmy, B sKii
MIPOBOJIAITH 1€ OJAWH CE30H. TUIbKM Ha TPETid PIK MOJOAI JTUCTKH
HIBUJIKO PO3TOPTAOTHCS, CATAal0YM CBOTO MOBHOTO po3Mipy. Came
Ha TI0YaTKy pPO3TOPTaHHS JHMCTKIB, KOJM BOHHM II€ HE BTPATHIH
paBiauKonoAiOHOT (opMH, PO3MOYMHANN JOCHIKeHHSI. B et
nepiog SK y Basx, Tak 1 B KOPEHEBHIAX OyllO BUSBICHO MPAHC-
searun (puc. 4, a, 6). Moro BMicT GyB npUONM3HO OJHAKOBHM Y
HaJ3eMHIN 1 MI3eMHINH YacTHHAX POCIHHH. Y KOpEHEBHUIIax OyB
NPUCYTHIN TaKOX 3eaTHH-O-IIIOKO3U/] Y y’Ke He3HaYHIH KiJTbKOCTI.
[Ticast po3ropTaHHs JMCTKIB, KOJM BOHU HaOyBalOThb OCTAaTOYHUX
PO3MIpiB, BETeTaTUBHHUI PICT 3HAYHO YIOBUIBHIOETHCS a00 30BCIM
npunuHgeThes. [Ipu 11bOMy Ha 3BOPOTHOMY OOIli KOXKHOTO JIUCTKA
YITKO BUIHO JBa psAIU 3 5—8 COpyCiB, po3TalIOBaHUX MO OOKax
CepenHboi KUIKHU, B SKUX (OPMYIOThCS CcHopu (Apyra cTafis
nociipkenns). Ha miif crafgii pocTy BMICT mpanc-3eaTuHa y Basix
3pOCTaB Maif’ke BJIBIYl MOPIBHSHO 3 MOMNEPEAHIM €TaroM aHali3y.
byno BusBIEHO 3HA4YHI KUIBKOCTI 3eaTMHpUOO3Maa i 3eaTuH-O-
IIIIOKO3U/1a, BIICYTHIX paHime (puc. 4, a). Y KOpeHEeBHUILAX MpaHC-
3eatuHa He OyJo0 3HAlIeHO, K 1 Y BasX, OyJu HMPHUCYTHI BUCOKI
piBHI 3eaTHHPUOO3W/a, MiJBUIIYBalacs KOHIEHTpallis 3eaThH-O-
TITIOKO3U/1A.

Hampukinmi mita B CHOpaHTisiX J103pIBalOTh MIKPOCKOMIYHI
criopu (TpeTsl cTajisi AOCTIKEHHS), SKI Hagam pO3CIIOIOThCSA i
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Puc. 4. BumicT nuTOKiHIHIB y Basx (a) i kopeHeBuinax (0) manopoti Dryopteris filix-mas

Ha Pi3HUX CTaJisAX PO3BUTKY cropodirta: 1 — iHTEHCHBHOTO poOCTy, 2 — (OPMYBaHHS CIIOp,
3 — 103piBaHHsA CIIOP
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POPOCTAIOTh Y raMeTo(iT cepueBUIHOI POPMH, 10 MEPE3UMOBYE.
[Tporec no3piBaHHS CIIOP CYNPOBOIKYBABCS 3MiHAMH PiBHS MpaHC-
3eaTHHy y BasiX 1 KOPEHEBUIAX Yy MPOTHICKHUX HAMPSIMKaX: y Basx
BiH 3MeHIIIyBaBcs y moHas 10 pasiB, a B KOpEHEBHUIIAX — 301IbIITYBaBCS
Mmaibke B 20 pasiB. KoHueHnrtpanis 3earnHprOo3uay B HaA3eMHIN
1 Mi3eMHIi YacTWHAX POCIMHH TMOMITHO 3pOCTala, TOCSTal4yu
BUCOKMX 3HaueHb. Ha mwiit crtamii posutky D. filix-mas Oymno
BUSIBJICHO 130TICHTEHITIaACHIH, BIICYTHIN paHime. B kopeHeBuax
HOro BMICT yTpHUi MepeBUILyBaB Takuil y Basx. CriBBIJHOLICHHS
piBHS 3eaTuH-O-TIIOKO3HU/IA 1 MpaHCc-3eaThHA Yy BasX 1 KOPEHEBUIII
Oyno omHakoBuM. lle m03BONSIE TPUITYCTUTH, IO META0OI3M
[UTOKIHIHIB Y TKaHWHAX POCIHMHU CHPSIMOBAaHUI Ha 3amacaHHs
Ha/ITMIIKY TOPMOHIB Y BHIVIS/II KOH TOTaTy.

[IporikanHs TepmUx TPbOX (HEHONOTIYHUX CTaIId PO3BUTKY
cnopogita P. aculeatum y MOpQOIOriyHOMY BiAHOIIEHHI OyI0
noxiOuum 110 D. filix-mas. Y Basix manopoTi Ha cTajil iIHNTEHCUBHOTO
BEreTATUBHOTO POCTY OyJIO BUSBJICHO 3HAYHO UIMPILINI CIEKTP
LUTOKIHIHIB, HIX Yy D. filix-mas. BMicT akTUBHUX BUIBHHX (OpPM
UTOKIHIHIB Y LIeH mepio 0yB MaKCUMaILHUM (pHC. 5). Y KOpeHeBuUII
BHCOKHMM OyB PiBEHB JIHIIIE 3eaTHHa (puc. 6).

IIpu mepexoni [0 penpoxyKTHBHOTO PO3BUTKY P aculeatum
KOHIIEHTpAIIisl mpanc-3eaTHHA 1 36aTHHPUO03HU/1a y BasiX 3aJIUIIIaJIacs
3HA4YHOIO, a B KOPEHEBUII[AX BOHA JIEIIO 3HIKYyBanacs. B Han3emHii
1 mig3eMHill yacTuHaX crnopodiTa HaKOMMYyBajacsi KOH IOrOBaHa
¢dbopma 3earnna. Kpim Toro B kopeHeBHI OyJI0 BHUSBICHO 3HAUHI
KOHIIEHTpAIIil 130MeHTEeHUTbHUX (OPM IUTOKIHIHIB (pHC. 6).

ITix yac no3piBaHHS CHOP, KO PIiCT MAOPOTi MPUITUHSABCS, BMICT
AKTHBHHUX IIMTOKIHIHIB 3HAYHO 3HI)KYBABCS, HATOMICTh 3pPOCTaB
piBeHb 3eaTuH-O-Tiroko3ua (puc. 5, 6). Y nepioa 3MMOBO1 BereTarii
y Basgx 30epirasacsi JIOCTaTHHO BHCOKAa KOHIIGHTpALis mMpaHc-
3eaTWHa, a B KOPEHEBWINAX — MPAaHC-3€aTHHA 1 3eaTHHPUO03uaa
(puc. 5, 6).

AHani3uuTokiHiHiB Bopranax D. filix-mas 1P, aculeatum ynipogoBx
BereTallli mokasas, 10 TEPexXi 10 Pi3HUX (YHKIIOHATHHUX CTaHIB
criopodiTa XapaKTEpPU3Y€EThCS CYTTEBUMU 3MiHAMHU  SKICHOTO
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Puc. 5. Bmict nurokiHiHIB y Basix nanopoti Polystichum aculeatum Ha pi3HUX CTamisx
PO3BUTKY criopodirta: 1 —iHTEHCHBHOTO POCTY, 2 — (OpMyBaHHS COPYCiB, 3 — CHOPOHOIICHHS,
4 — crajis 3MMOBOI BereTarii

CKJIaay ¥ KIJIbKICHOTO BMICTY LIMX T'OPMOHIB, 1[0 3aCBIYy€ IXHIO
PEryJsITOpHY pOib y IIpoliecax poOCTy W PO3BUTKY Ianoporeut. Sk
BHJIHO 3 OTPUMAHUX PE3YJbTaTiB, TMHAMIKA OKPEMHX KOMITOHEHTIB
IUTOKIHIHOBOTO YNy BIPOJOBX PO3BUTKY CIOPOQITIB Majia CyTO
Bugocnenudiuauii xapakrep. Tak, y D. filix-mas BereTaTuBHUI picT
Baii BiOyBaeThCs Ha (DOHI BITHOCHO HU3BKOTO BMICTY ITUTOKIHIHIB,
II0 HE TUIIOBO JUISI BUIIMX POCIHH, TOMI SIK PENpPOAYKTUBHHIM
PO3BUTOK, BOYEBHU/b, MOTPeOy€e 3HAYHOI KUIBKOCTI TOPMOHIB,
0co01MBO 3earnHpubo3uia. Ilepmopsana posns 3eaTuHprOO3Uaa B
PENPONYKTUBHUX Tpoliecax Oylia BU3HAYCHA PaHIIIE K Y KBITKOBUX
(Benennuona, Mycarenko, 2008), Tak 1 B CyJUHHHUX CIIOPOBUX POCIUH
(Abul et al., 2010; Benennuosa, Kocakiscbka, 2016). Y P. aculeatum
CTOCTEpIiraBcst BUCOKMI BMICT aKTUBHUX (POPM ITUTOKIHIHIB ITiJT 4ac
BEreTaTUBHOTO POCTY 3 TCHCHIII€IO 10 3HIKEHHS.
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Puc. 6. BmicT nuMTOKIHIHIB Y KOpeHEBHUIAX NarnopoTi Polystichum aculeatum Ha pi3HUX
CTamisgX PO3BUTKY cropodirta: 1 — IHTEHCHBHOTO pocTy, 2 — (OpPMyBaHHs COpYCiB, 3 —
CIIOPOHOIIEHHS, 4 — cTajlisl 3MMOBOI BereTaril

[Toni6Ha 3aKOHOMIPHICTh XapakTepHa JUIsl OUIBLIOCTI KBITKOBUX
pOCIHMH, y SKWHX 3HAYyHI PIBHI ITUTOKIHIHIB BHSBJISIOTBCS Y
MIBUJKOPOCTYYUX TKAHUHAX 3 BHCOKMM MITOTUYHHM 1HJEKCOM
(Schaller et al., 2014). Heo0xigHO 3ayBa’kKUTH, IO JOCIHIIKEHHS
BIUIMBY €K30T'€HHUX IIMTOKIHIHIB Ha POCTOBI MPOLECH PI3HUX
BUJIIB TAMOpPOTEH TaKOXK a0 CyNepewInBl pe3ynbTaTH. Tak,
o0poOka pi3HMMH (opMaMu LMUTOKIHIHIB HE BIUIMBaja Ha pICT
crebna M. quadrifolia (Rolli et al., 2015), toni six y Ceratopteris
richardii Brongn. Ta Ceratopteris thalictroides (L.) Brongn. BoHa
npu3BoAMIIa 0 (hOpMYBaHHS KaTyCHOT TKAHWHU 3aMiCTh HOBHX Baii
1 10 MATPUMAaHHS Kaiaycy B HeaudepenuiioBanomy ctani (Plackett
et al., 2014). Ananoriuno B M. quadrifolia nuToxiHiHM iHTIOyBaIN
po3Butok kopenepuia (Rolli et al., 2015), a B Azolla filiculoides
Lam., naBmaku, crumyntoBanu ioro (De Vries et al., 2016). He
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BUKIIIOYEHO, 110 TaKi po301XKHOCTI IaHUX MOB’s3aHi 3 HEOJHAKOBUM
MeTa0o0Ii3MOM IIUTOKIHIHIB Y Pi3HUX BHIIB AIIOPOTEH.

VY nocnipKeHUX HaMU MarnopoTed Ha MEBHUX CTaisX PO3BUTKY
cropodita Oyno 3HAIEHO 130MEHTEHUIbHI (HOPMU IUTOKIHIHIB.
VY D. filix-mas HEBUCOKUN PIBEHBb 130TIEHTEHIIaJCHIHA BUSIBICHO
B TIEpiojl CIOPOHOIICHHS, a B P aculeatum 3Ha4HI KUIBKOCTI
130MEHTEHIIaICHO3MHA W 130TIEHTEHUIaZieHiHa Oyinu TPHUCYTHI
y Basgx Ha CTajall 1HTEHCHBHOTO pPOCTY 1 B KOpPEHEBUIIAX 1]l
yac (opMyBaHHs cropaHriiB. Bimomo, mo HalnomupeHuMm i
JOMIHAHTHUM LUTOKIHIHOM Yy KBITKOBUX POCIIHMH € 3€aTHH, TOI 5K
KOHIIEHTpAIIs 130MEeHTEeHIIbHUX (OPM y TKaHWHAX 3HAYHO MEHIIA,
B 0araThbOX BHIIaJKaX BOHU BHU3HAYAIUCS SIK MIHOPHUN KOMIIOHEHT
nuTokiHniHoBoro myiy (Osugi, Sakakibara, 2015). Y HUKYUX pOCIHH,
0COOJIMBO B MIKpOOPTaHi3MiB, iXHS KUTBKICTh OyJ1a TOCUTH BUCOKOIO,
TOMY BHCJIOBJIIOBAJIUCS TPUITYIIEHHS, 1O CaMe 130MEHTEH1IbHI
(bopMH € aKTUBHUMH J1iF0YMMHU (DOpMaMH IIUTOKIHIHIB Y €BOJIOIIIITHO
MeHI po3BuHyTHX opranismiB (Letham, 1994). 3pocrtanus
KOHIEHTpallii i30neHTeHuIbHuX GopM y D. filix-mas 1 P. aculeatum
CBIIYUTHh TPO BAKIMBICTE LUX (OPM TOPMOHA IS PETYISALii
MEBHUX MOMEHTIB POCTOBHX 1 PEMPOAYKTHUBHUX IPOIIECIB, a TAKOXK
BiJjoOpaxkae 0coOIMBOCTI MeTaboi3My LIUTOKIHIHIB Y ManopoTeil,
SK1 3aliMarOTh TPOMDXKHY TTO3HUIII0 B €BOJIOMIIHOMY PO3BHTKY MiXk
HUKYUMU CIIOPOBUMH 1 HACIHHEBUMH POCIMHAMHU.

Crig BIAMITHUTH, IO AJIS1 ABOX BHIIB JOCIIHKCHUX HAMH Maropo-
Tel XapaKTEepPHUM € OUIbLI HU3bKUI BMICT IUTOKIHIHIB Y KOPEHEBU-
max y TMOpPIBHSHHI 3 BasMH, TOJI SK Y KBITKOBHX POCIHMH KOpEHI
MICTSTb 3a3BUYal OLIbIIE IUTOKIHIHIB, HIXK Ha13eMHa yacThHa (Aloni
et al., 2006). BiamMiHHOCTI PO3MOALTY LUTOKIHIHIB y MEpUCTEMax
nmaroHiB 1 kopeHiB manopoTi A. filiculoides Oyno cTaHOBIEHO
paHilie, Ipu HbOMY CIOCI0 TPAHCIIOPTY LUTOKIHIHIB Y 1i€i pOCTUHH
CYTT€BO BiAPI3HABCS BiJ Takoro y HaciHHEBUX pocymH (Chiappetta,
Innocenti, 2006). Sk BimoMo, MamopoTi HA BiIMIHY BiJ KBITKOBHUX
pocivH He (OPMYIOTh Hi OIMONSIPHOTO 3apojKa, Hi MOCTIHHOTO
3apOJKOBOTO TIEPBUHHOIO KOPEHS, a YTBOPIOIOTH aJIBEHTHUBHY
KopeHeBy cucteMy. [IpuiyckaroTs, 1110 KOpeHeBa cicTeMa arnopoTei
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eBONIONIIOHYBada Bix Mepuctem maroHa (Schneider, 2013). Ile
MiATBEPIUKYETHCS BITOMOCTSMH TIPO CTUMYITIOIOUY JIif0 IMTOKIHIHIB
Ha PO3BUTOK KOpeHEBOi MepucTteMu B manopoti 4. filiculoides (De
Vries et al., 2016), Tomi K B HACIHHEBUX POCIHH IMUTOKIHIHU €
iHriditopamu pocty kopeniB (Ivanov, Filin, 2017) 1 no3uTuBHUMU
peryisiTopaMu po3BHUTKY ammikaabHUX MepucTteM maroHiB (Kyozuka,
2007). OtpumaHi HaMM JaHi LIOAO PO3MOALTY LMTOKIHIHIB Y
HaJ3eMHIM 1 mia3eMHIA dYactuHax crnopoditiB D. filix-mas 1
P. aculeatum cBimyaTh Ha KOPUCTH 171€1 TPO €BOTIOIIMHE TOXOIKEHHS
KOPEHEBHUIIA MAIOPOTEN Bijl TKAHUH M1AarOHY.

CrinbHoMO pucoro D. filix-mas 1 P. aculeatum O6yn0 HaKOTTMYECHHS
3eaTuH-O-TII0KO3UAa MICHs 3aKiHYeHHS POCTY, IO XapaKTEepHO
JUisi OumeIocTi BHUAIB BUIMX pociauH (Jameson, Song, 2016).
O-TIIIOKO3UIM  TIUTOKIHIHIB 3a3BHYail PO3MISIIAIOTH K 3amacHi
HEaKTHBHI, aje MOOUIbHI (QOpMH, SKI JIETKO T1JIPONi3yIOThCS
B-TIIIOKO3M1a3010 1O AKTUBHHUX BUIBHUX MOJIEKYN ropMoHy. Takuit
HIIAX KOH IOrallii IUTOKIHIHIB CIIPSMOBAaHHI Ha 3aXUCT OigHOTrO N°-
nanmtory (N®-side chain) Bim po3mIeTUICHHsS MUTOKIHIHOKCHIA30F0
(Mok, Mok, 2001) i ciyrye asns iHaKTUBAIlii HaIJTUIIKY TOPMOHIB. Y
CTapo/IaBHIX B €BOJIIOLIIMHOMY BIJHOLIEHH] OpraHi3MiB (BOAOPOCTI,
MOXH, TPHOH ) y META0O0JTi3M1 ITMTOKIHIHIB BIJICYTHE 200 AYXKE PiAKICHE
YTBOPEHHS IVIIOKO3U[IB, @ MIATPUMAHHS TOMEOCTa3y IMTOKIHIHIB
B11I0YBA€THCS NIJISXOM CHUHTE3y HEAKTMBHUX yuc-popMm (Zaveska
Drabkovaetal., 2015). Otxe, HasBHICTh O-TIIFOKO3HUa Ta 3pOCTaHHS
HOro KOHIIEHTpAIlil B TKAHWHAX 3 HU3BKOI 1HTEHCHBHICTIO POCTY
CBITYUTH MPO MOAIOHICTh NMEPETBOPEHb LUTOKIHIHIB Y ManopoTeit
1 KBITKOBHX POCJHMH, & TaKOX TMPO JTUBEPIEHII0 METAO0OTIYHUX
HUISXIB IIMX TOPMOHIB Yy MAamopoTe 1 HIKYMX 32 EBOJIOLIHHUM
PO3BUTKOM OPraHi3MiB.

T'onoBHa GionoriyHa BiAMIHHICTH JTOCTIIXKEHUX BHUIIB MANOPOTE
NoJISIra€ B TOMY, 10 B P. aculeatum Hal3eMHa 4aCTHHA POCIUHH
HE BIIMHUpPAE, a 3aJIMINAETHCS 3€JICHOI0 B3UMKY. SIK MoKa3ajau Harii
JOCIIJIKEHHS, TPU [IbOMY B TKaHHHAX 30€piraeTbCs 1OCTAaTHHO
BUCOKHI piBeHb AaKTUBHUX (OPM IIUTOKIHIHIB, XO04a POCTOBI
MPOIIECH HE BIIOYBAIOTHCS, a 3araJIbHMM MeTaboII3M 32 HH3bKHX
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TeMmIeparyp 3Ha4HO YIOBUIBHIOETbCA. B 11i€i mamopoti B mepion
3MMOBOI BereTamii y BasX 1 KOpEHEBWI Oyl0 3HAiIEHO BUCOKI
piBHI eHaoreHHoi abcum3oBoi kucioTu (Boiitenko, KocakiBcbka,
2017), ski, BIpOTigHO, KOMIIEHCYIOTh NPHUCYTHICTh IMTOKIHIHIB,
CTPUMYIOUH IXHIO pICT-CTUMYJIOIoUy it0. Crif BII3HAYUTH, IO
caMme B Tiepiol 3MMOBO1 BereTallii y Basx P. aculeatum 3adikcoBaHo
MaKCHUMaJbHUNA BMICT (DOTOCMHTETUYHUX MITMEHTIB (XJIOpO]isiB @
ta b 1 kaporuHoimiB) (Shcherbatiuk et al., 2017). Panime 3qatHicTh
LUTOKIHIHIB KOHTPOIIOBATH HAKOIMYEHHS XJI0po(]ily 1 peryatoBaTu
AKTUBHICTH I'€HIB, BIAMOBIAJbHUX 3a CTA0IIBLHICT CIIIBBIIHOIICHHS
xyopodumiB a/b, Oyma mokazaHa B mpopoctkiB pucy (Talla et al.,
2016). Ilo3uTBHMIA BIJIUB IIUTOKIHIHIB Ha YTPUMaHHS XJI0podiny
1, IK HACIIIZIOK, Ha TEPMIiH 3€JICHIHHSA POCIHH 1 3aTPUMKY CTapiHHS
BHSIBJICHO ¥ B CIIOPOBUX, 30KpeMa B MOXy Bryum argenteum Hedw.
(Sabovljevic et al., 2010). Bigomo, 10 IUTOKIHIHU CTUMYIIOIOTh
nporec (GOTOCHHTE3y Ha PI3HUX CTadisIX KIITUHHOI Oprasizarmii
(perymsiis 610reHe3y XJIOPOIUIACTIB, CTUMYJISAIS CHHTE3Y XJI0podisa
i kapoTuHOiniB, aktuBauis QotocunTedy Tomo) (Cortleven,
Schmiilling, 2015). Mo)kHa NpHUITYCTUTH, 1110 (PYHKIIiS IUTOKIHIHIB Y
Basx P. aculeatum y 3uMOBHUY TIEPi0J] TIOJIATAE B IMIATPUMIII TIEBHOTO
piBHS (POTOCHHTETUYHHUX MIrMEHTIB 1 JOTOCHHTETUYHOT AKTUBHOCTI
3a HECIPUSTAUBUX YMOB. OTXKe, IUTOKIHIHYU B TAIIOPOTEH, 0OUEBUTHO,
KOHTPOJIIOIOTh HE TUIBKU POCTOBI Ta PENpPONYKTUBHI MPOIECH, alie
it OepyTh y4acTh y peryssmii mirMeHTHOTo CKiaxy i (orocuHTesy,
ToOTo momiQyHKIIOHANBHICTh, MPUTAMAaHHA TOPMOHAM KBITKOBHUX
POCIIHH, MPOSIBISAETHCS TAKOXK 1 B CYAMHHUX CIIOPOBHUX.

VY minoMy, He3BaXalOUM Ha BIIHOCHO HE3HAYHY KUIBKICTh
JOCITIPKEHb ITUTOKIHIHIB XBOIIEMOMIOHUX Ta MaropoTenoniOHuX,
aHayi3 OTPUMAaHUX Ha CHOTOJHI PE3yJbTaTiB J03BOJSIE 3POOUTH
BHCHOBOK, IO IIi (hiTOTOPMOHHU BIJITparOTh PETYISATOPHY pOJb Y
nporecax TeHEPaTHBHOTO i BETETaTUBHOTO PO3BHUTKY CYOHHHUX
cropoBux pociuH. [IeBHI (yHKI[IOHANbHI PUCH LUTOKIHIHIB, fKi
MIPOCTEKYIOTHCS B HACIHHEBUX, CITOCTEPITalOTHCS TAKOXK 1 B CyAMHHUX
CIIOPOBHUX, a caMe: BUAOCTIENN(DIUHICTh AKICHOTO CKJIATy i OKPEeMHUX
130)OpM TOpMOHA BIIPOAOBK PO3BUTKY, MOJI(YHKIIOHATICTb, THII
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KoH rorartii. L{iIkoM 04eBHIHO, 110 0COOIMBOCTI PO3BUTKY POCIIHH,
AKi 3a CBOIM CBOJIOIIMHAM PO3BUTKOM 3aliMalOTh IPOMIXKHE
HOJOXKEHHS MK HMKYMMH CIOPOBUMH Ta BUILMMHU HACIHHEBUMH,
3HAXOMAATHCS MMiJl KOHTPOJIEM CHenu(igHOi PEryasTOPHOI CHCTEMHU.
HeonHopigHiCTh  OTpUMaHUX  pe3yibTaTiB  MIOAO  JAMHAMIKU
HAaKOMMYECHHS OKpeMHuX (OpM IMTOKIHIHIB Ha PI3HUX CTaaisax
PO3BHUTKY CYyAMHHUX CIIOPOBUX POCIHH MOXe OyTH Bi10OpakeHHIM
TOTO, IO HaBITh y MEXaX OIHOTO TAaKCOHY POCIHMHHU 3HAXOIATHCS
Ha PI3HUX IIAONAX E€BOJIOLIAHOTO PO3BUTKY. DOpMyBaHHS OLIBII
TOYHUX YSIBJIEHb NP0 (PYHKI[IOHYBaHHS IUTOKIHIHIB Yy 3raJaHux
POCTHH NOTpeOy€e MOMANBIINX JTOCHTIHKEHb.
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Boiitenko JI.B.

AOCIU30BA KHCJIOTA

Boumenko JI.B.

[Momidynkiionansuuii piroropmon adcenmzosa kuciora (ABK),
MPUCYTHIN B YCIX OpraHax pOCIUH, B3a€MO/II€ 3 IHIIUMHA TOPMOHAMH
1 3a11IHAHN Y peryIsLii IHUPOKOTO CIEKTPY (i310JI0TIYHUX MPOLIECIB
(Boiirenko, KocakiBcpka, 2016). ¥V pocnunHux TkaHuHax ABK
nepedyBae y BUIBHOMY 1 KOH FOTOBAaHOMY cTaHax. JlomiHyrounm
€ akTUBHUM yuc-i3omep ABK, Toni six mpanc-iomep ABK siBisie
coboro HeakTuBHy ¢Gopmy ropmona (Piotrowska, Bajguz, 2011).
[HTEHCHBHICTH MPOIECIB CUHTE3Y, JOKami3allisd, TPaHCTIOPTYBaHHS,
KOH’IoTamiss Ta Jerpajgamiss (iToropMoHa BHU3HAYaIOTh BMICT 1
criBBiHomeHHsT Horo ¢opm (Crozier et al., 2000; Ross et al.,
2004). OcunoBuuii kon’torar ABK — mmokosnmit edpip ABK —
MaJIOAKTHBHA CIIONYKa, KA aKyMYIIIOE€THCS y BaKYOJIsIX 1 BBAXKAETHCS
TpaHcnopTHOO Qopmoro ropmona (Hartung et al., 2002; Vilaro et
al., 2006). BctanoBieHo, 1110 B Mepioj CTapiHHSA POCIHH TTIOKO3HUMA
edip ABK HakonmuyeThcs B KIITUHHIHN CTiHLI Ta Bakyonsix (Harris,
Dugger, 1986; Xiong, Zhu, 2003; Verslues, Zhu, 2005). ABK
CHHTE3Yy€ThCS B PI3HUX OpraHax, 30KpeMa B JIMCTKAX, KOpeHi, cTeOul,
rtonax. OJHaK TOJIOBHUM CAaiTOM YTBOPEHHS TOPMOHA BBAYKAIOTHCS
XJIOPOILIACTH, TIpOoTe HakonuuyeThcsi ABK 31e01mb110ro y Bakyossix
(Xiong, Zhu, 2003; Sakata et al., 2014).

ABK € BH3HaHUM TOPMOHOM CTpecCy, a CTpec-iHIyKOBaHa
akymysiis ABK po3misimaeTbest ik CKi1a10Ba 3aXUCHOTO MEXaHI3MYy,
CIpPSIMOBAHOTO Ha CHOBUIBHEHHS MeTa0oNi3My W ajamnTaiiio 10
BIUIMBY a010THMYHHX 1 Oi0THUHUX cTpecoBux ynHHUKIB (Wilkinson,
Davies, 2002; KocakiBceka, 2003; Vishwakarma et al., 2017).
VY BereTyrouux TKaHMHAX CYIWHHUX pociuH HakormuyeHHS ABK
CIIOCTEPITAETHCS 32 YMOB BOJHOTO CTPECY UM MOCYXH, MPH IHOMY
TOPMOH KOHTPOJIFOE 3aKPUTTS IMPOJUXIB Ta CKCIPECYE TCHH, IO
BI/IMOBIIalOTh 3a CTilikicTh A0 3HeBoaHeHHS (Finkelstein et al.,
2002; Christmann et al., 2007; Rock et al., 2010). ABK 3azisHa B
perysiiii TpaHCIIOPTY BOAM 3 PO3YMHEHUMHU B HI MIHEPAIbHUMH
pEUOBUHAMU, KOOPAMHYE MPOIIECH POCTY KOpeHiB Ta maroHiB (Hose
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Puc. 1. ABK i po3BUTOK Ha3eMHHX POCIUH. BIakUTHHM KOJIBOPOM ITO3HAYEHa MOIOHICT
nii ABK; depBonuMm — enporennmii BMicT ABK (XapakTepH3yeTbcst po3MipoM Kyii),
mutiaapaMu — poib ABK y peryssimii mpoueciB mpopocTaHHs HAaCiHHS, 3aKPHUTTI MPOANXIB
1 CTIMIKOCTI 10 3HEBOJHEHHS (HACHUYEHICTh KONBOPY BiAmoBimae edexruBHOcTi mii ABK)
(amanrroBaHa 3a Sakata et al., 2014)

et al., 2000; Parent et al., 2009), no3piBaHHS Ta MPOPOCTAHHS
Hacinas (Finkelstein, Rock, 2002; Chandrasekaran, Liu, 2014).
[Tin yac iHTEHCHBHOrO MOAUTY KIITHH 1 AudepeHiianii TKaHUH,
dbopMyBaHHS 3apojka W eHjgocrnepMy 3adiKCOBAaHO HU3BKHHA BMICT
ABK, Toi SIK micIist MPUTTMHEHHSI TIOJILTY KJIITHH 1 ITi]1 Yac aKyMYJIsii
3alacHUX PEYOBUH BMICT rOopMOHa B HaciHHI 3pocTae (Taiz, Zeiger,
2002). ABK ekcnpecye cunTe3 crpecoBux LEA mpoTeiHiB Mmi3HBOTO
eMOpioreHesy, sKi aKyMYJIIOIOThCS ITi/1 Yac BUCUXAaHHs HACIHHSA Ta Y
BEreTaTUBHUX TKAaHMHAX 32 YMOB IMOCYXU i 3HeBoaHEeHHs (Hasegawa
et al., 2000; Bray, 2002; Finkelstein et al., 2002). T'opmon ABK
CTUMYJTIOE TIPOIIECH CTapiHHS W omagaHHs jucTs (Samet, Sinclair,
1980; Wang et al., 2012), npurniuye ingykoBanuii 'K cunres
a-aminasu (Hoecker et al., 1995; Gomez-Cadenas et al., 2001), pery-
JIO€ picT 1 po3BUTOK O1uHKX KopeHiB (De Smet et al., 2006; MBanos,
Axwusposa, 2014) Ta popmysanns cyusits (Milborrow, 1974).
Bupuenns o¢izionoriunux ¢yskiiii ABK y HazeMHux pociux
BUSBUJIO JIaBHE (Bi OJHOKIITMHHUX OpPraHi3MiB) MOXOMKEHHS
¢iToropmony, moB’si3ane 3 (OPMyBaHHIM peakxiliii-BilNoBinell Ha
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nedinut Bonu (Takezawa et al., 2011). Ha kmagorpami (puc. 1)
MOKa3aHi €BONIOMINHI B3a€EMOBITHOCUHH OKPEMHX TPyl HAa3eMHUX
pociuH, y skux (yskmii ABK ckoHIleHTpoBaHI Ha MPOAMXOBIH
W CyoMHHIM cHCTeMax, a TaKo)X Ha HaciHHi. [0 eBOIIOLIIHO
3akoHcepBoBaHUX (QyHKUIM ABK Hamexarp ydacTb ropmMoHa y
(hopMyBaHHI CTIHKOCTI 0 3HEBOTHEHHSI Ta /i1 HU3BKOI TEMITEpaTypH;
peryisiiis pyxiB IPOIUXiB 1 CHTHAJIIHT 13 3 Ty4€HHSIM IIUTO30IbHOTO
KaJIBIIIIO 1 KaJbIlii-3B’ 13ytounx mpoteiniB (Sakata et al., 2014).

[Tonpu nocsirHenHs y BuB4eHHI OiocuHTe3ly ABK, BH3HAUeHHS
OKpEeMHX TeHIB Ta €H3UMIB, 3aJIsIHUX Yy NPSAMOMY i HemnpsMoMy
[UIAXaX YTBOPEHHS TOPMOHA B MOKPUTOHACIHHUX pociuH (Schwartz
et al., 2003), mocnimxenns 6iocunre3y ABK y crnopoBux pocnun
€ HENOCTAaTHIMH, a OTpUMaHi Pe3yJIbTaTH OCHUTh CYIEepPEUIHBi.
Tak, y reHomax miaHoOakrepii Synechocystis Ta dYepBOHOI
OAHOKIITUHHOI BogopocTi Cyanidioschyzon merolae He 3HaieHO
reHiB ABK1, sixi B Arabidopsis thaliana excripecyloTb YTBOPEHHS
3€aKCAHTUHENIOKCUa3Hh, 3a/i1siHOi Ha  [OYaTKOBUX  eTarax
KapoTHHOInHOro nuisixy Oiocuntedy ABK. Bomnowac 1i renu
BUSIBIICHI B OJHOKJITHHHOI 3e1eHoi Bomopocti Chlamydomonas
reinhardtii, moxy Physcomitrella patens 1 nmayna Selaginella
moellendorffii (Yoshida, 2005; Takezawa et al., 2011). ¥ renomi
MOxy Physcomitrella patens Takox 3HaWJEHI TCHH, BiIAOBIIATBHI
3a KapoTuHOimHMI nuIsiX 6iocuHTe3y ABK, okpim rena ABK?2, sxuii,
IMOBIPHO, Y TOKPHUTOHACIHHUX 3 SBUBCS Mi3HIIIE SIK KOMIIOHEHT
AJIETEPHATUBHOTO €H3MMAaTHYHOTO NUISIXY KOHBEpTaIlii KCAaHTOKCHHA
B ABK-anpnerin (Sakata et al., 2014).

ABKnanoporeii manogociimkena. BitoMocTi npo BUBYEHHS LIbOTO
ropMoHa B criopoditax 1 ramerodiTax OKpeMHX JE€pPEBOINOIIOHUX,
eni(iTHUX 1 BOAHKUX MANOpOTEH HaBEJCHI B TAOJIHUIII.

Briepuie B manoporenonionnx ABK izeHTudikysanu B cropax i
npotroHemi Anemia phyllitidis (Cheng, Schraudolf, 1974). Ilizuimre
TOPMOH 3HaHIIIM B criopax Lygodium japonicum (Yamane et al.,
1980). ¥V criopodiTHUX MOJOAUX BasiX JAEPEBOMOAIOHUX MAOpoTeit
Cibotium glaucum 1 Dicksonia antarctica BusiBneni ABK, ii
MeTabomiTH (aszeeBa it aurigpodazeeBa KUCIOTH Ta IXHI KOH IOTaTH
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Tabnuys. Y3araabHeHi BizomocTi Nmpo Jiokasizaniio adCIU30BOi KUCJIOTH B OpraHax
NANopoTei

By marnopori Micue nokasnizamii Jliteparypa
Anemia phyllitidis L. Sw. CIIOpH Ta POTOHEMA IC;I;:::g’ Schraudolf,
Lygodium japonicum (Thunb.) Sw. criopu Yamane et al., 1980
Mohria caffrorum L. Desv. cniopu Ta mporonema | Chia, Raghavan, 1982

Cibotium glaucum (Sm.) Hook. & Arn,

. . . . Mooz Bal Yamane et al., 1988
Dicktonia antarctica James Dickson A ’

BEpXiBKOBI Ta O1uHI .
P Pilate, Sossountzov,

Marsilea drummondii A. Br. (Cy6aH1KaJ'I¥:H1, cepenHi Miginiac, 1989
Ta 6a3aabHi) OpyHBKH

Marsilea quadrifolia L. amekc crebia Lin et al., 2005
CIIOpH, CETMEHTH

Matteuccia struthiopteris (L.) Tod. ipyYacTUX Baii; CutHUK Ta iH., 2003
YepelKn

Pteridium esculentum (G.Forst.)
Cockay-ne, Dicksonia antarctica Bai
James Dickson

(Yamane et al., 1988). Pa3zom i3 IOK 1 IIK ABK Oyna 3Haiimena
y BepxiBKOBUX 1 OiuHuMX OpyHbKax BOAHOI mamopoti Marsilea
drummondii. OCKUTbKH BMICT (iTOTOPMOHA B yCiX TOCIIIKYyBaHUX
opraHax BHSIBUBCS 1ICHTUYHUM, aBTOPH JIHIIUIH BUCHOBKY, 1110 ABK
He Oepe ydyacTi B peryisiii MmpoIecy amiKaJlbHOTO JIOMiHYyBaHHS
i€l MarnopoTi, a picT OIYHUX OpPYHBOK, IMOBIPHO, PETYIIOETHCS
inmuMu ropmoHamu (Pilate et al., 1989). YV Marsilea quadrifolia Gys
BU3HAUEHHH BMICT BUTbHOI Ta koH toroBaHoi opm ABK i ¢a3zeeBoi
i nurigpodaszeeBoi kucior (Lin et al., 2005). 3a BogHOTO CTpecy
y Basix Pteridium esculentum 1 Dicksonia antarctica piBeab ABK
3poctaB (McAdam, Brodribb, 2012).

Binomocti npo yuacte ABK y perynsauii Mmopdo-dizionoriyHux
MpOIeCiB y ManopoTed MOOAWHOKI Ta pisHopiaHi. IlepeBaxkHa
OUTBIIICTh JOCHIDKEHb 30Cepe/DKeHa Ha BUBUCHHI BIUIUBY
€K30r'€HHUX TOPMOHIB Ha PICT 1 PO3BUTOK Hamnopoteil. 30kpema,
BCTaHOBJIEHO, 10 ek3oreHHa ABK He BrumBana Ha iHAyKoBaHe
YEPBOHUM 1 OLTMM CBITIIOM TIPOPOCTaHHs criop Anemia phyllitidis 1
Matteuccia struthiopteris (Jarvis, Wilkins, 1973; Cheng, Schraudolf,

McAdam, Brodribb,
2012.
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1974). Ilpore ABK ymnoBinbHiOBana pict rametodity Lygodium
japonicum Ha YEPBOHOMY Ta CHHBOMY CBITJI1, CIPUYUHIOIOYH TIOSIBY
HuU3bKopociaux (popm (Swami, Raghavan, 1980). Exzorenna ABK
32 HU3bKMX KOHIIGHTpaliil He BIUIMBAjJa Ha MO MPOTOIUIACTIB,
OTpUMaHuX 31 criop Mohria caffrorum, omHaK BUCOKI KOHIIEHTpAIIii
ropMoHa 1HriOyBajaM MojxajbIlIuid picT mpoTtoHeMu. llpu mpomy
eK30reHHi ridepeninu 3HiManmu edexr mnpurHiuenHs ABK, o,
HaWBIpoOTiAHINIE, BiIOYBAJIOCA NUISIXOM CTUMYJIALII POCTY, a HE
KOHKYPEHTHOI B3aemonii. BomHouac, okpemMo BBeneHI ayKCHH i
KIHETHH HE CTUMYIIOBAIIM POCTY MPOTOHEMH, aJie ITiJT 4ac B3a€EMOIi
3 ABK edexr mpurniuenus neBHoro Miporo HiBemoBaBcs (Chia,
Raghavan, 1982). [TokazaHo Takox, 110 32 HU3BKUX KOHIIEHTpAIliil
ABK ctumymoBana po3BUTOK pu3oiniB y ramerodita Ceratopteris
richardii (Hickok, 1983). 3’scoBano, mo ex3oreaHa ABK
NPUTHIYYBajla aHTEPUIIOTeH-1HIyKOBaHe (POPMYyBaHHS Ta PO3BUTOK
gososiuoro ramerodira B C. richardii (Hickok, 1983; Warne,
Hickok, 1991).

ABK 3nmarHa iHZyKyBaTH 3MiHY («II€PEMUKAHHS») PO3BUTKY
3 BOIHOTO HAa HA3eMHUH y IIMPOKOTO Jianma3oHy POCIUH — Bif
MeYiHOYHUKIB 10 mokpuToHaciHHUX (Anderson, 1978; Hellwege et
al., 1992). I'etepodisnibHI «IIEpEeMUKaHHA» CIIOCTEPIraan y BOIHOI
nanopoti Marsilea quadrifolia 3a yMOB pPO3BUTKY Ha CHHBOMY
ceitimi (Liu, 1984; Lin, Yang, 1999; Hsu et al., 2001; Lin et al.,
2005). 3a 1OmMOMOrol0 €K30reHHUX CHHTEeTHUHHX i3oMmepiB ABK
MIPOAAEMOHCTPOBAHO 3JaTHICTh TOPMOHA 1HIYKYBaTH MEPEMHUKaHHS
MpOLECiB  PO3BUTKY BOAHOI manopoTi Marsilea quadrifolia.
T'opMOH TPOBOKYBAaB YTBOPEHHS THIIOBUX O3HAK IOBITPSIHOTO
(deHOTUITy: 4YepellKH Ta KOpEeHI BUAOBKYBAJUCS, MIKBY3JISA
BKOPOUYBAJIKCh, Y HOBHX JINCTKAX 301IbIITyBajacs Moiia moBepXHi,
3a MOPQOJOTIYHUMH O3HAKAMH BOHU YIOHIOHIOBAIHCS IJTUCTKAM
KOHIOIIWHU (puc. 2).

[Ticns MOYaTKOBOTO CTUMYIIIOBAHHS POCTY JIMCTKIB 1 KOpeHiB ABK
CIPUYMHIOBATA CTAPIHHA, MPHU3YNHUHsIA PO3BUTOK 1 CTUMYIIOBAIA
nepexiz 10 penpoAyKTHUBHOT (ha3u, MOKOBTIHHS TKAHWUH, 3MEHIIICHHS
KUIBKOCTI BY37iB 1 ¢opmyBanHsa cnopokapmito (Lin et al., 2005).
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Puc. 2. BB ABK Ha posBurok Marsilea quadrifolia: A — HeoOpoOneHa pocinHa;
B — pocnuna, obpobnena S-(+)-ABK-izomepom konumentpamiero 1 MxM; C — pocnuHa,
o6pobiena R-(—)-ABK-i3omepom ronrentpauieto 1 MxkM (3a Lin et al., 2005)
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Puc. 3. Xpomartorpama po3IineHHs CKJIagHOI CyMilli 3 BMICTOM €HJIOT€HHOI abCIu30BOi
KUCJIOTH 3 IUIaBaounx Bait Salvinia natans

Ex3orenna ABK crpusina BuxuBanHIO Baii Polypodium virginianum
3a YMOB 3HEBOJIHCHHS, POBOKYIOUM CHHTE3 de novo crenu(piaHux
nporeiniB (Reynolds, Bewley, 1993).

ABK-curHaiiar € pe3yapTaToM TPHUBAJOi  €BOJIOLII, IO
niaTBeppKye ineHTudikaiis AbBK-nonepeqHuKiB y OMHOKIITHHHUX
eykapioriB (Hauser et al., 2011). EBomromiiini nepeTBopeHHs I
ajanTamiiiHi 3MIHM 3PEUITOI0 MPHU3BOAATH JIO 3alHATTS HOBUX
€KOJIOTTYHUX HIII 1 PO3BUTKY CrielU()IYHUX CUTHAIBHUX MEXaHI3MiB,
y KOTpUX 3aAistHUH nonidyHKkuioHansHui ¢pitoropmon ABK.

HocaimkeHHs: BUTbHOT Ta KoH toroBanoi gopm ABK B opranax
ManopoTed, AWMHAMIKK BMICTy TOPMOHA B TPOIECI PO3BHUTKY
NPOBOAMIHUCS Yy Biaial ¢itoropmonosorii IHCTUTYTy OOTaHIKH
im. MLT". Xononnoro HAH VYkpainu (Boiitenko, KocakiBcbka, 2016;
Kosakivska et al., 2016; Boiitenko, Kocakosckas, 2017a, 0, B;
Bacrok ta in., 2017; Boilitenko ta is., 2017, 2018).

XapakTep HaKOIMYCHHS Ta 0COOIUBOCTI JIOKaJi3allii eHI0TeHHOT
ABK B opranax cmopoditiB mamoporti rigpodity Salvinia natans
1 Ha3eMHHUX OaraTopiuyHuX mnamnopotei Polystichum aculeatum Tta
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Puc. 4. Bmict ennorennoi ABK B opranax Salvinia natans Ha pi3HHX ()eHOIOTIYHHX (a3zax
po3BuTKy ciopodira. X+SD, n =6

Dryopteris filix-mas OyB NOCTIDKCHHH 13 3aCTOCYBAaHHSM METOMY
BEPX-MC (puc. 3).

[lepeBaxxanns BuibHOT ¢Gopmu ABK Han koH’roroBaHoro crio-
CTepiraim B ycix opranax Salvinia natans Ha BCix pazax q0CIiHKCHHS,
3a BUHATKOM (pa3u popMyBaHHs criopokapiiis (puc. 4). [Ipu ixaupomy
(¢bopMyBaHHI BUSBICHO HE3HAYHE 3POCTAHHS BMICTY KOH IOTOBaHOI
dbopMu ropMoHa B IUIaBalOYMX 1 3aHYpEHUX Basx, TOAl SIK Ha
MOYaTKOBUX (pa3ax pO3BUTKY Baii BiH OyB Ha PiBHI CJ1IOBHX 3HAUCHb.
VY ¢as3i aktuBHOTO pocTy criopodita BitbHa ABK Oyna 30cepemkena
y mnaBarounx Basx (191,0 Hr/r cup. p.), Toai K y (asi cTalioHapHOTo
pocty — B 3anyperux (154,4 Hr/r cup. p.). Ockinbku cunre3 ABK
BiIOyBaeThcsi B xjoporutactax (Xiong, Zhu, 2003; Nambara,
Marion-Poll, 2005; Sakata et al., 2014), MOXXHAa TPUNYCTUTH,
10 aKyMyJIbOBaHa B TUIAaBarOYMX (DOTOCHMHTE3yIOUMX Basx y (asi
iHTeHcuBHOTO pocty ABK y momanpmioMy TpaHCIOPTYETHCS [0
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3aHYpEHHMX BHJIO3MIHEHUX Baii, sIKi BUKOHYIOTh II€PEBAXKHO BCHUCHY
byHKIIIO.

Haii6inpmy kinmekicte ButbHOI ABK (266,0 Hr/r cup. p.)
criocTepiranu B ¢()OpMOBaHUX 3pinux criopokapiisx. [TopiBHiooun
OTpUMaHi JaHi 13 BIIOMOCTSIMHU PO 3pOCTaHHS BMICTY €HJIOT€HHOI
ABK y HaciHHI B mepiof aKyMyJsIii TIOKUBHHX PEYOBHH
micisg mpunuHeHHa noxiny kiituH (Taiz, Zeiger, 2002), moxHa
MPUITYCTUTH, 10 B PETYISILII NpoLecy N03piBaHHS CIOP MarnopoTi
akTuBHO 3ajisiHa BinmbHa ABK. VYV ckymueHHsSX cropokapmiis,
copMOBaHMX TCIs BiAMHpaHHA BereTaTuBHUX opraHiB, ABK
MiCTHIAaCs Y KOH IOTOBaHOMY cTaHi (23,5 Hr/T cup. p.).

Otxe, ¢aza IHTEHCHBHOTrO pocty cnopodita Salvinia natans
XapakTepu3yBajacsi BHCOKHM BMicToM BuIbHOT ¢dopmu ABK
y IUIaBalOuux 1 3aHypeHux Basx. [lim vac pocty cmopodira i
(opMyBaHHS CHOPOKAapmiiB MOCTYIOBO 3MEHINYBaBCS pPIBEHb
ropMOHa i3 TmepeBaror BUIbHOI (opMU HaJI KOH IOTOBAaHOIO.
@dopmyBaHHS 1 103piBaHHS CIIOP MPOXOAMIO MPH MAaKCUMaJIbHOMY
BMicTi BiibHOI ABK.

[lig dYac IHTEHCHBHOTO poCTy Ta (OPMYBaHHS COpPYCIB Iyl
eagorenHoi ABK y Basx 3umo3zeneHoi mamopoti Polystichum
aculeatum OyB 0JJHAKOBO BUCOKHMM. J[03piBaHHs Ta IOBHE BUCUTIAHHS
CTIOp BimOyBasIoCs MPH MOCTYNOBOMY 3MeHIeHHi BMicTy ABK, Toni
K y (a3l ociHHBOI Bereraiii 3aikcOBaHO MaKCHMAaJIbHUM BMICT
rOopMOHa. Y 3UMYIOUHX BasiX KiIbKICTh eHioreHHoi ABK 3menmmmnacs
BABivl. Ha mouarky iHTeHCUBHOTO pocTy BMicT eHjporeHHoi ABK y
KOPEHEBHII criopodiTa 3HaXOAUBCS HAa MEXI YyTIUBOCTI METO.NY,
B MOAANBIIOMY Oyny BHUSBICHI MaKCHMAaJbHI MOKa3HUKH BMICTY
ABK, saxi npunaganu Ha ¢azy GopMmyBaHHS COPYCIB Ta 3UMOBY
BEreTalilo. 3 TEpPexXoJoM [0 JIITHbO-OCIHHBOI BereTallii BMICT
erorenHoi ABK y kopeHeBuIli icTOTHO 3MeHIIUBCS (puc. 5). Y
poboTax I1HIUX MOCTITHUKIB TMOBIIOMIISIIOCS TPO MPUYETHICTH
ABK 1o excnipecii reHiB, 3aisHUX Y (OPMYBaHHI CTIHKOCTI POCITUH
1o Hu3bKo1 Temneparypu (Gusta et al., 2005). Takum yuHOM, MOXKHA
MIPUITYCTHUTH, 110 BUSBJICHE 3pOCTaHHS BMICTy eHoreHHoi ABK y
3UMYIOYOMY KOPEHEBHILII Ta OCIHHIX BasX CBITYUTH MPO 3aTyUeHHS
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3nmMoBa BereTauis .
B KopeHesuwe DOBai

OciHHgA BereTallis

JliTHa BereTauis

CnopoHOLLEHHS

dopmyBaHHSA copyciB

deHonorivHi hasn po3BUTKY
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Puc. 5. Bmict ennorennoi ABK B opranax Polystichum aculeatum na pi3HAX ()eHOTOTIUHIX
(hazax po3BUTKY criopodita. X+SD, n=9

diToropmoHa 10 (popMyBaHHS 3aXUCHHUX PEAKIiid HA BIUTMB HU3bKOI
Temneparypu. 3adikcoBaHa HaMH B KOPEHEBHILI MaKCHMallbHa
akymyssiis enporenHoi ABK y ¢asi ¢opmyBaHHS copyciB
BIJTNOBia€ 1HriOyrouidl i (iTOropMOHa Ha PO3BUTOK CIUISYUX
OpyHbpok. 3HauyHe 3poctanHs Bmicty ABK y mepion ramyxeHHs
OIYHHMX JOJATKOBUX KOPIHIIIB 3aCBIIYY€ y4acTh TOPMOHA B 1HIITAI]
IPOIIECY KOPEHEYTBOPEHHS.

VY Basix P. aculeatum Ha BCiX ¢azax po3BUTKY criopodiTa, OKpiM
da3 ¢opMmyBaHHA COpYCIB Ta JITHBOI BereTaili, JOMiHyBaJa
koH toroana hopma ABK (puc. 6). HaiiBumuii ii BMicT 3adikcoBaHO
i 9ac OCiHHBOI Bereramii. Makcumabauid piBeHb BiTbHOT ABK
npunagaB Ha ¢aszy ¢GopMyBaHHS COPYCIB. Y KOPEHEBHIII TaKOX
nepeBakaja KOHIOroBaHa ¢opma ropMoHa, MaKCUMaJbHUNA BMICT
AKo1 3adikcoBaHM y Ppazax GopMyBaHHS COPYCiB13UMOBOI BereTalii.
B po6oTax iHImuX J0CTITHUKIB Bi3HAYAIOCS, 10 B TIEP10]] CTapiHHS
pocnuH koH'torath ABK HakomuuyroTbCsi B KIITHHHIA CTIHII Ta

Bakyosisix (Verslues, Zhu, 2005).
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140 ¢ 140

OBinbHa
B KoH'toroBaHa

70

HI/I CUPOI PEYOBMHU

0 4
deHonorivHi dasu ® o
PO3BUTKY €HOMOriYHI ha3n po3BUTKY
Rai KopeHresuiue

Puc. 6. Po3nonin BimbHOI Ta koH toroBaHoi popm ABK B opranax Polystichum aculeatum na
pi3Hux deHomoriynnx dazax po3BuTKy criopodira. I — inrencusnuii pict, I — popmyBanHs
copycis, Il — cmoponomienns, IV — mitHs, V — ocinns, VI — 3umoBa Bererarii. X+SD, n=9

I3 muTo30m0 KMTHH KopeHs KoHtoratu ABK mepeminnyrorbes
710 TApEHXIMHUX KJIITHH KCWJIEMHU ¥ BUBUIBHSIOTHCA B 11 CyIMHU 3a
nonomoroto ABK-tpancnioprepiB (Lopez-Carbonell et al., 2009;
Kretzschmar et al., 2011; Boursiac et al., 2012). 3aBasiku rinpodiis-
HUM BiacTUBOCTSAM KoH’toraT ABK pyxaeTtbes akpomeTaibHO
Kcuiemoro crebma. B amomiacTi JMCTKa BiH PO3MICTUTIOETHCS 3
YTBOPEHHSM BUIBHUX (DOpM, SIKI TPaHCHOPTYIOThCA A0 Me3odina
(Sauter et al., 2001, 2002; Osakabe et al., 2014). Ha namy aymky,
aKyMyJIbOBaHI B OCIHHIO ¥ 3MMOBY (pa3u PO3BUTKY KOH IOTOBaHI
¢dopmu ABK yTBOpIOIOTH €TI0 /IS BUTBHUX ()OPM TOPMOHA Y Basix,
K1 HaJlajl 3a1y4aTUMyThCs 10 OPMYBaHHS 3aXUCHUX MEXaHI3MiB.

Takum uywmHOM, B opra”ax cmopodira P aculeatum y ¢a3i
dbopmyBaHHs copyciB HakonmuyBanacs ABK, aktuBHa ¢opma
AKoi ToMiHyBania y Basix. Y (a3l OCIHHBOI Ta 3UMOBOi Bereraii y
KOPEHEBHIIII 3pocTalia KUTbKiCcTh KOoH toroBaHoi ABK. 30inbmients y
Basix BMicTy ABK 10 MakcuManbHUX 3HaYEHb MICISI HEPUINX OCIHHIX
NPUMOPO3KiB, @ TaKOX Yy 3MMYIOUOMY KOPEHEBHILI CBIJYUTH IPO
3aiydeHHs (JITOTOPMOHA JI0 aKTHBAIlli 3aXUCHUX TPOIIECIB.

Yoponosxk (a3 IHTEHCHUBHOTO POCTY W CIOPOHOIIEHHS Iyl
ennorennoi ABK y Basix Dryopteris filix-mas csraB 31,2 £ 1,6 #
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Puc. 7. Axymymsuist ta posnoain ennorennoi ABK B opranax Dryopteris filix-mas Ha
pi3HuX (eHonoriuHux (aszax po3BUTKY cropodirta (Hr/r cup. p.). X=SD,n=9
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Puc. 8. Posnonin BinbHOT Ta koH toroBanoi popm ABK B opranax Dryopteris filix-mas Ha
pi3HuX (eHonorivHux aszax po3BUTKY cropodita. X+SD, n =9

49,4+2.8 ur/r cup. p. Hatomicts npu opMyBaHHI CHOp KIIBKICTh
ropMOHY 3MeHIuiacs Brpudi. Bmict ABK nocsras miHiManabHOTO
3HaueHHs 2,2 + 0,1 Hr/r cup. p. y pasi 103piBaHHS CIIOpP, MAKCHMAJIh-
Horo — 219,5 + 11,0 y ¢a3i 3aBepmienns Bereraiii (puc. 7).

ITix yac nepmux 1BoX (heHOJIOTTUHUX (a3 PO3BUTKY MY €HIOTEeH-
Hoi ABK y kopeneBumii cranoBuB 20 HI/r cup. p. (puc. 7).
Makcumanbae HakonudeHHs1 Topmony (30,6 = 1,5 ur/r cup. p.)
CIOCTEpIrajiocsi B MEpioA J03piBaHHSA CIOp, KOJIM Ha IOBEPXHI
copyciB BimOynocs JiiikonomiOne 3ropranHs iHmy3id. [lpwm
CIIOPOHOIICHH] W 0coONMMBO y (ha3i 3aBepIICHHS BereTallii BMICT

ABK y xopeHeBuILli 3MEHIIUBCS BABIYI i TPpUYi BiIMOBITHO.
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Binena ¢opma ABK Oyna pomiHyrouoro y Basgx Ha BCIX
(denonorigamnx ¢azax po3BUTKY criopodira (puc. 8).

Makcumanbpauii BMicT ABK 3adikcoBaHo mia dac 3aBepiieHHS
BereTalii npy ynoBiJIbHEHH] POCTY HaJ[3eMHHUX OPTaHiB 1 3MEHILICHH]
Macu ¥ JIOBXHH Bail. ¥ (a3l 103piBaHHS CIIOp HA MOYaTKy IXHBOTO
BHCIBaHHS KUIbKiCTh BUTbHOI ABK Oyma wmiHiManmpHOMO, y ¢asi
CTIIOpPOHOUICHHsI BoHA 30umbimiaca B 20 pasiB. ¥ Basgx Ha BCiX
(hazax po3BuUTKy criopodita 3adikcoBaHi HU3bKI i CITITI0BI KIIBKOCTI
ko’ toroBanoi ¢gopmu ABK. Binpna ¢opma ABK nominysana
TaKOXK y KOpPEHEBHUIIaX Ha BCiX (pa3ax 3a BUHITKOM OCTAHHBOI, KOJIU
MepeBa)Kalovyol0 BHUSIBIIIACA KOH IOroBaHa (opma ropmona. Bwmict
BUTEHOT (DOPMH BIIPOJOBK MEPIINX YOTHPHOX (ha3pO3BUTKY CIOPOPITY
3aJIMIIABCS He3MIHHUM. MiHIManbHUIA PiBEeHb KOH IOTOBaHOI (hopMH
ABK BusiBIIeHO y KOpeHEeBHIIl Y (a3l CIIOPOHOIICHHS, MAKCUMaJIb-
HUM — mpu 3aBeplieHHI Bereramii. MakcuMaiabHa aKyMYyJIsLis
eanoreHHoi ABK, 3adikcoBana y xopeneBumi y ¢asi g03piBaHHS
CIOp, CYNpPOBOKYBaJlacs TMPUPOCTOM MacH Ta 30UTbIICHHSM
JIOBXKMHU KopeHiB. Lle omocepenkoBaHO 3acBIAYMIIO MPUYETHICTbH
TOPMOHA [0 peryjsmii pocTy KopeHeBoi cucremu. OTpumani
pe3yabTaT J03BOJISIIOTH MPUITYCTUTH, IO HAKOMWYEHHS BUIBHOI
dopmu ABK y Basix D. filix-mas mij 4ac 3aBepIlIeHHS BereTaii
OB’ sI3aHE 3 PETYISLIEI0 TOPMOHOM TIporiecy ctapinus. IlincraBoro
JUISL TaKOTO TPHUITYIICHHS € JOCHIDKEHHS 1HIIMX aBTOPIB, SKi
noBizomysuin nipo ctumyntoBanHs ABK mpoueciB crapinns (Wang
et al., 2012). BogHouac mMu npumyckaemo, 10 aKyMyJlbOBaHa B
KOPEHEBUIIl KOH’IOroBaHa (opmMa TOpMOHA YTBOPIOE €O [
cuHTe3y akTuBHOI (hopmu ABK.

Orxe, aktuBHa Qopma ABK nomiHyBana y BasX Ha BCiX
¢dbenonoriyanx Qazax po3BuUTKy D. filix-mas. MakcuMalbHHMA
BMICT BUIbHOT (hOpMHU TOPMOHA y BasiX MIiCIs MEPLINX MPUMOPO3KiB
€ miacraBoro npunyctutu ydacte ABK y dopmyBaHHI 3aXMCHUX
aJlanTaniiHuX MPOILECciB 3a Ail HU3bKOI TemnepaTypH. JJoMiHyBaHHS
KOH’IOroBaHO1 ()OpMH TOPMOHA B KOpPEHEBHII cropodira mpu
3aBEPIICHHI BereTallii po3msiIacThes K cnocio nenonyBanHs ABK.
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TakuM YnHOM, OTpUMaHI HaMM pe3yJAbTaTH MOKa3alu, IO
IHTeHCUBHICTh akymyssmii ABK y mamoporeit 3 pisHHX MicIe-
3pOCTaHbh Ma€ crenu(piyHui XapakTep 1 3aJIeKUTh SK BiJl YMOB
3pocTaHHs (BOAHE YU HA3eMHE CEPEAOBUIE), TakK 1 (i310J0TIHHOTO
CTaHy pPOCIWH. Y TOpIBHSHHI 3 Ha3eMHHUMHU TMANOPOTIMU BOJIHA
BIJIpI3HAJIAcS 3HAYHO BHMINUM BMicToM eHjoreHHoi ABK, o,
BIpOT'iIHO, OOYMOBIICHO ICHYBAaHHSAM I Ha MEXi MOBITPSHOIO M
BOJIHOTO CEpeloBHIN. BusBICHI 3aKOHOMIPHOCTI KUIBKICHUX 1
axicHux 3miH ABK B minomy BiamoBimanu mepediry pocTOBUX,
dopMOTBOpUMX Ta aganTalifHUX TPOILECIB y Mamnoporeil Ta
BUSIBWJIY MOAIOHICTD Y PyHKLIAX (ITOrOPMOHA NMAMIOPOTEN Ta BUILIUX
KBITKOBHMX POCJIUH.
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Bnuius ¢itoropmonis Ha npopocTanHs cnop i Mmopgorenes
rameroQira B KyJbTypi in vitro

Pomanenko K.O., Babenxo JI.M.

XapakTepHOIO O3HAKOK MAropoTed € 4YepryBaHHS IMOKOJIHb,
ke 3a0e3nedyye He3aJIeKHUH PO3BUTOK HECTaTeBOro cropodira
it crareBoro ramerodira. 3pisni rameTodiTH ManopoTei € Gararo-
KIITMHHUME aBTOTpodamu ayske ApibHOro posmipy (1-2 mm). Ix
JIETKO KYJIBTUBYBaTH 10 CTaHy MOBHOi 3pinocti B wami l[lerpi,
CIOCTEpIraTu 3a pO3BUTKOM, MaHIIyJIIOBaTH, HE 3aBAAI0UYH pyHHAL]
(Raghavan 1989; Menéndez et al., 2011). JTabopaTopHi 10CiI>KEHHS
JI03BOJISIFOTH BUSIBUTH BILJIMB €KOJIOTYHUX (DAKTOPiB HA TPOPOCTAHHS
criop, MpoaHaiizyBaru pict i MopdoreHes Ttamoma ramerodirta,
mudepeHItialio CTaTeBUX KIITHH, (OPMYBaHHsS AapXeroHiiB W
aHTepHJiiB, YTBOpPEeHHS cropoditHoi 3urotu ta 3aponka (Banks,
1999). Ilporecu pocty i po3BUTKY ramerodita Ta cropodira B
MaropoTeH, K 1 B MPEICTABHUKIB 1HIITMX TAKCOHIB KOHTPOTFOIOTHCS
0araToOKOMIIOHEHTHOI0 TopMoHanbHOIO cuctemoro (Kosakivska et
al., 2016).

Cnopu mamnopoteld MOXyTh TepedyBaTH B CTaHI BUMYIIEHOTO
CTOKOIO BiJl IEKIJIbKOX THXKHIB JI0 AECATKIB POKIB, 30epirarouu npu
IIbOMY CXOXICTb. BimoMo, 110 Ha MPOPOCTAHHS CIOpP MArOpPOTEH
BIUTUBAIOTh OCBITJCHHS, TEMIEparypa, eJIeMEHTH IKUBIICHHS,
rpasitamnis Tomo (Raghavan 1989; Edwards, Roux, 1998; Du et
al., 2009; Wu et al., 2010; Juarez-Orozco et al., 2013; Suo et al.,
2015). ITokazaHO TakoX, IO €K30TeHHI (ITOTOPMOHHU TiOeperiHu,
aHTEPHJIIOTeH, €TUJICH, OPaCHHOCTEPOi i, ’KaCMOHOBA Ta aOCIIU30Ba
KHCJIOTH 37aTHI PETYITFOBATH MPOIEC MPOPOCTAHHSI CTIOP MAropoTeH
(Edwards, 1977; Chia, Raghavan, 1982; Camloh et al., 1996; Suo
et al.,, 2015; Goémez-Garay et al., 2018). O6poOka ribeperoBor
kucnororo (I'K,) 3 HacTynHUM BHECEHHSM TOPMOHA B TOKHBHE
Cepe/IoBUINE MTO3UTHBHO BILTUBAJIA HA TIPOPOCTAHHS criop Athyrium
multidentatum (Guo et al., 2007) ta Pteridium aquilinum (Zhang,
Niu, 1999). Bonnouac 06pobka I'K, He BrummMBana Ha IIBHAKICTH
npopoctanHs cnop Pteridium aquilinum (Zhai et al., 2007) ta
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Sphenomeris chinensis (Renetal., 2008). 'K, cipusina mpopocranHo
B TempsiBl cniop Pteridium aquilinum, Polystichum munitum 1
Polypodium feei (Weinberg, Voeller, 1969). I'itbepeninu I'K,, I'K,,
'K, ta 'K ; ingyKyBamu npopocTtanns crnop Anemia mexicana ta
A. phyllitidis 6e3 ocBiTiienns, npuaomy A. phyllitidis Oyna OinbI
4yTIMBOKO, HIXK A. mexicana. Haibinbmmii eexr mana o6podka I'K,
ta 'K, (Nester, Coolbaugh, 1986). Beranosneno s I'K,, 'K, Ta
'K, Ha npopocTanns y TempsBi criop Lygodium japonicum (Sugai et
al., 1987). I'iGepenian He 1HAYKYBaJIM MPOPOCTAHHS CIIOp Schizaea
pusilla y TeMpsiBi, OTHaK CTUMYJIOBAJM HOTO MPU ONPOMIHEHHI
4epBOHUM CBiTIIOM, npudoMy 'K, BusiBunacs Oinbir epekTUBHOIO,
uik T'K, . (Guiragossian, Koning, 1986). Iloni6ui pesymnsraru
oTpuMaHi 3 L. japonicum, IpOPOCTAaHHS CIOP SIKOTO CTHUMYJIIOBAIA
I'K, 3a ymoB onpominenHs 4epsoHuM cBitioM (Kagawa, Sugai,
1991).

AmntepunioreH (ado repminin 3a Voeller, 1971) — ne cienudivnmit
ribepeiHONOAIOHNI TOPMOH TANOPOTENOAIOHNX, IO PETYIII0E
nporiec (opMyBaHHs aHTEPHIIiB Ha MOBepXHi rametodita (Atallah,
Banks, 2015). BcraHoBiieHO, 110 aHTEPUIOTEH MICTUTh Y CBOIH
cTpyKTypi ridepeninosuii ckenet (Furber et al., 1989). [l koxHOrO
BUJy TAamopoTeil XapakTepHa crneuudiuHa XiMigyHa CTPYKTypa
antepupaiorena (Bactok, KocakiBcbka, 2015). Honoiuunii rametodit
dbopmMyeTbCs 32 YMOB BHCOKOTO BMICTY aHTEpUIIOTeHY, a B pasi
HOro BIICYTHOCTI YTBOPIO€ThCS KiHOUMH. Hu3bka KOHIEHTpalis
aHTEPHIIOTEHA 3yMOBIIIOE€ PO3BUTOK TBOCTATEBOTO 3apOCTKA, SIKUN
MiCTUTBh anTepuaii i apxeroHii (Kosakivska et al., 2016). Busineno,
1110 aHTEPHIIOTEH PEryJII0€ IPOPOCTAHHS CIIOP NAoOpOTeil B TEMPSIBI
(Chiou, Farrar, 1997). Bin cuHTe3y€TbCS 1 BUAUISETHCA B IPYHT
3piuM TameTo(diToM. YCTaHOBJIEHO, IO el TidepemiHonoaiOHmi
TOPMOH MOXK€ IIPOHUKATH B TPYHT Ha NIMOMHY 110 1 cM, a B OKpeMux
Bunagkax g0 15 cm (Schneller, 1988). B rpynTi anTepumioreH
aKTUBY€ MPOPOCTAHHS CIIOP MAropoTei, a B MOAAJIBLIOMY, CIIPUSIE
YTBOPEHHIO aHTepHiiB Ha moBepxHi rameroditiB (Chiou, Farrar,
1997).
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Cim BumiB manoporeit  (Campyloneurum  angustifolium,
C. phyllitidis, Lepisorus thunbergianus, Microgramma heterophylla,
Phlebodium aureum, Phymatosorus scolopendria ta Polypodium
pellucidum) 6ynu nocnipKeHi 1010 BIUIMBY BIACHOTO aHTEPHU/110TeHa
(AT’) 1 anrepuniorena Pteridium aquilinum (AL, ) Ha IpopocTanHs
CIOp Ta yTBOPEHHS aHTepHaiiB. ABTopamMu Oylo BCTaHOBJIEHO, 110
CIOpU BCIX BUJIB, KpiM Ph. aureum, TMpOpOCTaNU il BIUIUBOM
BJIACHOTO aHTepujioreHa Ta (QOpMyBald aHTEpUIli B yMOBax
TempsBu. Al', TO3UTHBHO BILIMBAB Ha IPOPOCTAHHS CIIOP 1 PO3BUTOK
YOJIOBIYMX CTATEBUX OPTaHiB YCiX JOCHIIKEeHUX BUAIB. [Ipu 1ipomy
ciopu Ph. aureum ne pearyBasm Ha BinacHuii Al. Bognouwac AT
Ph. aureum ctumymoBaB npopocTaHHs cniop Onoclea sensibilis y
tempsBi (Chiou, Farrar, 1997). AHTepuaioreH BUKOHYE Ba)KIHBY
pOJIb Y BUIOYTBOPEHHI ¥ €BOJIONII MAOpPOTEd, OCKUIBKU CIPHSIE
MePEeXpPecHOMY MDKramMeTo(iTHOMY 3aIuliIHEHHIO W (OpMyBaHHIO
reneTndHoi rerepo3urotHocti (Chiou, Farrar, 1997).

Hocnimpkenns BBy abcum3oBoi kucinotu (ABK) BusBuim,
10 HaBITh BUCOKI KOHIEHTpAllii TOPMOHA HE BITUBAIM Ha MPOIEC
NPOPOCTaHHA crop namnoporeit Mohria caffrorum ta Matteuccia
struthiopteris (Jarvis, Wklkins, 1973; Chia, Raghavan, 1982), mo
NOSICHIOEThCA BiACYTHICTIO epekra ABK Ha cuHTe3 HykieiHOBUX
KHCIIOT, HEOOX1THUX JuIs iHimianii krituaHoro noaury (Raghavan,
1989). XKacmonoBa xucmora (OKK) Takox He BIMBama Ha
npopoctanHsa cnop Platycerium bifurcatum, Xo4a aKTUByBaja
paHHi#l po3BuTOK 1 picT pusoimiB (Camloh et al., 1996). IToni6Hi
edextn BrumBy JKK 1 ABK criocrepiranucst HeomHOPa30BO i1 Yac
IPOPOCTaHHA HaciHHA BUIIMX pociuH (Sembdner, Parthier, 1993).

Erunen (C,H,) - razononi6uuit GpiroropMoH, 3a1isHui B perysiii
0araTbOX MPOIECIB: BiJ POCTY H PO3BUTKY /0 CTapiHHS POCIUH
(Pierik et al., 2006). Etunen cuHTE3ye€TbCcs TPU TMPOPOCTaHHI
HACiHHA, MPOTE HOTO pOJb B PEryIIOBAaHHI MPOIECY 3aJUIIAETHCS
muckyciinoro (Matilla, 2000). Bimomi Bumu, ais mpopOCTaHHS
HACIHHS SIKUX HE0OX1/IHA MPUCYTHICTh €TUJICHA, i BUAM, AJIS1 KOTPUX
BIUIMB TopMoHa € HeratuBHUM (Corbineau et al., 2014). IToka3ano,
10 €TUJICH NMIPUTHIYYBaB MIpopocTanHs criop Onoclea sensibilis, npu
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boMy 100%-1 HeraTuBHUIN BIUTMB 3a(p)iKCOBAaHMA TPU BUPOIILYBaHHI
B TeMpsBi Ta 50%-ii — 3a ymoB ocBitinenns (Edwards, Miller, 1972;
Fisher, Miller, 1975). HeraruBawuii eekT eTuaeHa 32 YMOB TEMPSIBH
YaCTKOBO TIOM’SKILIYBaBCA 3aBAJKH OCBITJICHHIO Ta 00poOui
cnop CO, (Edwards, 1977). O0po0ka cHop €TUJIEHIIPOLYLEHTOM
(2-xnmopetriipochopHOI0  KUCIOTO) TMPUCKOPIOBaJla CXOXKICTh
cBXO310panux Ta Hexospiux cnop Ceratopteris richardii,
OJIHAaK NpPUTHIYyBaja MPOPOCTAHHS 3PLIMX CHOP 1 TUX, IO JOBIO
30epirammucs (Warne, Hickok, 1987).

Bbpacunoctepoinu (BC) — rpyma ¢iroropmoHiB cTepoinHoi
NPUPOAHN, SIKI PEryJdIOIOTh TPOLECH POCTY POCIWH, 30Kpema
CTUMYIIOIOTh TOALUT KIITHH Ta IXHE MOJOBXKEHHS, OEpyTh y4acTh
y ¢opmyBaHHI cTiiikocTi pociauH 3a ymoB crpecy (Ross, Reid,
2010). bC BnnuBaroTh Ha MPOPOCTAHHS HACIHHS, HOTO JA03pIBAaHHS,
puzorenes, crapinus (Steber, McCourt, 2001). BusBneno, mo bC
ranpMyloTh HajaMmipHe ytBopeHHs ABK i1 ermnena Ta BomHOYac
MOXYTh YMHHUTHU 1HT1OYyIOUMI BIUIMB y pasi, SKIIO SKUHICH (akTop
CHpUYMHIOE aHoMadbHUH picT pociauHu (Vardhini, Rao, 1997).
Businieno no3utusHuii BruiB bC Ha mpopocTanus criop Polystichum
lonchitis, Toni sik y Pteridium aquilinum edext OyB HEraTUBHHUM, a
B Pteris vittata — HEUTpaIbHUM, 110, HA TYMKY aBTODIB, IIOB’S3aHO
3 gyTIuBICTIO manopoteil 1o BiaacHoro Al (Gomez-Garay et al.,
2018). Bcranosneno, mo cropu Pteridium aquilinum 1 P. vittata
nocuth uyTnusi 10 aii Al (Gémez-Garay et al., 2018). HemonasHi
JOCTIKEHHS MTOKa3aly, 1m0 ek3orenHi bC npurHiayoTs 6iocuHTE3
enporenHux BC Ta ekcrpecyroTh I'eHM, BIIMOBIAAJIbHI 32 CHHTE3
I'K,-okcunasu, sika karajisye peakuii inakrusauii ridepeninis (Tong
et al., 2014).

Ex30reHHi (IiTOropMOHM BIUIMBAIOTH TAaKOK Ha MopgoreHes,
PO3BHTOK Ta cTareBuil moiiMopdizM rametodiTiB. 30Kpema,
BHCOKI KoHueHTpauii I'K, npurnivysanu pict nporanis Lygodium
japonicum, TONI SK HU3bKI HE BIUIMBAJIM HAa HOTO PO3BUTOK
(Takeno, Furuya, 1977), aGo chpusiid pO3TATYBaHHIO KIIITHH
(Swami, Raghavan, 1980). B amikanbHiii Ta anTepuaianbHIi 30HaX
nporanis Anemia phyllitidis TK, ingykyBana momin ta 30i1bIeHHS
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po3mipiB kiituH (Kazmierczak, 2003). KK kucnora ctumyntoBaia
nepexin rameroditiB Platycerium bifurcalum Bix HHTHAacTOi 11O
JonarkonoioHo1 popmu, cripusiia 30UTbIIEHHIO KUTBKOCTI pU30i/iB,
aktuByBana monin kiaituH (Camloh, Ravnikar, Zel, 1996). KK
CTHMYJIIOBaJIa PO3BUTOK CIOpO(iTIB Ha MOBEpXHI Tanoma Anemia
tomentosa, Tonl SIK ex3oreHHa iHpoiutonToBa kucinora (IOK) ne
BILIMBaJIa Ha po3BUTOK rameTtodita (Castilho et al., 2018). IToka3zano,
10 CHUHTETHYHI AyKCHHU MOJOBXKYBAJIM KIITHHU Ta 1HIYKYBajH
pO3BUTOK HUTYAacToro Tajoma ramerodirie (Miller, 1968; Swami,
Raghavan, 1980), a B kom0Oinarii 3 ABK Takwuii BruiMB HiBeIIOBaBCH,
10 TMPU3BOIWIO JI0 PO3BUTKY IUIACTMHYACTOrO TajoMa (Swami,
Raghavan, 1980).

KirouoBy ponb y (opmyBaHHI cTareBoro moiiMopgizmy mamo-
poreir Bimirpatotk rioepeninn Ta AI (Atallah, Banks, 2015).
Ex3orenna o6po0ka ribepesiinaMu B O1IbIIOCT] BUIA/IKIB aKTUBYBaJIa
YTBOPEHHSI aHTEPUIIIB Ta CIOBUIBHIOBAJA PO3BHTOK AaPXETOHIIB
(Takeno, Furuya, 1977; Kazmierczak, 2003; Menéndez et al., 2006;
Hollingsworth etal.,2012; Atallah, Banks, 2015). Ek3orenni aykcunu
B KYJBTYPI in vitro IHIYKyBaJId alloraMHUI pO3BUTOK CHIOPO(ITIB 13
cTrepwibHUX (Oe3crareBux) rameroditis (Kwa, 1995).

Brumy nurokininis (LIK) Ha Mopdorenes criopodiTis marnoporei
MIPHUCBsIUEHA 3HaYHA KIMbKicTh nocmikens (Beck, Caponetti, 1983;
Hicks, Aderkas, 1986; Higuchi, Amaki, 1989; Amaki, Higuchi,
1991; Fernandez et al., 1996, 1997). LIK npuraidyBasu po3BHUTOK
ramMeTo(iTiB, 3MEHIIyBalId pO3MipH, ab0 CHPUUYMHSAIN YHCEIbHI
po3pocTaHHs i aedopmarii ceprenoaioHoro TajiomMa, BIUTMBAIN Ha
yTBopeHHs ctareBux kiituH (Menéndez et al., 2009; Greer et al.,
2012; Bonomo et al., 2013). Bcranosneno, mo LK ingykyBamu
Mop(doreHnes y BUPOIICHUX 0€3 OCBITIICHHS raMeTO(DiTiB, BIUIUBAIU
Ha MIBUJAKICTb POCTY, HOAUI, PO3TATYBaHHS Ta Ju(epeHiialio
ixuix xmituH (Spiro et al., 2004). IIpore poas LK B perymsmii
MopdoreHesy Ta peajizamii cTaTeBoro I1umMopdizmy ramMmeToitiB y
KYJBTYPI in vitro, a TAKOX ONTHMI3alii MPOIeCy IPOPOCTAHHS CIIOP
MarnopoTENOAIOHNX 3aIHIIAETECS MaJIOMOCTIKeHO. BuBUeHHS
BIUIMBY IIUTOKIHIHIB Ta ri0epeiHiB Ha XapakTep MPOPOCTaHHS CIOp,
Mopdosorito # ocobnmuBOCTI PO3BUTKY TrametoditiB Polystichum
170



BB ditoropMoHiB Ha mpopocTaHHs criop i MopgoreHes rametodita B KyIbTypi in vitro

Puc. 1. 3aranpuuii Burisin cuopu Polystichum aculeatum. CxaHyBaJbHUAN €NEKTPOHHUNA
Mmikpockon JEOL JSM-6060 LA (Smonis)

aculeatum 1 Dryopteris filix-mas B KynbTypi in vitro IpoOBOIUIOCS y
Biain ditoropmonosorii [ncruryty 6otaniku iMm. M.I. XonogHoro
HAH Vxpainu (babenko Tta in., 2017; Babenko et al., 2017;
Pomanenko Ta iH., 2018).

Cnopu Polystichum aculeatum MarOTh CBITJIO-)KOBTHI KOJIIp,
6000BuUIHI, 3 100pe BUpaxkeHUM nepucnopiem. [lepucnopiit apeo-
JSITHUH: 3BUBUCTO-CKJIQIYACTHHA 3 KOHIYHUMH 3yTHMH BUPOCTAMU
Yy MIIIEYKaMH, 3arOCTPEHUMH a00 3a0KpYIIIMMH Ha BEpPXIBIIi.
[ToBepxHS CKIIQAOK MEPUCIIOPit0 siMUacTo-ropbucra, neppopoBana,
piame 6oponasuacra (puc. 1). EkBaropiansHui giameTp criop pa3om
13 mepucnopieM cTaHoBUB 46,9+0,9 MKM, HOBXKHHA IO TMOJISIPHIN
oci 33,1+0,4 mxM. 3 ypaxyBaHHSM MOPGOIOTIYHUX OCOOIUBOCTEM
I XapakTepy MepHUCHOpis CHOPH JAHOTO BHUAY BiJHECEHO [0
yapyHKOBO-ckitaguactoro tumy (I'puuyk, Monocson, 1971).

[Ipopocranns criop P. aculeatum B KynwbTypi in vitro po3rnodnHa-
nocs Ha 9—11 o0y 3 MOMEHTa MOCIBY, a TIOBHE MPOPOCTAHHS KUT-
TE3IATHUX CIIOP 3aBeplIyBaIocs Ha 15-i1 neHb. BrmB ek30reHHux
diroropmonis (I'K; Ta BAIT) na mpopocTanHs crop dikcysanu came

J10 TOr'0 4acy.
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Puc. 2. By exsorennux 'K, ta BAIl na npopoctanns crop Polystichum aculeatum
(xoHueHTpanis ropMoHiB: 1 — 10°M, 2 —10°M, 3 - 107 M, 4 — 10¥M)

Hamu Gyno BcTaHOBIEHO, IO FK3 B KoHIeHTparisx 10° M Ta
10°M cyTTeBO TanbpMyBaia MpopocTanHs crop. Yum Oiibmia Oyna
KOHIICHTpAIlii TOPMOHA, TUM BHpa3HIMM OyB HOTro 1HTI0yOUMiA
edexr. I'K, y xonnentpauisx 107 M ta 10*M susBnsna He3HauHUi
MO3UTUBHUI BIUIUB (pHUC. 2).

Konrnenrpariist BAIT 10° M crioBiibHIOBajga MPOPOCTAHHS CIIOP
Maibke BABIUl. Y mociigax, koiau koHueHtpaiii BAII gopiBHioBamu
10°M, 10"M ta 10-*M, mpopocTaHHs CHIOp Bi10yBaI0Cs 3 HE3HAYHOIO
3aTpuMKoIoO (puc. 2). [laHi mpo BIIUB (GiTOTOPMOHIB IIUTOKIHIHOBOT
IPUPOIX HA IPOPOCTAHHS CIIOP MANOPOTEN OTPUMAaHI HAMU BIIEpIIIE.

Y pe3ynbTari MpoBeIeHUX JOCIIHPKeHb HaMU OyIH iIeHTH(IKOBaHI
MOpQOJIOTIUHI 3MIHM B PO3BUTKY TameTodiTiB P aculeatum y
KyJIBTYPi in vitro, iKi BAHWKIIM 3a i pisHux xoHuentpauii 'K, ra
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BAII. BcranoBneno, mo exzorennuit bAII B ycix mocmixyBaHUX
KOHIIEHTpAIlisix OJNI0OKyBaB mporec (opMyBaHHS HOPMAaJbHOI
poToHeMH. PO3BUTOK TPOTOHEMHU 3ajiexkaB Bij KOHIIEHTpariii BAII
y ’KMBUJILHOMY CE€pEIOBHIL. 32 KOHTPOJIbHUX YMOB PICT IPOTOHEMH
no 20-i noOu BigOyBaBCsl JIMILIE 3a PAxXyHOK MOJULY amiKajabHOI
KIITUHH, 0 XapakTepHo misa Vittaria-tumy (Nayar, Kaur, 1971).
Ha 30-y noOy kynasruByBaHHs B npucyTHOCTI BAII y KoHIeHTparii
10° M nonyssis Ha 90% ckiaaanach i3 npoToHeM, chopMOBaHUX 3
5—6 KJIITUH 3 HEBEIIMKUMH OIYHUMHU po3ranykeHHAMHU. [IpuunHoro
TAKOI'O SBHUIIA CTaJIa MOSBA KIJBKOX 1HIIIANBHAX KIITHH, SIKI ITCIS
MOJIJTy YTBOPIOBAJIM HOBI KJIITHHHU, IO HAJaBajd MPOTOHEMI
posranmyxeHuit Bursaa (puc. 3, 0). 13 3MeHIIEHHSAM KOHIICHTpAIil
BAII (10° M) mpotoHemMn HaOyBasid pi3HOMaHITHI ()OpMH: BOHM
CTaBaJii MIe OUTBII PO3Tay)KEHHUMH a00 pPO3MIMPEHUMH OiIs
OCHOBHM 3 ONMYKJIMMH IHIIladTbHUMHU KiaiTuHaMu (puc. 3, B). Ilpu
koH1eHTpaisx BAIT 107 M ta 10* M mu crioctepiraiy po3pocTaHHs
npotaiisi neopmoBanoi GpopMu 3 HEPIBHUM KPAEM, YaCTO CHIILHO
posramyxenum (puc. 3, 1, 1, e). Ilicma 20-i 1o6u Big MOMEHTY
npopoctanHs crnop mig giero BAIT BimOyBanocst ranbMyBaHHS
pocty rametoQiTiB. Mu crioctepirajiu MoBHY 3aTPUMKY PO3BHUTKY
npotoHeMu Tipu koHieHTpanii BAIT 10° M. Ilpu KoHIICHTpaIlisax
BAIT 10°M, 107 M, 10*M npoaoBxyBagoch HE3HAYHE «XAaOTUIHE»
pPO3pOCTaHHS MPOTAIiiB HpoTAroM 1,5 Micsms Bix MpoOpoCTaHHS
CIIop; Ticas 1boro MopdoJIOTiYHI 3MIHM B PO3BHUTKY Trametodira
He Oynu 3adikcoBani. BogHouac, y KOHTpOIbHUX yMoBax Ha 20-Ty
o0y BiJ MPOPOCTaHHS 3pa3kd Malld BUIVISA JOOpe PO3BUHEHOTO
JIOTIATKOMIOIIOHOTO TPOTajis, Ha SKOMY IMOYMHAINA (hopmMyBaTHCs
3a4aTKU KpuJ Ta BUiMKa (puc. 3, a).

Exsorenna 'K, He BrumBana nHa (OpMyBaHHsS NPOTOHEMH, a
MonudikyBaga OLIBIN Mi3HI CTaail po3BUTKY rametodita. Tomy
BILIMB Pi3HUX KoHUEeHTpauii I'K; oninrosanu na cranii popmMyBaHHs
cepuenonionoro Taioma (60 mHIB) (puc. 4, a), OCKUIbKH came
toni Oynmu 3adikcoBaHi MOMITHI MOP(OJIOTIYHI 3MIHH B PO3BUTKY
ramerodpira P aculeatum. Tax, mpu xonuentpauii 'K, 10° M
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TaJoMH HaOyBalu BHUJOBXKEHOI (OPMU 3 HEPIBHUM KpaeM, BHUIMKa
Oyra BIJICYTHsI, KprJjla TajioMa He popMyBaiuch (puc. 4, 0).

V 3paskax i3 konuentpauieio I'K, 10°M cepuenoniona $opma
TajoMa Takok He Oyna 3HaljgeHa. Tajgomu mnepeBakHO Oyiu
BUTATHYTHMH, PO3MIMPEHUMH 3 BEPXHBOTO KpPal, B OKPEMHX 3
HUX yTBOpIOBajacsi HermOoka BWiMKa (puc. 4, B, T). Y mocmiai
3 konuentpauicto 'K, 107 M npucyTHicTh BUiMKM Ha BepXiBIi
TajoMy Bke OyJa moCTiHHO0, B OKpeMHUX 3pa3kax Oymu copMoBaHi
HecuMeTpuuHi kpuna (puc. 4, 1, ). Ilpu xonnentpanii 'K, 10* M
rameTo(iTi 30BH1 Oynu MOI0H1 10 KOHTPOJIBHUX, IPOTE MEPEBAKHO
MaJli HECHUMETPUYHI KpHJa 4acTo 3 HEPIBHUM «PBAaHHM» KpPAEM
(puc. 4, x, 3, 1); iHOAI BUiMKa Oyna aedopmoBaHoro (puc. 4, K).
®opMyBaHHs CTaTE€BUX CTPYKTyp Ha rameroditi 3a mii I'K, ne
CTIOCTEPIranocs.

OTxe, mpoBeIeH HAMU JTOCITIPKSHHS, a TAKOXK aHalli3 JIiTepaTyp-
HUX JDKEpeN J03BOJIAIOTH CTBEPIKYBATH, 110 BUCOKI KOHIIEHTpALii
(GITOropMOHIB 3 Tpynu TiOepelniHiB 1 LHUTOKIHIHIB 1HTIOYIOTh
PO3BHTOK a00 CIOBUILHIOIOTH PICT, 3MEHIIYIOTh PO3MIp Ta 3HAYHO
nedopMyIOTh CeprenoaiOHuil TamoM raMeTo]iTiB ManopoTew.
3MEHILIEHHS KOHIIEHTpaLlli TOPMOHIB CIPUsI€ M01aJIbIIOMY PO3BUTKY
ramero(irie, npore y Bunaaky 3 'K, cnocrepiraerbes nedopmarlis
cepuenoaioHoro tajgoma, a y Bunaaky 3 BAIl BuHukae He3HauHe
«XaOTUYHE» PO3POCTAaHHS TMpOTajis 3a paxyHOK OJIOKyBaHHS
PO3BHUTKY IMPOTOHEMH Ha CTaIli JOMATKOMOIOHOTO MPOTAaTisl.

Cnopu Dryopteris  filix-mas OinarepaibHi, OIHOIPOMEHEBI,
HUPKONOAIO0HOT OpPMH, B €KBATOPIaJIbHIN MJIOLIMHI MJI0OCKO-OIYKJI1
abo onykno-surHyTi. Ilepucmopiii 3MoOpHIKyBaTuid, XBUJISCTO-
CKJIa4acThii, 3 OOpoJaB4acTUM BHUPOCTAMH Ta MOOJAWHOKHMHU
rpebHsMu. JloBKHMHa cropd pa3oM 3 MEPUCIIOpiEM B OIYHOMY
nosiokenHi 49,5 £ 0,9 mxm, mmpuna 37,1 £ 0,6 mxm (puc. 5). 3
ypaxyBaHHSM MOP(OJOTIYHUX O3HAK IEPHUCIIOPis, CIIOPU JaHOTO
BUIY BigHECeHO 10 OopomaByaro-ckiaguactoro tumy (I'puuyk,
Monoc3oH, 1971).

Hamu Oymo BcTaHoBneHo, mo ek3oreHHi LK kinetwH, 3eaTuH,
BATII ta N°-2-i3onenTeninazneniu (il1) B konnentparii 10°M cyTreBo
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Puc. 3. Mopdonoris nporaniis Polystichum aculeatum 3a nii BAII pi3HOT KOHIIEHTpAIIT:
a — KOHTpOJb; 6 — 10°M; B — 10°M; r — 107 M; 1, € — 10° M. Macmra6: a — 100 MkmM,
6-e—1mMm
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Puc. 4. Mopgomnoris Tanoma Polystichum aculeatum 3a nii 'K, pi3Hoi KOHIEHTpaIii:
a — KOHTpOJIb; 6 — 10°M; B, T — 10°M; 11, e — 107 M; sx—x — 10®* M. Macmira6: 1 mm
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Puc. 5. Baransrmit Bumsiny cnopu Dryopteris filix-mas. CkaHyBalbHHN eJIeKTPOHHUI
mikpockort JEOL JSM-6060 LA (Smonis)

105M

e i =107 M

Jeatnn
B 10% M

@ 105 M

KiHeTiH B KOHTPONb

KOHTpONE

] 10 20 30 40 50 50 70 80 30 100
MpoueHT npopoctaHHa, %

Puc. 6. BruiB ex30reHHUX HUTOKIHIHIB Ha popocTanus criop Dryopteris filix-mas
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rajJbMyBaJH popocTaHHs crop (puc. 6). HaitbinpmmM iHri6iTopom
BusiBuBCcsl ill, ranpMiBHMH BIUIMB SIKOTO TMPSIMO MPOMOPIIHHO
3ajiekaB BiJ KOHIeHTpallii. KiHeTHH Tako rajbMyBaB IPOPOCTaHHS
crop, npuuoMy sik HaitOinbma (10° M), tak 1 Haiimenmna (10 M)
HOr0 KOHIIEHTpAIlii MPOSBIUTN MaKCUMAJIbHY 1HT10YyI09y Mif0, TOAi
sk mpomixkui koHmeHtpariii (106M ta 107 M) BUSBHINCS MEHII
arpecuBHuMU. BAII y xonuenrpamii 10® M cyTTeBO He BIIIMBAaB Ha
MIPOPOCTAHHS CIIOP, TOMI SIK MPH 301IBIIIEHHI KOHIIEHTPALlii TOPMOHY
IPOPOCTaHHS TaJlbMyBaJOCh. 3€aTUH Y HHU3bKUX KOHLIEHTpALisAX
MO3UTHBHO BIUIMBAB Ha MIPOPOCTAHHS CIOP, HAUOLIbII e()eKTUBHOIO
BusiBUIIacs KoHteHTpariist 107 M (puc. 6).

Hamu Oynu  mocmimpkeri MopQoJoriuHi 3MiHH TameTo(]iTiB
D. filix-mas y xonTpom Ta 3a maii ex3oreHHmx [[K. Ha cranii
JIOTIATKOTIONIOHOTO  TPOTAaJlisi KOHTPOJBHI  3pa3ku  (hopMyBajH
acuMeTpu4IHUi mpotaniid (puc. 7, a). KiabKiCTh KIIITHH TajloMy
ckinagana 20-45, pu3oiniB — BiJl OTHOTO 10 YOTHUPHOX, YACTIIIE TBOX.
Po3BuTok mpotainisi BinOyBaBcs 3a Aspidium-THIIOM, XapaKTepHUM
JUTsl manopotei 3 ponuan Dryopteridaceae (Nayar, Kaur, 1971).

Ex3orenHi i[1, BAII ta 3earun B konnenrpauii 10° M 610kyBanu
(dbopMyBaHHS HOpMaIbHOI TpoToHeMH (puc. 7, 0, B, T). Haitbinbim
BUpaXeHUH BIUIMB MaB ill: mpoToHemu ckiamanucs 3 3-12 KiIiTHH,
NEPEeBAXHO 3 OIYHUM TaJdyXEHHSM BiJ MepIIoi MpoTaiiaabHOi
KIJIITUHH, PU30iJI1 HE PO3BUBAIKCH, OyJIU HAsSBHI JIMIIE TXHI 3a4aTKU
Ha 2-3 mporaniansHux KiithHax (puc. 7, 0). Ilix BrummBom BAIT 1
3eaTHHy MPOTOHEMH HaOyBaJd HUTKOMOAIOHOT (hOpMH, CKITaIATHCS
3 10-25 xumitun. [Iporonemu nomarkonoaiOHOi dhopmu 3 OIUHUMHU
BIITQTY)KEHHSMH CIIOCTEpiranucs 3piaka. B 3HauHIM KUIBKOCTI
dbopmyBancs HeBeNluKi pu3oinu (puc. 7, B, T). KiHeTHH akTHBYBaB
PO3BUTOK PHU30I/MIB 1 3MEHIIYBAaB KUIBKICTh KIITHH B MpOTali,
gyepe3 M0 «JIOoTMaTKa» BUIVIsAAana OUTbIT KOMITAKTHOIO (puc. 7, 1).
Ex3orennmii 3earmH B KoHueHtpauii 10° M cropusB 3Ha4HOMY
pO3pOCTaHHIO npoTaiis B mupuHy (puc. 7, e€), tomi sik BAIIL,
kiHeTuH Ta ill, y Takiii caMO KOHIIEHTpaIlli CyTTEBO HE BIUIMBAIH
Ha Mopdorenes ramerodira (puc. 7, xk, 3, 1). Ilix BmamBoM ycix
ex3orenHux [IK BinOyBaBcs aKTHBHMI PpO3BUTOK pPH30iJiB, fKl
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Puc. 7. Mopdornoris nomarkornonionoro nporaniss Dryopteris filix-mas 3a nii LIK pi3Hoi
KOHLICHTpaLii: a — kKoHTpoJb; 6 — ilT (10° M); B — BAII (10° M); r — 3earun (10° M); 1 —
xirernd (10° M); e — 3earun (10 M); 5x — BAIT (10 M); 3 — kinetun (10° M); i —ill (10°°
M); k — 3earud (107 M); 11 — kinetus (107 M); m —ill (107 M); 1 — BAII (107 M); mr — iIl
(10 M); p —3earus (10 M); ¢ — kinetun (10 M); T — BAIT (10 M). Maciura6: 100 Mkm
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OynM KOpOTLII 3a KOHTPOJbHI, ajie MepeBakajlu 3a KUIbKICTIO
(puc. 7, e—i). Ex3orenni 3eatuH Ta KiHeTHH B KOHIeHTpaii 107 M
Ha BinMiHy Bix ill Ta BAIT npuckoproBaiy po3poCTaHHS «JIOTIATKHY
IpoTais 3a paxyHOK aKTHBalii 1HILIadbHOT KIITHHU (pHC. 7, K, 1),
sKa 3HAXOAUTHCS B LIEHTPaAJIbHIM YacTHHI BEpXiBKU mpoTamis. Takxi
rameTtoditu Oymu chopmMoBaHi 3 OLIBIIOCTI KIIITHH. 3€aTHH, KIHCTHH
ta BAIl y xonuenrpauii 107 M crumymoBanu po3BHTOK 1 picT
puszoiniB (puc. 7, k, 11, H), omHak ill y 1iii KOHIICHTpAIlii AKTHBYBaB
iXHI PO3BUTOK, MPOTE 3aTPUMYBaB picT (puc. 7, M). Bci ex3orenHi
K y xonmentpamii 10® M akTuByBaju AUICHHS IHIIIAIBHOT
KIIITHHYU Ha BEPXIBIli JIOMATKOTIOAIOHOTO MPOTaJIisi, 32 PAXyYHOK YOTO
nepeBakHa OUIBIIICTh MpoTaliiB Oyna cpopMoBaHa 3 OLIBIIOCTI
kiiTuH (puc. 7, n—r). 3a aii ill B konuenTparii 10 M BigOyBanocs
(dbopMyBaHHS cepuenoiOHOTO TaloMa i yTBOPEHHS BUIMKH (pHC. 7,
), BOJAHOYAC HEPIAKO crocTepiranu aedopmariiio mpoTagiaabHOI
«JIOTIAaTKW». 3€aTuH y HalMEHIi KOHUEHTpAIlil BHUSBISB CHIbHY
CTUMYJIIOIOUY J1110, sIKa MPOsIBUJIACS B PO3POCTaHHI MPOTaIiaibHOI
MJTACTUHKH CepIenoaioHoi (opMH, YTBOPEHHI BUIMKH Ta TOYATKY
(dbopmyBanHs 1BOMipHOT MepucTtemH (puc. 7, p). Bei LIK y koHneHTparii
10* M akTuByBaJIU PICT i PO3BUTOK PU30INiB, HAHC(PECKTUBHIIIUMHU
BusiBuincs bAII ta 3eatun.

Ha cranii ceprenoniOHOro TajaoMy KOHTPOJIbHI 3pa3Kd Malu
dbopMy ceprenomiOHOT TIACTHHKH 13 CHMETPHYHUMHU KpHIJIAMHU
(puc. 8, a). 3a3zBuuaii rametoditu D. filix-mas nBocTaTEBi: HAa IXHBO-
My TaJIOMi PO3BHBAIOThCs aHTepuii Ta apxeronii (Tryon, Bernard,
1991). ¥V xoHTpOIMI apxeroHianbHa MOAyIIKa 100pe chopmoBaHa, Ha
HIil MOYMHAIIA PO3BUBATHCS TIepIni apxeroHii. [looguHOKi anTepHmii
po3TaimioBaHi mo Kparo Tanoma. Ex3orennuit ill y koHIeHTparii
10° M 6y10KyBaB pPO3BUTOK HOPMAJIBHOI MPOTATiadbHOT MJIACTHHKH.
Crnocrepiranocs cuibHE pO3rayyXeHHs TajoMa. BoHO BinOymocs
3aBISIKM  CTUMYJISIII TOPMOHOM  MHOXHHHOTO  aIliKaJdbHOTO
JIOMIHYBAaHHS 3 YTBOPEHHSIM 0araTthOX IHIMAJIBHUX KIITHH, MICIS
MONUTYy SIKMUX YTBOPIOBAIKMCS MHOXKMHHI OiuHI mposidepartii, 1o
(bopMyBaK ray3ucTy mpoToHeMy (puc. 8, 0). 3eaTHH y KOHIIEHTpaIlii
10° M crpusiB po3pOCTaHHIO MPOTATIabHOI UIACTHHKH, Yepe3 10

180



BB ditoropMoHiB Ha mpopocTaHHs criop i MopgoreHes rametodita B KyIbTypi in vitro

cepuenoaiOHuil Tamom OyB cuiIbHO nedopMoBaHUM (pHC. 8, B).
[Tpu oMy BigOyBanock (GOpMyBaHHS BUIMKH 1 OaraTOKITITHHHOI
MEPHUCTEMH, MPOTE PO3BUTOK apXETOHIaIbHOI MOAYIIKU MPUTHIYY-
BaBcs. Ex3orenni kinetun ta BAII y xoHuenTpamii 10° M takox
CIIPHYUHIBAIH JePOpMAIIio CepIEOAIOHOT0 TajJoMa: MpoTalliaabHi
MJIACTUHKKA HaOyBaJik JIONMATKOIMOAI0HOT opMH 13 JIeIb TTOMITHOIO
BUIMKOIO 200 31 3HAUHUMH OOKOBHMH PO3pPOCTaHHAMHU (puUC. &, T, ).
CrateBi CTpyKTypH (apXeroHii Ta aHTepU/Iii) 3a 111 yC1X JOCIIKEHUX
LK y xonmentparii 10° M He dopmyBamcs. B rametoditiB ycix
BapiaHTIB 3a BUHATKOM pgociiny 3 ill Oyau po3BHHYTI pHU30iau.
VY 3paskax i3 konuentpariero il 106 M cepuenoniona dhopma
TaJOMy BIJACYTHsI, TaMeTO(DiTH, SK TPAaBUIO, CHIBHO BHTSITHYTI,
jgonarko- abo CTpiukomoaiOHOi (opMu 3 OaraTouUCeNTbHUMHU
OlunuMMH po3poctanusmu (puc. 8, e). 3a mii 10¢ M 3earuny,
kiHeTuHy Ta BAII rameroditu Oynu moaiObHi 10 KOHTpOIO (puc. 8,
a, %-1). [lepeBaxkana cepuenoaidna ¢opma tamoma. Ilin BrimBoM
10 M 3earuHy Ta KiHETHHY CHOCTEpITajucs TaKOX IMOOIUHOKI
nedopmoBani rametodiTi 3 OIYHUMH BiATATYKEHHAMH (pHUC. 8, K,
3), a 3a Aii BAIIl — BUTATHYTI JIONATKO- Y CTPIYKOMOAIOH] 3 O1UHUMHU
pospoctanusamu (puc. 8, 1). [Tix BrmuBom 10° M BAII Ta ill Oyno
BiIMiueHO (opMyBaHHS TMOOIMHOKHMX aHTepuniiB. KinetnH vy
koHIeHTpaii 10°M He cipusiB (pOpMyBaHHIO YOIOBIUMX 1 KIHOUUX
CTaTeBUX CTPYKTYp Ha TOBEPXHI TaJloMa, TO/I SIK 3€aTHH Ti€l camoi
KOHIIEHTpAIlll CTUMYJIOBaB YTBOPEHHS MOOJWHOKUX apXErOHIiB
BUKJIFOYHO B C()OPMOBAHHX CEPLENOAIOHUX TaToMax.

VY nocnini 3 ek3oreraum 107 M ill cepuenoniona popma tanoma
ramMeTo(iTiB HE yTBOpIOBajach, MEPEBaKAINW CHUIBLHO BUTATHYTI
JIOMIATKOTIO/II0H1 TAJIOMHU YaCcTO PO3LIMPEHI Ha BEPXIBIIi; 3yCTpidaInCs
TaJloMH JedopMOBaHOi (HOPMH 3 HUTKOBHIHUMH PO3TATYKEHUMH
BijpocTkamu (puc. 8, k). Y gociiai 3 107 M 3earnHOM criocTepirain
cepuenoniony GopMmy Tamoma i3 CHIBHUM PO3POCTaHHIM B OCHOBI
(puc. 8, ). [Tpu kornentpanii 10’ M kinetuny ta BAII cepuienoniona
dbopma Tanoma Oyna moaiOHa 10 KOHTPOIO (pHUC. 8, a), aje 4acTo
3 pBaHHM Kpaem (puc. 8, M, H), OIHAK HEPiIKO B 000X HOCTiIax
3yCTpIHaJIUCS ¥ BUTSTHYTI JIOMATKOTOAIOH] TaJIOMHU.
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Puc. 8. Mopdonorisi cepuenonionoro tamoma Dryopteris filix-mas 3a aii LIK pi3noi
KOHI[CHTpAILIii: @ — KOHTpoJIb; 6 — il1 (10 M); B — 3eatun (10° M); r — BAII (10° M); 1 —
kinerun (10 M); e — il (10° M); x — 3eatun (10 M); 3 — kinetun (10° M); i — BAIT (10
M); k — ilT (107 M); i1 — 3earus (107 M); m — kinetun (107 M); 1 — BAIT (107 M); 1 —iIT
(10 M); p — 3earusn (10 M); ¢ — kizerun (10° M); T — BAII (10® M). Macmra6: 100 mm
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Puc. 9. Po3BUTOK aHTepHiiB 3a Aii i30meHTEHITaneHiHy B KoHueHTtpanii 107 M Ha
MOBepXHi cTpiukononioHoro tanoma Dryopteris filix-mas (a) Ta HATKOBUIHHUX BiZIPOCTKAX
(6). Macmra6: 200 MkM

VY nocnigax 3 107 M ill akTuBHHI pO3BUTOK aHTEPHIiiB Bi0yBaBCs
SK Ha TOBEpPXHI CcTpiukomonioHoro Tamoma (puc. 9, a), Tak 1 Ha
O1YHMX HUTKOBUIHHUX BiZpoCTKax (puc. 9, 0). PO3BUTOK apxeroHiiB
He ineHTu¢ikoBaHuii. Ha BumoBkeHHX Tamomax rameTo(ditiB y
nociigax 3 107 M BAII BusiBiieHI TOOTUHOKI aHTEPU/IIT, TOMI K Ha
ceple- i JIOMATKOMONIOHNX TaJloMax apXeroHii He OyiH 3HaWeHI.
Ha Tamomax ramerodirtis mpu aii 107 M 3eatuHy Ta KiHETHHY Oy/Iu
BUSIBIICH1 B HE3HAUHIN KUTHKOCTI JKIHOY1 i 4OJIOBIYi raMeTaHT1i.

3a nii 10*M il po3BuBaKCs TaTOMH CHIIBHO BHIOBKEHOT JIOMATKO-
abo ceprenoaionoi hopmu (puc. 8, m). 'ameTodiTi 3 BUIOBKEHOIO
cepuenoaiOHo (opMOI0 TajoMa Malld J00pe PO3BHHEHY BUIMKY
Ta apXeroHIaJbHY IMOMYIIKY, HA SKi PO3BHBAJIKCS apXETOHii, TOAI
K Ha BUIOBKEHIH Y4acTHHI TajloMa, OIH)KYE IO OCHOBHM AKTHUBHO,
dopmysanucs anrepuaii. Fameroditu mig miero 10° M 3earuny,
kinetuHy Ta bBAIl Oynu momiOHI 70 KOHTPOJIIO, MOOTUHOKO
CIIOCTEPITAINCS CEPIETONIOHI TaIOMH 3 HEPIBHUM KpaeMm (puc. 8,
P, C, T). AKTUBHUH PO3BUTOK apXeroHiiB il MOBIILHUIA aHTEPUAIiB
BIIMIYCHUI y JOCHIJIaX 3 BHKOPHCTAaHHSM 3€aTMHA Ta KiHETHHA
(10-M), Tomi sik BATI y HaliMeHIIIi i KOHIIEHTPAITii CIIPHSIB AKTHBHOMY
YTBOPEHHIO BUKIIIOYHO aHTEPHUIIIB.

Ha cranii po3sutky cmopodiriB Ha 120-y 100y 3 MOMEHTY
BUCIBY CTIOpP BIIMIYE€HO PO3BUTOK MEPIIUX CHOPOPITIB HA MOBEPXHI
CepIenoniOHuX TaloMiB Yy KOHTpOJi. BcTaHOBIEHO, 0 HAWBHUIII
koHreHTpanii (10°M Tta 10° M) ycix BUKOPUCTaHUX Y IOCIii
LK mpurnidyBaau yTBOpeHHs criopodiTiB, 10 BiOyBaloCs yepes
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3aTpPUMKY (pOpMYyBaHHSI HOPMAJIBLHOTO TaJloMa, 1HT10yBaHHS PO3BUT-
Ky CTaTe€BUX CTPYKTYD, a TAKOXK TaJIbMyBaHHS POCTy chopMOBaHUX
criopoditiB. 31 3MEHIICHHSAM KOHIIEHTpaIlii yCiX 32 BUKIIOUEHHSIM
il nocnimxenux LK (107 M) popmyBamucs mOOAMHOKI CIIOPOQITH.
[TopiBHSHO 3 KOHTPOJIEM yci criopodiTi Oy HEBEIHKI 32 PO3MipOM,
criocTepiranacsi 3aTpUMKa iXHbOIO POCTY W po3BUTKY. Jlume y
JOCHi/L 3 3¢aTUHOM CHIOPOQITH 32 PO3BUTKOM HE BIAPI3HSIMCH Bif
KOHTPOJIIO, Ta HaBITh NEPEBAXKAIH 32 KIJIBKICTIO.

Hami mocmipkeHHs TMOKa3anu, mo BUCOKI KoHmeHtpari [[K
1HTIOyI0Th NMPOPOCTAHHS CIOpP Ta PO3BUTOK rameroditiB D. filix-
mas, CIpUSIOTh (OPMYBAHHIO TajloMiB JedopMoBaHOi (opmu,
NPUTHIYYIOTh (OPMYBaHHS CTaTeBUX CTPYKTyp 1 cropodira.
Bonnouac Husbki koHmeHTparii LK mepeBakHO MTPHCKOPIOIOTH
PO3BUTOK TaMeTOPITIB, 1110 MPOSABISAETHCS B PAHHBOMY (POPMYBaHHI1
CepLenoniOHoro Tajaoma, ale 3ajJekKHO BiA 130OpMH TOPMOHY
Mo-pi3HOMY BIUIMBAIOTH Ha Xapakrep nedopmaiii Ta CcTareBy
mudepeniianiro. Bcranosneno, mo ex3oredHi I[K akrtuByroTh
PO3BUTOK 1 PICT pPHU30iliB, MPUUYOMY CTYHiHb CTHUMYJIIOBaHHS
30UTBIITY€ETHCS 3aJI€KHO Bl KOHIICHTPALlii TOPMOHIB Y KUBHIBHOMY
cepenoBuii. [IK y miyiomy mpurHigyrOTh picT 1 pO3BUTOK CLIOPOQITIB,
BIPOTiIHO, 3@ PAaxXyHOK 3MEHIIEHHS KIJIBKOCTI yTBOPEHHUX
JBOCTATEBHUX raMeTO]iTiB.

TakuM 4MHOM IpOBEIEHE TOCIIIKEHHS JO3BOIMIIO MpOaHai3y-
BaTH BIUIUB €K30T'€HHUX (PITOrOPMOHIB LIUTOKIHIHOBOI Ta rideperi-
HOBOI TMPHUPOAM HA XapakTep MPOPOCTAHHS CIIOp, MOP(dOIOTi0
Ta 0COOMMBOCTI  pO3BUTKY rameroditiB P aculeatum 1
D. filix-mas y Kyasrypi in vitro. Bmepiie mokazaHo, IO
exsorenna 'K, y xonnenrpamisx 10° M ta 10°M i BAII
y koHueHtpamii 10° M cyTT€BO raibMyBaiM IMPOPOCTAHHS
cnop P. aculeatum, tomi sk I'K, y xomuentpamisx 107 M Ta
10* M mposiBiisuia He3HauHUH picTcTuMymotounii edekr, a BAIT y
koHteHTpariisx 10°M, 107 M, 10 M He BruinBaB Ha MPOPOCTAHHSL.
Ex3orennuii BAII crioBiibHIOBaB po3BUTOK ramerodira P. aculea-
fum Ha cTajil NPOTOHEMH 3a pAXYHOK 3HATTA amliKaJbHOTO
noMinyBaHHs. CTymiHb Takoro BIUIMBY 3ajI€KaB BiJ] KOHLIEHTpALil
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rOpMOHA B >KUBWJIBHOMY cepenoBuuli. Ilix BIIMBOM eK30reHHOi
'K, BinOysanoch (opMyBaHHS aHOMAlIbHHX TalOMiB ramerodira
P. aculeatum, npunaomy mopdosoriuyai aHomasii TajomMa i CTymHiHb
HOro HEelOpO3BMHEHOCTI OylIM MPSIMO MPOMOPIiHI KOHIEHTpaLii
¢iToropmMoHa.

Brepmie mokasano, 1o Bucoki (10° M, 10°M,) i museki (107 M,
10*M) konuentpauii kinetuny, BAII ra ill ranbMyOTh NpOPOCTaHHS
cnop D. filix-mas, HaiiGinpmmm inriGiTopom BusiBuBcs ill. 3eatun y
kouteHTpariisx 107M Ta 10* M mo3uTHBHO BITMBAB Ha TPOPOCTAHHS
crop. 3a i Bucokux koHueHTpaniil LIK crnoBiibHIOBaBCS pO3BUTOK
MIPOTOHEMH, YTBOPIOBAIKCS CEPLEMOMIOHI TaJoMH JePOpMOBaHOT
(¢hopMH, TTOBHICTIO MPUTHIYYBABCS PO3BUTOK CTATEBUX CTPYKTYD 1
cnopogita. Hu3bki KoHIIeHTpawii HIUTOKIHIHIB CIIPUSIIH 3POCTAHHIO
yucna KITHH 1portaiis D. filix-mas, 3anexHO BiI 130popMu
TOPMOHA TO-PI3HOMY BIUIMBAJIM Ha Aedopmariii ceprenoaioHoro
TagoMa Ta crareBy audepeHIiamio. BcTaHOBIEHO, MO €K30TeHHI
IIK axTuBYIOTH PO3BUTOK 1 PICT pHU30IAIB, NPUYOMY CTYHiHb
CTUMYIIOBaHHS 301IbIIY€ETHCS 3aJIEKHO BiJl KOHIIEHTpAIlil TOPMOHIB
y KUBWIBHOMY cepenoBuiii. Bussrneno, mo [IK B 1mitomy
MPUTHIYYIOTh PICT 1 pO3BUTOK criopoditiB D. filix-mas, 1o 06yMOB-
JIEHO  3MEHIIEHHSM  KITbKOCTI  YTBOPIOBAHMX  JIBOCTaTE€BHX
rameroditiB. Cepen Bukopucranux [[K ex3orennmii ill y Bcix
KOHIICHTpAI[IX HaWIHTCHCHBHINIE BIUIMBAaB Ha MoOpQoreHes
ramMeTo(iTa Ha BCIX CTaAifAX PO3BUTKY: Y HAMBMIIIM KOHIEHTpaLii
OJOKyBaB pPO3BHTOK TPOTOHEMH, Yy HAWHWKYIA — pPO3BUTOK
ceprenonioHoro Tajoma. 3eaTHH y HAWMEHIINX KOHIICHTPAIIsIX
CTHMYJIIOBaB PO3BUTOK raMeTo(iTiB, MiHIMI3yBaB NOSBY edopmartiii
TajoMa, aKTHBYBaB PICT 1 PO3BHTOK OaraTOYMCENbHUX PH30iMIiB,
MIPUCKOPIOBAB TIOSIBY CTaTeBUX CTPYKTYp 1 TMEpmUX CHopodiTiB
D. filix-mas.

185



Pomanenxo K.O., badenko JI.M.

Jlitreparypa

Bba6enko JI.M., Pomanenko K.O., Illepbatrox M.M., Bamexa O.B., Pomanenko
I1.0., Herpempkmii B.A., KocakiBceka [.B. Mopdorenes rameradira
muKopocioi mamopoti Polystichum aculeatum (L.) Roth. ¢nopu Ykpaiau B
KyIbTYpi in vitro. [lonos. Hay. Axao. Hayx Yxpainu. 2017. 10. P. 101-107.

Baciok B.A., Kocakicrka 1[.B. T'iGepeninm mamopoTeil: ydacTh y peryssmii
¢izionorivanX mponeciB. Yxp. 6oman. srcypu. 2015. 72(1). P. 65-72.

I'puayk B.I1., Moroc3or M. X. Onpedenumens 00Honyue8blx cnop nanopomHuKo8
uz cemevicmsea Polypodiaceae R. Br, mpouspacmarowux ua meppumopuu
CCCP. HoBocubupck: Hayka, 1971. 125 c.

Pomanenko K.O., ba6enko JI.M., Bameka O.B., Pomanenxo I1.0., KocakiBcpka
[.B. ®itoropMoHanbHa PETYNSLis pO3BUTKY TameTodita Dryopteris filix-mas
(L.) Schott B xynbTypi in vitro. Jonos. Hay. Axad. Hayk Ykpainu. 2018. 11.
P. 96-105.

Amaki W., Higuchi H. A possible propagation system of Nephrolepis, Asplenium,
Pteris, Adiantum and Rumora through tissue culture. Acta Hortic. 1991. 300.
P. 237-243.

Atallah N.M., Banks J.A. Reproduction and the pheromonal regulation of sex type
in fern gametophytes. Front. Plant Sci. 2015. 6. P. 100-107.

Babenko L.M., Romanenko K.O., Shcherbatiuk M.M., Vasheka O.V., Romanenko
P.O., Negretsky V.A., Kosakivska 1.V. Effects of exogenous phytohormones
on spore germination and morphogenesis of Polystichum aculeatum (L.) Roth
gametophyte in vitro culture. Cytol. Genet. 2018. 52(2). P. 117-126.

Banks J.A. Gametophyte development in ferns. Annu. Rev. Plant Physiol. Plant
Mol. Biol. 1999. 50. P. 163—186.

Beck M.J. Caponetti J.D. The effects of kinetin and naphthaleneacetic acid on in
vitro shoot multiplication and rooting in the fishtail fern. Amer. J. Bot. 1983.70.
P. 1-7.

Bonomo M.C., Martinez O.G., Tanco M.E., Cardozo R., Avilés Z. Spores
germination and gametophytes of Alsophila odonelliana (Cyatheaceae) in
different sterile media. Phyton (Buenos Aires), 2013. 82. P. 119-126.

Camloh M., Ravnikar M., Zel J. Jasmonic acid promotes division of fern
protoplasts, elongation of rhizoids and early development of gametophytes.
Physiol. Plant. 1996. 97. P. 659-664.

Castilho C.V.V,, Neto J.F.F., Leitao S.G., Barreto S.C.P., Silva N.C.B. Anemia
tomentosa var. anthriscifolia in vitro culture: sporophyte development and
volatile compound profile of an aromatic fern. Plant Cell Tiss. Organ Cult.
2018. 133(3). P. 311-323.

186



BB ditoropMoHiB Ha mpopocTaHHs criop i MopgoreHes rametodita B KyIbTypi in vitro

Chia S.-G.E., Raghavan V. Abscisic acid effects on spore germination and
protonemal growth in the fern Mohria caffrorum. New Phytol. 1982. 92.
P. 31-37.

Chiou W.L., Farrar D.R. Antheridiogen production and response in Polypodiaceae
species. Amer. J. Bot. 1997. 84(5). P. 633—640.

Corbineau F., Xia Q., Bailly C., El-Maarouf-Bouteau H. Ethylene a key factor in
the regulation of seed dormancy. Front. Plant Sci. 2014. 5(539). P. 1-14.

Du H,, Li Y, Li D., Dai S., Jiang C., Shi L. Effects of light, temperature and
pH on spore germination and early gametophytic development of Alsophila
metteniana. Biodiv. Sci. 2009. 17. P. 182—187.

Edwards M.E. Carbon dioxide and ethylene control of spore germination in
Onoclea sensibilis L. Plant Physiol. 1977. 59. P. 756-758.

Edwards M.E., Miller J.H. Growth regulation by ethylene in fern gametophytes.
I11. Inhibition of spore germination. Am. J. Bot. 1972. 59.P. 458—465.

Edwards E.S., Roux S.J. Influence of gravity and light on the developmental
polarity of Ceratopteris richardii fern spores. Planta. 1998. 205. P. 553-560.
Fernandez H., Bertrand A.M., Sachez-Tamés R., Micropropagation and phase
change in Blechnum spicant and Pteris ensiformis. Plant Cell Tiss. Organ Cult.

1996. 44. P. 261-265.

Fernandez H., Bertrand A., Sanchez-Tamés R., Plantlet regeneration in Asplenium
nidus L. and Pteris ensiformis L. by homogenization of BA treated rhizomes.
Sci. Hortic. 1997. 68. P. 243-247.

Fisher R.W., Miller J.H. Growth regulation by ethylene in fern gametophytes.
IV. Involvement of photosynthesis in overcoming ethylene inhibition of spore
germination. Am. J. Bot. 1975. 62. P. 1104-1111.

Furber M., Mander L.N., Nester J.E., Takahashi N., Yamane H., Structure of an
antheridiogen from the fern Anemia Mexicana. Phytochemistry. 1989. 28.
P. 63-66.

Greer G.K., Dietrich M.A., DeVol J.A., Rebert A. The effects of exogenous
cytokinin on the morphology and gender expression of Osmunda regalis
gametophytes. Amer. Fern J., 2012, 102: 32—46.

Gomez-Garay A., Galan J.M.G., Cabezuelo A., Pintos B., Prada C., Martin L.
Ecological significance of brassinosteroids in three temperate ferns. In: Current
Advances in Fern Research. Eds H. Fernandez. Springer, 2018, pp. 453-466.

Guiragossian H.A, Koning R.E. Induction of spore germination in Schizaea pusilla
(Schizaeaceac). Am. J. Bot., 1986, 73(11): 1588—1594.

Guo Q.X, Shen Y.X, Song X.H, Zhao H.T. The effects of spores germination and
planting rate of Athyrium multidentatum. Chin. Agric. Sci. Bull., 2007, 23:
343-345.

Hicks G., Aderkas P.V. A tissue culture of the Ostrich fern Matteuccia struthiopteris
(L.) Todaro. Plant Cell Tiss. Organ Cult., 1986, 5: 199-204.

187



Pomanenxo K.O., badenko JI.M.

Higuchi H., Amaki W. Effects of 6-benzylaminopurine on the organogenesis of
Asplenium nidus L. through in vitro propagation. Sci. Hortic. 1989.37. P. 351-
359.

Hollingsworth S., Andres E., Greery G., Pheromonal interactions among
gametophytes of Osmundastrum cinnamomeum and the origins of antheridiogen
systems in leptosporangiate ferns. Int. J. Plant Sci. 2012. 173. P. 382-390.

Jarvis S.J., Wklkins M.B. Photoresponses of Matteuccia struihiopteris (L.) Todaro.
I. Germination. J. Exper. Bot. 1973. 24. P. 1149-1157.

Juarez-Orozco S., Orozco-Segovia A., Mendoza-Ruiz A., Pérez-Garcia B. Spore
germination of eight homosporous ferns in a temperature gradient. Soth Afi: J.
Bot.2013. 87. P. 112-117.

Kagawa T., Sugai M. Involvement of gibberellic acid in phytochrome-mediated
spore germination of the fern Lygodium japonicum. J. Plant Physiol. 1991.
138(3). P. 299-303.

Kazmierczak A. Induction of cell division and cell expansion at the beginning of
gibberellin A -induced precocious antheridia formation in Anemia phyllitidis
gametophytes. Plant Sci. 2003. 165. P. 933-939.

Kosakivska I.V., Babenko L.M., Shcherbatiuk M.M., Vedenicheva N.P., Voytenko
L.V,, Vasyuk V.A. Phytohormones during growth and development of
Polypodiophyta. ABES. 2016. 1. P. 26—44.

Kwa S.H., Wee Y.C., Lim T.M., Kumar P.P. [AA-induced apogamy in Platycerium
coronarium (Koenig) Desv. gametophytes cultured in vitro. Plant Cell Rep.
1995. 14. P. 598-602.

Matilla A. Ethylene in seed formation and germination. Seed Sci. Res. 2000.,
10(2). P. 111-126.

Menéndez V., Revilla M.A., Bernard P., Gotor V., Fernandez H., Gibberellins
and antheridiogen on sex in Blechnum spicant L. Plant Cell Rep. 2006. 25.
P. 1104-1110.

Menéndez V., Revilla M.A., Fal M.A., Fernandez H. The effect of cytokinins on
growth and sexual organ development in the gametophyte of Blechnum spicant
L. Plant Cell Tiss. Organ Cult. 2009. 96. P. 245-250.

Menéndez V., Arbesti R., Somer M., Revilla A., Ferndndez H. From spore
to sporophyte: how to proceed in vitro. In: Working with Ferns: Issues and
Applications. Eds H. Fernandez, A. Kumar, A. Revilla. New York, Dordrecht,
Heidelberg, London: Springer, 2011, pp. 97-110.

Miller J.H. Fern gametophytes as experimental material. Bot. Rev. 1968. 34.
P. 361-440.

Nayar B.K., Kaur S. Gametophytes of homosporous ferns. Bot. Rev. 1971. 37.
P. 295-396.

188



BB ditoropMoHiB Ha mpopocTaHHs criop i MopgoreHes rametodita B KyIbTypi in vitro

Nester J.E., Coolbaugh R.C. Factors Influencing Spore Germination and Early
Gametophyte Development in Anemia mexicana and Anemia phyllitidis. Plant
Physiol. 1986. 82 (1). P. 230-235.

Pierik R., Tholen D., Poorter H., Visser E., Voesenek L. The Janus face of ethylene:
growth inhibition and stimulation. Trends Plant Sci., 2006, 11(4): 178—-182.
Raghavan V. Developmental Biology of Fern Gametophytes. Cambridge University

Press, 1989, 361 p.

Ren B.R., Xia B., Li W.L., Wu J.L., Zhao Y.Y. Investigation on spore germination
of Sphenomeris chinensis (Lindsaeaceae). Acta Bot. Yunnanica. 2008. 30(6).
P. 713-717.

Ross J.J., Reid J.B. Evolution of growth-promoting plant hormones. Funct. Plant
Biol. 2010. 37. P. 795-805.

Schneller J.J. Spore bank, dark germination and gender determination in Athyrium
and Dryopteris: results and implications for population biology of Pteridophyta.
Bot. Helv. 1988. 98. P. 77-86.

Sembdner G., Parthier B. The biochemistry and the physiological and molecular
actions of jasmonates. Ann. Rev. Plant Physiol. Plant Mol. Biol. 1993. 44.
P. 569-589.

Spiro M.D., Torabi B., Cornell C.N. Cytokinins induce photomorphogenic
development in dark-grown gametophytes of Ceratopteris richardii. Plant Cell
Physiol. 2004. 45. P. 1252-1260.

Steber C.M., McCourt P. A Role for brassinosteroids in germination in Arabidopsis.
Plant Physiol. 2001. 125. P. 763-7609.

Sugai M., Nakamura K., Yamane H., Sato Y., Takahashi N. Effects of gibberellins
and their methyl esters on dark germination and antheridium formation in
Lygodium japonicum and Anemia phyllitidis. Plant Cell Physiol. 1987. 28(1).
P.199-202.

Suo J., Chen S., Zhao Q., Shi L., Dai S. Fern spore germination in response to
environmental factors. Front. Biol. 2015. 10. P. 358-376.

Swami P., Raghavan V. Control of morphogenesis in the gametophyte of a fern by
light and growth hormones. Can. J. Bot. 1980. 58. P. 1464—-1473.

Takeno K., Furuya M. Inhibitory effect of gibberellins on archegonial differentiation
in Lygodium japonicum. Physiol. Plant. 1977. 39. P. 135-138.

Tong H., Xiao Y., Liu D., Gao S., Liu L., Yin Y., Jin Y., Qian Q., Chu C.
Brassinosteroid regulates cell elongation by modulating gibberellin metabolism
in rice. Plant Cell. 2014. 26. P. 4376-4393.

Tryon A.F., Bernard L. Dryopteridaceae Herter. In: Spores of the Pteridophyta.
New York: Springer, 1991. P. 416-501.

Vardhini B.V., Rao S.S.R. Effect of brassinosteroids on growth, metabolite content
and yield of Arachis hypogaea. Phytochemistry. 1997. 48. P. 927-930.

189


file:///F:/%d0%a0%d0%b0%d0%b1%d0%be%d1%82%d0%b0/Botany%20journal/%d0%bc%d0%be%d0%bd%d0%be%d0%b3%d1%80%d0%b0%d1%84%d0%b8%d1%8f2/monograf2%20Folder/Links/javascript:;
file:///F:/%d0%a0%d0%b0%d0%b1%d0%be%d1%82%d0%b0/Botany%20journal/%d0%bc%d0%be%d0%bd%d0%be%d0%b3%d1%80%d0%b0%d1%84%d0%b8%d1%8f2/monograf2%20Folder/Links/javascript:;
file:///F:/%d0%a0%d0%b0%d0%b1%d0%be%d1%82%d0%b0/Botany%20journal/%d0%bc%d0%be%d0%bd%d0%be%d0%b3%d1%80%d0%b0%d1%84%d0%b8%d1%8f2/monograf2%20Folder/Links/javascript:;
file:///F:/%d0%a0%d0%b0%d0%b1%d0%be%d1%82%d0%b0/Botany%20journal/%d0%bc%d0%be%d0%bd%d0%be%d0%b3%d1%80%d0%b0%d1%84%d0%b8%d1%8f2/monograf2%20Folder/Links/javascript:;
https://www.ncbi.nlm.nih.gov/pubmed/?term=Jin Y%5BAuthor%5D&cauthor=true&cauthor_uid=25371548
https://www.ncbi.nlm.nih.gov/pubmed/?term=Qian Q%5BAuthor%5D&cauthor=true&cauthor_uid=25371548
https://www.ncbi.nlm.nih.gov/pubmed/?term=Chu C%5BAuthor%5D&cauthor=true&cauthor_uid=25371548

Pomanenxo K.O., badenko JI.M.

Voeller B. Developmental physiology of fern gametophytes: relevance for biology.
Bioscience. 1971. 21. P. 267-270.

Warne T.R., Hickok L.G. 2-Chloroethyl phosphoric acid promotes germination of
immature spores of Ceratopteris richardii Brongn. Plant Physiol. 1987. 83(4).
P. 723-725.

Weinberg E.S., Voeller B.R. External factors inducing germination of fern spores.
Amer. Fern J. 1969. 59(4). P. 153-167.

Wu H,, Liu X.-Q., Ji H., Chen L.-Q. Effects of light, macronutrients, and sucrose
on germination and development of the endangered fern Adiantum reniforme
var. sinense (Adiantaceae). Sci. Hortic., 2010, 125: 417-421.

Zhai G.Y., Bian K., Jia K.G., Zhu L.X. Effect of GA, and MS medium ratio
treatments on spore germination of wild Brake. China Veget., 2007, 8: 21-23.

Zhang J.W., Niu J.Y. The effects of culture ground substances, GA, and B, on
spores germination and planting rate of Pteridium aquilinum. Acta Pratac. Sin.,
1999, 8(1): 62—68.

190



JlinokcureHa3Ha akTHBHICTD

4. CTpyKTYpHO-PYHKIIOHAIBbHI 0COOJTUBOCTI POCJINH
Binainy Polypodiophyta

4.1. JlimokcureHasHa akTUBHICThH
Babenko JI.M.

Jns  Oe3mepepBHOTO  MOHITOPMHIY — 30BHIIIHIX yMOB 1
3a0e3nedyeHHs. aJEeKBaTHOI pEeryisuii aJanTUBHHUX IPOIECIB
POCIIMHU ~ BHUKOPHCTOBYIOTH  CKJaJHy  0araTOKOMIIOHEHTHY
CUTHAIILHO-PETYISTOPHY MEPEXKY, BAKIMBUM KOMIIOHEHTOM SIKOT
€ JITMOKCUTeHa3Ha CUTHAaJbHA crcTeMa. MOIIEKYIH JIMOKCUTeHA3H
(JIOI') — ninomeat: kuceHb okcuiaopeaykraza, K& 1.13.11.12,
JIOI' — mictate HeremoBe 3amizo (Ivanov et al., 2010; Borrego,
Kolomiets, 2016; Babenko et al., 2017a) 1 xarami3yoTb
crepeocrnenudiyHe MEePOKCUIYBAHHA MOTIHEHACHUCHUX IKUPHUX
kucinotr (ITHXK), mo mictate onny 1Z,-4Z-mieHTa/li€eHOBY JIAHKY
(Joo, Oh, 2012). VYTBOpeHHs TiAPOMEPOKCHUIIIB MpaHc- 1 yuc-
KOH IOTOBAHUX JI€HIB € KJIIOYOBOIO PEAKIEI0 Y JIMOKCUTeHAa3HOMY
Kackaji, IO 3arovaTKOBYE CIM EH3MMHHX TiJIOK, KIHIICBUMHU
MIPOAYKTAMU SIKUX € O10JIOTIYHO aKTHBHI METAa0O0ITH — OKCHIIITUHA
(Feussner, Waster, 2002; Gao et al., 2008; Savchenko et al., 2014).
Pocmuani  JIOI' xmacugikyioTh, BpaxoBYIOUH CHEIH(IUHICTH
okucHeHHs1 JiHoneBoi (18:2) Ta a-minonenoBoi (18:3) kwmcioT.
Monekynsapua maca JIOI' Bummx pociun ctaHoBuTh 94—100 k/la
(Brash, 1999). 11i crioiryku 3any4eHi B peTyIISIIi0 MPOIECIB POCTY,
pO3BUTKY Ta (OPMYBaHHS BIJIIMOBIIHUX pEaKIii Ha CHUTHAIH
30BHIIIHBOTO CEpEeIOBHIA, 3a0e3MeUyloun IMEBHUH 3B 30K MIX
napctBamu kuBux opranizmiB (Christensen, Kolomiets, 2011;
Borrego, Kolomiets, 2012, 2016; ba6enko Ta iH., 2014; Babenko
et al., 2014, 2017a; Savchenko et al., 2014; Wasternack, Song,
2016). Iomyk cneuudiunux JAHK-nocnigoBHocTelt y 06azax
nanux GenBank, Refseq, Uniprot, Ensembl 103BosuB BCTaHOBUTH
npucyTtHicTh JIOI' y miaHo- Ta mporeoOakTepiif, HaWMPOCTIIINX
OJTHOKJIITHHHUX YEPBOHUX 1 3€JIEHUX MOPCHKHX BOIOPOCTSX, aMe0ax,
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rpubax, Moxax, HOKpUTOHACIHHUX pociuHax 1 TBapuHax (Ivanov et
al., 2010; Babenko et al., 2017a). Ognak y nux 6a3ax BiJICyTHI JaHi
M0 BUIIUX CIOPOBHUX CYIWHHHX POCIMHAX, 30KpeMa MaropoTsX.
OCKinbKHA TAmoOpOTi MICTSTH C,- 1a C-TTHXK (PozenuBer u
ap., 2011), 7OTiYHO MPHUITYCTUTH B HUX HASIBHICTP JIIMOKCHUTCHA3H.
Opnak BimomocTi npo QynkmionyBanas JIOIT Ta mpomaykTiB iXHIX
MeTa0OoMIYHUX IUISIXIB Y IpeAcTaBHUKIB Polypodiophyta odmexeHi
(Boland et al.,1995; Imbiscusoa et al., 2009; Radhika et al., 2012).
T'onoBHOMO (hi310J10TIYHOIO (PYHKITIEIO JTITTOKCUTEHA3 € TXHSI Y4acTh y
CHHTE31 CUTHAJIBHUX CIIONYK, MpoIlecax MepOKCUIHOTO OKMCHEHHS
JTOiAIB 1 MOOLTI3aLil JINIAHUX PE3EPBIB M1l YaC POCTY M PO3BUTKY,
a CH3MMH Ta MPOAYKTH JIMOKCUT€HA3HOI CHUTHAJIBHOI CHUCTEMHU
BIJIIFPalOTh 3HAYHY POJb B ajanTallii pociuH A0 il a0i0OTHYHHX
Ta O10TUYHUX cTpecopiB. MU IOCIIKYBaJId XapakTep JIoKaizamii
W JMHAMIKy aKTHBHOCTI JIIMOKCUTEHA3W B OpraHax MaropoTei, 110
ICHYIOTh 3a PI3HMX YMOB HaBKOJIMIIHBOTO CEPEIOBHUIIA Ta MArOTh
pi3Hi penopuTMoTuH. BuBUamm, 30kpeMa, CyXoa0/bHi, JIITHbO3EICH]
piBHOCHIOpOBI anopoti Dryopteris filix-mas 1 Polystichum aculeatum
Ta OJHOPIYHY pPI3HOCIIOPOBY BOIHY Salvinia natans Ha pi3HUX
(dbenonoriyanx (hazax po3BUTKY criopodiTa.

Buninenns ta imentudikaniro JIOI' mpoBoaunu 3a omucaHuM
metogoMm (Gibian, Vandenberg, 1987; Babenko et al., 2017b;
Babenko et al., 2018).

B opranax pi3HOCHOpOBOi OIHOPIYHOI mManopoTi-riapodira
S. natans Ha pi3HUX (HEHONOTIYHHX (Da3ax PO3BUTKY CIIOPOdITy OyiH
inenTudikosani 13-JIOI"19-JIOI-akTuBHOCTI (puc. 1). BctaHoBneHo,
1o B maarounx Basx 13-JIOI" (pH_ 8.0) micTuthes Ha Beix (pasax
PO3BHTKY, TOII K y 3aHYpEHHMX BOHA IHJIETH(IKOBaHA Ha MEPIINX
nBox (azax, a 9-JIOI" (pH_ 5.5) — Ha Tperiii penonoriunii Qasi
po3BHUTKY cropodita (puc. 2). Xapakrep JOKajizamii 1 3MIiHH
akTBHOCTI 130¢hopMm JIOI' y manopoTi Bianoinamu ¢izionoriayHuM
(GYHKIISM TTaBalOYMX 1 3aHYypeHUX Bal. Y TUIaBalounx Basx y ¢asi
IHTEHCHBHOTO pocTy crnopodira aktuBHICTHI3-JIOI' cknamana
2,63 mxmonb [JIK/xB % Mkr Oinka (TyT 1 Hagani [JIK — rigponepokcu
JIHOJIEBOI KUCIOTH). Y (a3l cTalioHapHOro pocTy i aKTUBHICTH
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Puc. 2. JlinokcureHasHa akTUBHICTb B opraHax Salvinia natans Ha pi3HHX (EHOIOTTYHHX
(hazax po3Butky cropodirta (Mkmoinb [JIK/xB X mr Oinka): 1 — iHTEHCUBHOTO pOCTY; 2 —
CTaI[iOHAPHOTO POCTY; 3 — (hOPMYBaHHS CIIOPOKAPIIiB
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MOCTYNOBO 3HMXKYBaJlach, MICIAS YOTO 3HOBY 3pOCTalia, CATAIOYH
MakcuMyMmy y (as3i popmyBaHHsS crnopokapmiiB (puc. 2), 1m0
CHIBITAIaJIO y Yaci 31 3MIHAMH YJIBTPACTPYKTYPH KIITHH, 30KpeMa
pYHHYBaHHSIM THJIAKOiTHUX MeMOpaH 1 (opMyBaHHSM 3HA4YHOI
KUIBKOCTI Tu1acToroOyin y ctpomi xiopomacTiB (Kosakivska et al.,
2018).

VY 3anypenux Basx 13-JIOI-aktuBHiCTH Oyna ineHTH]iKOBaHA
juie y ($asi IHTeHCUBHOTO pocTy cnopodita, 9-JIOI-akTuBHICT —
y 3aHYpEeHHMX BasX 1 crmopokapmisix. Y (a3l cTraimioHapHOTO poCTy
9-JIOI'-akTuBHICTH csrana 1,32 mxmonb [JIK/XB X MKr Oijika, TOml SIK
y ¢a3i dopmyBaHHS cropokapmiiB OyB 3adikcoBaHWil MK i
akTuBHOCTI — 4.26 Mkmonb [JIK /xB X MKT Oika (puc. 2).

Buseneni ocobnmuBocti B posnozini JIOI-akTuBHOCTI B opranax
S. natans NalOTh MiICTaBy BBA)KAaTH €H3UM OJHHUM 13 €HJOTCHHHX
¢dakTopiB, sAKUi 3a0e3nedye YCHIMIHICTh ICHYBaHHS MaropoTi Ha
MEX1 MOBITPSHOTO i BOMHOTO CEPEIOBHIL.

Y Basgx CyXOAOJbHOI PIBHOCIIOPOBOi 3WMO3EJIEHOI MaropoTi
Polystichum aculeatum Oyna inentudikoBana 13-JIOI'-akTUBHICTH
3 pH  7.74, y xopeneBumi — 9-JIOI-aktuBnicts 3 pH_  7.54
(puc. 3) (Babenko 2017b).

BusBneno, mo BropomoBxk BecHsHOi Bereramii  13-JIOI'-
aKTHBHICTb y BasX 3pOCTalia, CAraloud MaKCUMAJIbHOTO 3HAUCHHS Y
(azi CropoHOIIEHHS, 1110, HA HAIlly T1yMKY, 00yMOBJIEHO aKTUBHUMU
MeTa0O0JIIYHUMH MPOIIECAMH TTEPIOTy JO3PIBaHHS CIIOP.

[Ticna ¢da3u cnoponomenns aktuBHicTh 13-JIOI" 3MeHnTyBanach
Maiike B/BIYI Ta MIHIMaJbHUX 3HaueHb Jocsrana y (asl 3uMoBOi
Bereratii (puc. 4). MakcumanbHa 9-JIOI'-akTUBHICTD y KOpEHEBHUIIT
3adikcoBana y ¢asi 3UMOBOI Bereramii, MiHiMambHa — Yy (asi
CIIOPOHOIIIEHHs. BIpomoBx MITHROI Bereraiii 10 MOYaTKy OCEHI
aktuBHicTh 9-JIOI" maifxke He 3MiHIOBasach (puc. 4), o, BiporiaHo,
MOB’S13aHO 3 TMEPEMILICHHAM LEHTPY MeTaOOoIi4HOI aKTHBHOCTI 3
KOpPEHEBUIIA 10 HAaJ[3€MHO1 YaCTUHU MaIropoTi.

VY Basx Dryopteris filix-mas Oyna inentudikoBana 13-JIOI'-
aktuBHicTh 3 pH 7.2, y xopeneumti — 9-JIOT" akrusHicts 3 pH_
6.5 (puc. 5). 3 mpoBeIEHOTO aHai3y BHUSBJICHO, IO BIPOIOBK
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Puc. 3. 3anexHicTh crarionapHoi mBHAKOCTI peakiii (Vst) OKHCHEHHS JTIHOIEBOT KHCIIOTH
Big pH inkyOaniiiHoro cepenopuia B kopeHepui (/) i Basx (2) Polystichum aculeatum
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Puc. 4. Jlinokcurenasna axTuBHICTH B opraHax Polystichum aculeatum Ha pi3HHX
(enonoTiUHNX (ha3ax pO3BUTKy cropodira: / — IHTEHCHBHOTO pocTy; 2 — (OpMyBaHHS
copyciB; 3 — CIOPOHOIICHHST; 4 — TITHBOI BereTallii; 5 — OCIHHbOI; 6 — 3UMOBO1

195



babenxo JI.M.

nepuIMx Tppox (heHosoriunux (hasz po3BUTKY CIIOpo(]iTy aKTUBHICTb
JIOT y Basix 3pocTana, cAraroud MaKCUMaJIbHUX TIOKa3HUKIB y (asi
J03piBaHHA CIIOp, L0, HA HANly AYMKY, OOYMOBIIEHO aKTUBHUMU
MmetabonmiunumMu mporecamu (puc. 6) (Babenko et al.,, 2018).
Bingomo, 1110 OKCHIIIIMHHA — META00IITH aJIEHOKCHACUHTA3HOT T1IKH
JIOT-mnsxy, 30kpema sxkacmonoBa kuciora (JKK) Ta 1i MmeTunoBuit
edip, Yy KBITKOBUX POCIHH MPUCKOPIOIOTH MPOIEC IOCTUTaHHS
mnoaiB (Babenko et al., 2015; Wasternack, Song, 2016; Babenko et
al., 2017a).

V ¢a3i cnoponomenHs aktuBHICTH 13-JIOT y Basix 3MeHIITyBanach
yaBIiYl Ta MiHIMalbHOIO Oyna y (a3l 3aBeplleHHs Bererauii i
BiIMUpaHHS HaJ3eMHO1 YacTuHU. J[uHamika JIOI-akTHBHOCTI y Basix
D. filix-mas Bignosinana nepeOiry poctoBux mporieciB. OTpumani
pesynbrati o0 3MiH aktuBHOCTI JIOIT y Ham3emHiid dYacTwHI
D. filix-mas 3anexxHo BiJ pa3u po3BUTKY criopodiTa Ta 30BHILIHIX
YMOB Y3TO/KYIOTBCS 3 BIZIOMOCTSIMH IHIIHMX aBTOPIB MPO 3B’SI30K
JIOT" 13 doTrocuHTeTHYHUM TIpoliecoM. Bimomo, 110 JTinmoKCUreHasn
3aXUMIAI0Th (DOTOCHHTETUYHUN amapaT 3a CTPECOBUX BIUIHBIB,
Oepyun ydacTh y HEPOTOXIMIYHOMY TaciHHI (IIFOOPECICHINIT
XJIOPO( Ty MUITXOM OKHUCICHHS KCAaHTO(D1IIB y BiaJaKCAaHTUHOBOMY
ki (Chedea, Jisaka, 2013), a Tako aKTUBYIOYM OKTaJICKAHOITHI
3axucHi  curHambHi mowsixa - (Schaller, 2001).  Bopgrouwac,
JIIMOKCUTEHA3! 3/1aTHI OKWCHIOBATH JIIIMIIA TUJIAKOITHUX MeMOpaH,
CTIPUSIOUN Jlerpajanii KapoTHHOIAIB 1 XJIOpOodiIiB 1 HEraTUBHO
BIIJIMBAIOYM HAa €PEKTUBHICTh (DOTOXIMIYHOTO BUKOPUCTAHHSI €HEepril
(Radhika et al., 2012).

HesBaxaroun Ha Te, mo 6ionoriyna ponb JIOIT HUKYUX pociauH
TTOKH 110 He3 sicoBaHa, HasBHICTH JIOT B ixniit JIHK-nmocmigoBHOCTI
JI03BOJISIE IPUITYCTUTH, 1[0 POAMHA LIUX €H3UMIB MOIJIa BUHUKHYTH
3 TIOSIBOIO aTMoc(epHOro KUCHIO Ha 3emui. [Ipunyckators, mjo JIOT
ynepiue 3’siBuiiacad B 1iaHoOaktepiit (Andreou, 2010). V Hmkumnx
opranizmax JIOI' TpamnsioThest y BUINISAAI TIOPUAHUX €H3UMIB, B
SIKUX JIITOKCUTCHA3HUIN JIOMEH MOXKe Oy acoIiHOBaHMA 3 1HIIUM
KaTaJlITHYHUM JJOMEHOM, 30KpeMa IMepoKCHIa3HuM. biosoriuna posb
riOpUAHUX €H3UMIB JI0 KiHIIS HEe BUBUEHA, OJJHAK IMOKA3aHO, 1110 BOHU
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Puc. 6. JlimokcureHasHa aKkTUBHICTE B opraHax Dryopteris filix-mas Ha pi3HHX
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OepyTh y4acTb y 010CMHTE31 CUTHAJIBHUX MOJIEKYJI JIIIT1THOT IPUPOAU
(Koljak, 1997). ¥ BogopocTei Ta MOXIB MICTSATBHCS 3HAUHI KUTBKOCTI
C,,-TTHXKK (apaxizoHoBa 1 €iiK03aeHTa€HOBA), 110 XapaKTEPHI JUIs
tBapuH, Ta C -ITHXK (0-1iHOIE€HOBA 1 TIHONEHOBA), K1 € TUTIOBUMH
cyOCTpaTamu JIIIMMOKCUTEHa3 y KBiTKOBHX pociinH (Ponce de Ledn et
al., 2015). Y Physcomitrella patens inentu¢ixosani JIOI' 3 pH_
7,0 ta 5,0, mo yTBOpIOBAIM 3 apaxiJOHOBOI Ta €HKO3aTeTPAEHOBOI
kucior (12S)-rizponepokcun, a 3 o-miHoneHoBoi — (13S)-rizpo-
nepokcua. OTpumaHi  pe3yabTaTd  3acBIAUUIM  MOMKJIMBICTH
okucieHHsa 3a gonomoror JIOI' i mepeTBOpeHHS B 010JI0TTYHO
aktuBHi okcunininn C, - ta C -ITHXXK wmoxis (Anterola, 2009).
3a paxynok HassHocTi C,-ITHXK cnekrp okcumiminis y MOXiB
OyB 3HAUHO OUIBIINI MOPIBHAHO 3 KBITKOBUMH pocianHaMu. OnHaK
OJWH 3 HaMaKTUBHINIKX OKCHIIMHIB KBITKOBUX JIOI' — skacMoHOBa
kuciota (OKK) y moxiB He cunTesyeThes (Ponce de Leon etal., 2015).

Moxu 3aiiMalOTh NPOMIDKHE TOJIOKEHHS MK 3elCHHUMHU
BOJIOPOCTSIMU ¥ KBITKOBUMH POCIUHAMH, IO JO3BOJISIE JTOCIITUTH
€BOJIIOITII0 OKCHJIIITIHOBOTO MeTabonizmy. Y Equisetum arvense
Oyna inentudikosana 13-JIOI-akruenicts (pH_7.2) y crpobii,
MIKBY3JISIX Ta JIMCTKaX TeHepatuBHuX maronis i 9-JIOI" (pH_ 4.2) —
y KOpEHEeBHUIIl Ta CTpoOiax. Y BEreTaTMBHUX IAaroHaxX, HaBIAKH,
13-JIOI'-akTUBHICTh BHUSBIICHA BHMKJIIOYHO B maroHax, a 9-JIOI'-
aKTUBHICTh — Jinmie B kopeHeBuull (babenko Ta iH., 2014, 2015).
VY nrepunoditie  mocaimkeno nepeBakHo 13-JIOI-Merabomitu
C,-TIHXK — nerxi opranivni cnonyku (JIOC) (Imbiscuso et al.,
2009; Radhika et al., 2012). Emicis JIOC HalIeKXUTh A0 HETPSIMUX
MEXaHI3MIB 3aXHCTy POCIHMH BiJ mapa3uTiB (Arimura et al., 2005;
Dicke, Baldwin, 2010). Cnekrp cuntezoBanux JIOC 3anexuTh
BIJl cTpecopy ¥ Buiy pociuHU. TeprneHoiau, sSiKi CHHTE3yHOThCS
y BIONOBIAh HA MATOTCHHE YypPaKEHHS, HaJIeXaTbh 0 HAWOLIBII
nomupenoro knacy JIOC (Halitschke et al., 2008). Bonu sBistt0oTh
co0010 CyMiIll MOHO-, CECKBI- Ta TOMOTEPIIEHIB, SIKI CHHTE3YIOThCS 3
130neHTeH1I- ado qumeTmiaudocdaTy yepes MUISXH MEBaTOHATHUIN
(MEB), noxamizoBaHui y LHTO301i, a00 METHJIEPITPITOIOBUIA
(MET), nokanizoBanuii y miactuaax (Arimura et al., 2005). YV Pteris
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vittata y BIINOBIIb Ha ypaxeHHs Spodoptera littoralis akTuByBaBcs
CUHTE3 H202 Ta BiI0yBasacs eMicCist JIETKUX TEPIEHOIAIB MOAIOHO 10
Oaratpox KBiTKOBUX pociuH (Imbiscusoa etal., 2009). YpakenHs Baii
nanopoti Pteridium aquilinum mxigaukamu Spodoptera littoralis i
Strongylogaster multifasciata, a Tako)X MeXaHIYHE YIIKOHKCHHS
BHUKJIMKAJIU He3HaUYHY emicito cymini JIOC, sika MicTuIa mepeBa)KHO
teprnenoinu (Radhika et al., 2012). Bukug nogiOHUX pe4OBHH MOJKHA
CTUMYIIOBaTH €K30reHHol 00poOkoro XK, sika 1HIyKye CUHTE3
aTpaKTaHTIB y KBITKOBUX pociuH. Ex3orenna oOpoOka Bait KK
npU3BOANTH A0 iHTeHcuBHOI emicii cymimti JIOC. IToaiGHo 10 mboro,
00po6xka nonepeaankamu KK — 12-0kco-(iToni€HOBOIO KHCIOTOO
Ta O-JIIHOJIEHOBOIO TaKOXK cipuanHIOE eMicito JIOC, mpoTe 3 HUKIO0I0
iHTeHCUBHICTIO. Buninenns teprnenoinis nmpu oopooit KK MoxyTh
OmoxkyBaTucs: (OCMITOMIITMHOM 1 MEBIHOJIIHOM, SIK1 € 1HT10iTOpaMu
MEB- i MET-uuisaxiB y nokputoHaciHHuUX. OTxe, momiOHO 10
BUIMX pociuH, TepreHoiqdi JIOC yTBOpIOIOTHCS B MAmopoTi 3a
KK-uytnusum nuisixom (Chehab et al., 2012). Ognak gyxe HU3BKI
KUJIBKOCTI TEpPHEHOIMIB, sIKi YTBOPIOIOTHCS TICHS YIIKOIKCHHS
narnopoTel TPaBOIAIHUMHU a00 B pe3ysbTaTi MEXaHIYHUX ITOIIKOI-
’KEHb, P13KO KOHTPACTYIOTh 3 THUM, 1110 Ma€ MiCIIe Cepe] BUILIX POCIIUH.
[TpumyckaroTh, M0 MIKITHUKHA HE BUKITUKAIOTh YTBOPEHHS TOCTATHIX
piBHiB XK, neoOximuux mns akruBarii MEB- 1 MET-nuisxis 1
nonaneinoro BumiaeHHs JIOC y mamoporti. Ile omocepenkoBaHO
BKa3y€ Ha BIJICYTHICTh y HHUX JIOCKOHAJIOTO MEXaHi3My HENpPSMOTro
3axucty (Radhika et al., 2012). BcranoBneno, mo npu eK30TreHHil
KK-06pobui nuctkiB Ginkgo biloba, pocnunu, sika BBaKaeThCs
HAIQJKOM HACIHHUX MAanopoTeH, BHUIUIAETHCS 3HAYHA KUIBKICThH
JIOC (Van Den Boom et al., 2004). [IpoTe MexaHI4H1 YIIKOIKEHHS
CYIIpOBOKyBanucs HezHauHoto emiciero JIOC y pocnun G. biloba,
AK y nanopoti Pteridium aquilinum (Van Den Boom et al., 2004;
Radhika et al., 2012). MmoBipHo, manoporenonibHi He OTPeOyOTH
nmonatkoBoro 3axucty 3a ydacTi JIOC. V Basgx mamopoteit MiCTSIThCS
BHUCOKOTOKCHUYHI CIIONyKH — 1HJAHOHH, L1aHOTE€HH1 DIIKO3UAM Ta
TyOWIIbHI PEYOBUHHU, IO, BIPOTIIHO, € JOCTATHHROK YMOBOKO IS
MOTIEPEKEHHS MEXaHIYHOTO YIITKO/KEHHSI KOMaXaMH Ta TBAPUHAMH.
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OTxe, B pe3yabTaTi MPOBEACHOTO JOCIHIKEHHS BIIEpIIe
imeHTudikoBaHO ¥ mpoaHamizoBaHO xapakrep 3miH 13-JIOT- Tta
9-JIOI'-akTUBHOCTI B OpraHax OJHOPIYHOI MamopoTi-TiapodiTa
Salvinia natans, 6araTopi4HOi CyXOIO0JIBHOT 3UMO3EJICHOT MarnopoTi
Polystichum aculeatum 1 6aratopi4HOi CyXOJOJIBHO1 JIITHHO3EJICHOT
nanopoti Dryopteris filix-mas Ha pi3HUX QeHOoIOTIYHNX (a3ax
po3BuTKy cropodita. Y S. natans 13-JIOI-akTuBHIiCTH Oyna
BU3HAY€HAa B IUIABAIOYMX BasX Ha BCIX (EHOJOrYHUX (azax
PO3BUTKY, TOJI SIK y 3aHYPEHHX — JUIIe y (a3i IHTEHCUBHOTO POCTY.
[Ticnsa penykiii poToCHHTETHYHOT (QYHKIIT 3aHypEeHUX Bai, y HUX
Oyna npucytHs yumie 9-JIOI'-akTuBHICTB, KOTpa CyTTEBO 3pocTaia
y ¢a3i hopMyBaHHS CIIOPOKAPIIiB MPH MEPEXOAl BiJ BETETaTUBHOTO
0 PENPOAYKTHUBHOIO PO3BUTKY. Y CYXOHOJBbHUX HanopoTeu
P aculeatum 1 D. filix-mas 13-JIOI'-akTuBHICTb OyJa JOKaIi30BaHa
y Basix, Toai ik 9-JIOI" — y kopeHeBuIax.

[Moni6umit posmoxin i3odopm JIOT € THUMOBUM TSI KBITKOBUX
pociuH. Y Basix 000X BuiB Ha3eMHuX manopoteit 13-JIOT -akTuBHICTH
3pocTana 3 (pa3u IHTEHCUBHOTO POCTY, CSATalouyd MakcumMymy y dasi
CTIIOPOHOUICHHS, IO BiJIMOBIIAI0 aKTUBHIUM METa0OIIYHUM MPOIIe-
caM nepiofy A03piBaHHS ciop. Y 3uMo3eseHoi nanopoTi P. aculeatum
MakcuMyM 9-JIOI'-akTUBHOCTI punazas Ha a3y 3MMOBOI BereTallii,
BTOH "ac sIK y TTHhO3eJIeHO1 maropoTi D. filix-mas makcumym 9-JI0T -
aKTUBHOCTI 3adikcoBaHui y (a3l 3aBEepIICHHS BereTarlii BOCCHH,
mo B 000X BHUMagkax Oyio O0OyMOBJIEHO MEPEMIIIEHHSM LEHTPY
MeTabO0IIYHOT aKTUBHOCTI 3 HaJ3€MHOI YaCTUHHU 10 KOPEHEBMIIA
nanopoTi. BwusBneni ocoOnuBOCTI B JoKamizamii ¥ auHaMIiIi
KaTtaniTiuHoi akTtuBHOCTI 130¢opm JIOI' B opranax S. natans,
P aculeatum ta D. filix-mas Ha pi3HuX (QeHonoriunux Qaszax
PO3BUTKY CHOpO(iTy OMOCEPEAKOBAHO BKa3ylOTh HA CHTHAJbHY
(bYHKIIII0 €H3UMY I JaIOTh IMiJICTaBU BBAKATH JIMTOKCUTEHA3Y OTHUM
13 €HJOTeHHUX PETrYIATOPHUX (PaKTOPIB, 3aA1sTHUX y BEreTaTUBHUX
Ta PeNpOAYKTUBHUX MPOIECax 3a Pi3HUX YMOB ICHYBaHHS.
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PoTOCMHTETHYHI IrMEHTH, (POTOCHHTETUYHA AKTHUBHICTH Ta
YAbBTPACTPYKTYpPHA Oy10Ba KJIITHH

babenxo JI.M., llepobamrwox M.M., [loniwyx O.B.

OcoOmuBocti  MopdonoriyHoi OyJOBM JIMCTKIB 1 XapakTep
(1310JIOTIYHHX MPOIIECIB HAJIEKATh 0 (PaKTOPIB, 110 3a0€3MeUyOTh
YCIIIIHY a/alTalil0 pOCIUH 10 YMOB OCBITICHHA. Y CBOIO Yepry,
IHTEHCHBHICTh OCBITJICHHSI [IJI1 POCIWH PI3HUX SPYCIB MOXKE
pizauTHcs 10 50 paziB (Valladares, 2003; Anten, 2005). Pociaunu,
SIK1 €BOJTIOIIIITHO MTPUCTOCOBAHI 0 BUCOKOT UM HU3BKOi OCBITICHOCTI,
BIIPI3HSIOTBCS 3a IUIOMICI0 1 TOBIIMHOKO JIMCTKIB, KUIBKICTIO
XJIOPOIUIACTIB Yy KIIITUHAX MAapeHXIMU, BMICTOM 1 CITiBBITHOLIECHHSIM
¢orocunrernynnx mirmentiB  (Lichtenthaler et al., 2007).
KonkypeHntHa 60opotb0a nmarnopoTeii 1 KBITKOBUX POCIIHMH 3a PECYpPCH
€ eBOJIOLIMHNUM (pakTOpoM, 110 MPH3BIB J10 AUBEpcHDiKallii exoo-
TiYHUX Hilll, By3bKOi Crieniaii3alii BUIiB, 3pOCTaHHs 010JIOTIYHOTO
PI3HOMAHITTA ¥ TIABUIIEHHS aJIallTUBHOI CIIPOMOXKHOCTI 0araThox
ixuix TtakcoHiB (Page, 2002). HoBi HUTTe€Bi cTpaTerii CHpUsIH
MOLIMPEHHIO WX POCIMH Yy OUIBII TMOCYNUIMBHX EKOCHCTEMax i
HaBiTh YTBOPEHHIO Tpymu manopoteii-kcepoditie (Hietz, 2010).
He3Baxaroun Ha HHM3KY €HJOTC€HHHX OOMEXYIOUMX YHHHHUKIB,
30KpeMa 3HAYHO HIKYY, HDK Y TOKPHUTOHACIHHUX, CyOCTpaTHy
cnenudivnicTs D-pry6i030-1,5-6ichopTrapOoKcHiIa3u-OKCUTEHAZH
710 PO3YMHEHOTO BYIJIEKHCIIOTo Tra3y (kapOonar-ioHiB) (Gago et al.,
2013), manopoTi TOCTaTHbO PO3MOBCIOIKEHI U XapaKTepU3yHOThCs
BEJIMKOIO PI3HOMAaHITHICTIO (DOPM, YCIIIIHO KOHKYPYIOYH 3 1HIIUMH
pociauHaMu. Bijbll mIMpoke po3MOBCIOMKEHHS MAropOTEeNnoIiOHUX
JIMITY€TbCSL JIMIIE BIJICYTHICTIO MOBITPSIHO-KpAreabHOI BOJIU
B Iyxke mocyuumBux exocucremax (Evert et al., 2013). Cepen
TOJIOBHHMX TEpeBar, SIKi JI03BOJIMIM MAaopoTSM 3aBOHOBYBAaTH HOBI
MICIISI 3pPOCTaHHS, BUAULIIOTH 1XHIO 3MaTHICTH 10 (OTOCHHTE3Y
3a yMOB HM3bKOi 1HTeHCHUBHOCTI ocBiTieHHs (Page, 2002). Jleski
BUJIM MANIOPOTEH MAIOTh IEpeBary B POCIMHHUX YTPYHNOBaHHIX 32
6iomacoro Ta Bu10BUM ckianom (Marbach, Kainz, 2010).
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VYenimHicTh afanTtamii 10 yMOB HAaBKOJMIIHBOTO CEPEIOBHUINA
3HAYHOI0 MIpPOI0 3aJIEKUTh BIJI ONTHUMAJIbHOTO (YHKIIOHYBaHHS
ACUMIJISILIIMHOTO amapary, MOKa3HWKaMH CTaHy SIKOTO € BMICT 1
CHiBBIAHOIIEHHS  (OTOCMHTETHUHUX HirMeHTiB. IIpoBenenwuii
HamMu O10XIMIYHMN aHaji3 MJIaBalOuMX 1 3aHypPEeHHMX Bail MamopoTi-
riapodity S. natans BUSBUB TPUCYTHICTh XJOpoduliB a Ta b 1
KapOTHHOI/IB Ha BCiX ()eHONOTIYHUX (hazax PO3BUTKY CHOpodiTa.
BMmicT QoTOCHMHTETHYHHMX MIFMEHTIB y TKaHMHAaX Ball BHU3HAYallH,
BUKOPHUCTOBYIOUH criekTpodoromerpuunuit metoxa (Wellburn, 1994).

BceranoBneno, 1o BMICT (DOTOCMHTETHYHUX IMITMEHTIB Y
IUIaBalOYMX BasixX yABiYl, @ HA OKPEMHUX eTanax yTpuyil NepeBHILyBaB
Takuil y 3anypenux (puc. 1 A, b). BigHomenHns xmnopodiny a a0
xsopoginy b, 5K i cyma xsopodisiB, Oyau JOCTOBIPHO MEHIIUMH Y
3aHYpEHUX BasX, HXK y TuiaBarounx (Tadum. 1). [ImaBaroui Bai akTHBHO
(OTOCHHTE3YIOTh YNPOJOBXK YChOTO MEpioay Bererailii, MaroTh
SCKpaBe 3eJeHe 3a0apBieHHS, OOYMOBJICHE BHCOKHM BMICTOM
xjopodiny a. Y IBOX MepIIuX A0CTIHKYyBaHUX (EHOIOTTYHMX (pa3ax
PO3BUTKY 3aHYpeHi Bai MajH CBITI0-0ypo-3eeHe 3a0apBieHHs, 1110
CBIIUUTH TPO HHU3BKUU BMICTOBI XJIOpO(iy ¥ BIAHOCHO BHCOKY
KUTBKICTh KapoTuHOimiB (puc. 1 b).

ITix yac popMyBaHHSI COPOKAPIIiB y TIABAIOUMX BasiX KUIbKICTh
XJIOpOQ Ty i KAPOTHHOIIB 3pOCTaNa, Y 3aHYPSHHX — 3MEHIITYBaJlach
(puc. 1 A, B). Y 3anypenux Basx y ¢a3si cTalioHapHOTO POCTY BMICT
(OTOCHHTETUYHHX MIrMEHTIB 3pOCTaB. XapaKTEePHO, 10 MOPIBHIHO
3 JINCTKOBUMH TUTACTHHKAMU Ha3eMHUX KBITKOBUX pociinH (Kouybeit
u ap., 2014; Babenko et al., 2014) nmnaBatoui Ta 3aHypeHi Bai canbBiHil
IUIaBAIOY0] MICTATh 3HAYHO MeHIe xJopodiniB a Ta b. HeBenuka
KUIBKICTh (DOTOCHHTETHUYHHUX MIrMEHTIB 3adikcoBaHa Jyisl 0aratbox
POCIUH-TIAPO(DITIB 1 BBAXKAETHCS aAaNTalliHUM MPUCTOCYBAHHSM,
sKe TpOTHUIie pyHHaIii KmiTuH uepe3 ¢orookucneHus (Hemyxa,
2011).

Jis  yABTPAacTPyKTYPHOTO — JTOCHI/DKEHHS  JAUISHKH — TKaHWH
po3MipoMm 3 X 1 MM i3 cepeaHbOl YaCTHHM IUIACTUHKU MK KpaeM
1 HEHTPAJBHOIO XKUJIKOK TUIABAIOYMX Bal, W BIAPI3KK JOBKHHOIO
5 MM pPO3CIYEHUX CErMEHTIB-/10JIb BHJ03MIHEHHMX 3aHYpPEHUX Bai
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A
04 @ Xnopodin a

0,35 - B Xnopodin b
03 r @ KapoTuHoign
0,25
0,2
0,15
0,1
0,05

Mr/r CUpOi peYOBUHU

04 r
0,35 r
03 r
0,25 r

0,15 r
0,1 r
0,05 ¢

Mr/I CUPOT PEYOBMHM
o
N
T

Puc. 1. BMicT pOTOCHHTETHYHHX MIrMEHTIB y T1aBarounx (A) i 3anypenux y Boxy (B) Basx
Salvinia natans Ha pi3HuX (eHomorivHux azax po3BUTKY cropodita: 1 — IHTEHCUBHOTO
pocTy, 2 — cTanioHapHOTro pocTy, 3 — HhOpMyBaHHS CIIOPOKaPIIiiB

206



dotocuHTETHYHI TIITMEHTH, (POTOCHHTETHYHA aKTHBHICTh Ta YIBETPacTpyKTypHa OynoBa KIiTHH

Tabnuys 1. CniBBiAHOLICHHS (DOTOCHHTETHYHUX IIrMeHTIB y BasXx Salvinia natans Ha
pi3HuX (peHOIOTiYHUX (pa3axX PO3BUTKY crniopodira

Oprax | atb* | alb | a+b/xapoTHHOTIN

®daza IHTEeHCUBHOTO POCTY criopodira

IJ1aBarodi Bai 0,23 2.9 4,18
3aHypeHi Bal 0,10 23 5,0
®dasza cTamioHapHOTO POCTy COpodiTa
r1aBaroyi Bai 0,25 3,1 3,09
3aHypeHi Bai 0,15 2,04 5,0
®daza hopmyBaHHS CIIOPOKAPITIiB
IJ1aBaroydi Bai 0,43 2,6 5,4
3aHypeHi Bai 0,09 2,0 2,25

* Tyt 1 B Tabmn. 3, 6 MO3HAYCHO CyMapHUHA BMICT XJIOPOMIIIB, MI/T CHPOI PSHOBUHH.

y S. natans Ta OUISTHKA TKaHUH po3MipoM 3 X 1 MM Bupizaiu 3
CEpeHhOI YaCTUHHU CETMEHTIB Bail JAPYroro MOPSAKY MK Kpaem i
HEHTPAIBHOIO KWIKOIO B P Aculeatum 1 D. filix-mas, dikcyBanu i
HOAJIBIII MPOLIEAYPHU IPOBOIWIIN 3a BitomuM MetozoM (Illepbatiok
Ta iH., 2015).

B ynbrpacTpykTypHiit Oy10B1 XJIOPOILIACTIB ME30(UTY TUTABAIOYHMX
Ta 3aHypEHUX Bail HaMu OyJiM BUSIBIICHI YiTKi BiAMIHHOCTL. Y (a3i
IHTEHCUBHOTO POCTY CHOpo(iTy XJIOPOIJIACTH KIITHH Me30(]iTy
IUTaBAlOYMX Bail Manm 100pe pO3BHHEHY CHCTEMY MeMOpaH
TUJIAKOIMIB, sIKi (OPMYIOTH YUCIEHHI TpaHu. DopMa XJIOpOILIACTIB
Oyma  enimcomoniOHOI,  BUAOBKEHOIO, TpaHU  PIBHOMIPHO
PO3MOAUIAIIUCS Yy CTPOMI, THUJIAKOIAM TpaH y KIITHHAX Me30Qity
no0pe pO3BHHEHI Ta MIUIBHO MPUIISTAIOTh OAMH JO OIHOTO, TXHi
MEXI1 JOCTaTHhO YiTKI Ta eNeKTPOHHO-MIUIBbHI (puc. 2 A). VY
CTPOMI XJIOPOILJIACTIB TIABAIOYMX Bal BIAMIYEHO 3HAYHY KUIBKICTh
BUJIOB)KEHUX KPOXMAaJbHUX 3€peH JOBXKHMHOK moHax 0,5 pm i
HE3HAYHY OCMIEPUIBHUX CTPYKTYp — IIACTONIO0Y . XITOpOTUIACTH
KIITUH TIApeHXIMH 3aHYPEHUX Ball Majid Maibke yABidYl MEHIIHMA
po3mip (puc. 2 b). IlopiBHSHO 3 XJIOpOTMJIacTaMU IJIaBalOuMX Baid
MeMOpaHH THJIAKOIAIB 3aHypEeHUX Bail Bi3HAYAIUCH JIEIIO BHIIOIO
€JICKTPOHHOIO IIUIBHICTIO W HEUITKUMHU MEKaMH. 3pijKa BiAMIYEHO
(GopMyBaHHS HEBEIMKUX KPOXMAJIbHUX 3€peH Ta OKpPEeMHUX
1acTor1o0yn. @OTOCUHTETUYHI OpraHeNy IJIaBalouuX 1 3aHyPEHUX
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Puc. 2. Xnopormiactu KIITHH HapeHxiMH IuaBarodoi (A) Ta 3aHypenoi y Boxy Bai (b)
Salvinia natans y ¢asi iHTeHCHBHOTO pocTy cropodita. TpaHcMiCiHHHMI eIeKTPOHHUI
mikpockor, x15000. YmoBHi ckopouenss: I'p — rpana, Kp — kpoxmains, KC — knitunHa
crinka, [1n — mnactormobyna, Ct — ctpoma

Ball BIZIPI3HAIMCS 32 TUIOILEIO IPaH Ta KUTBKICTIO TUJIAKOIIiB y TpaHi.
JIist XJmopomiacTiB 3aHYpEeHUX Baik BCTAHOBJIEHO MEHIINY KUTBKICTh
KPOXMAaJIbHUX 3€PEeH y CTPOMI Ta MEHIIY IUIOINLY IXHBOTO Mepepizy
(Tabm. 2).

BiporigHo, mo BusBICHI HaMU BIAMIHHOCTI B OyJOB1 XJIOPO-
IUIACTIB 3aHYPEHUX Bail OOyMOBIIOIOTHCS MOCTIHHMM 3aTiHEHHSM,
CIPUYMHEHUM IIaBalouuMu BassMu. [lomiOHI BiloMOCTI OTpuMaHi
JUTSl TABOJHUX JIUCTKIB IHIIUX BUIIB BoaHUX pociuH (Nielsen,
1993; Nedukha, 2013). Ognak Ha BIAMIHY BiJi Ha3€MHHX BU/IIB
pOCIIMH, KOTpi BEreTyloTh B YMOBaX 3aTiHEHHsA, MeMOpaHHa
CUCTeMa XJIOPOIUIACTIB 3aHYpeHHX Ball S. natans BiA3HAYAETHCS
3HAYHO MEHINO0 TIomier0. OTpUuMaHi Pe3yabTaTH OMOCEPEIKOBAHO
BKa3ylOThb Ha Te€, II0 OCHOBHHM HPOAYIICHTOM acCHUMUIATIB €
XJIOPOILJIACTH KJIITHH IUIABAIOYMX Baid, TOAlI SK (POTOCHHTETUYHI
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Tabnuys 2. YIbTPACTPYKTYPHi TNOKAa3HMKH XJIOPOIUIACTIB KJIITHH Me30(iay
ILIABAKYNX i 3aHypeHux Baii Salvinia natans y ¢a3si inTencuBHOro pocty crnopodgira

Bai
INoka3uuk I 3aHypeHi y
BOILY

CepeHsi JOBKHHA XJIOPOIUIACTIB (0Bra Bich), um 6,59+0,27 3,06+0,33
Cepe st IIUPHHA XJIOPOIUIACTIB (KOPOTKA BiCh), Lm 1,4140,14 0,92+0,16
Tlnoma nepepisy OAHOTO XJIOPOILIACTA, [m> 5,56+0,51 2,16+0,28
CepenHst KibKIiCTh TpaH Ha mepepi3 oxHoro xjuoporuiacta |24,50+1,17 | 18.83+1,78
CepeHs KUTbKICTh THIIAKOIIIB Y TpaHi 6,54+1,52 4,3+1,04
Cepennst oia ojiHiel rpaHu, pm? 0,038+0,011 |0,026+0,009
CepenHst KUIBKICTh KPOXMaJbHHX 3€peH Ha Iepepisi 4114048 0.8140.48
OJIHOTO XJIOpOILIacTa
Tlomia KpoxMalbHUX 3€peH y CTpOMi XJioporuiacty, pm? | 1,63+0,23 0,14+0,10

OpraHeNy 3aHypeHHX y BO/ly Baii, BIpOT11HO, BUKOHYIOTb TOTIOMIXKHY
¢byHKIIi10, 3a0€31e4y0ul He3HaYHy YacTKy IPOAYKTIB IEPBUHHOTO
CHHTE3y — IIYKpiB y BEreTylouoi B TOBITPSHO-BOAHUX YMOBax
narnopori S. natans.

VY wiiThHaxX mapeHxiMu 000X THUMIB Ball Ha cTajli (opMyBaHHS
CIIOPOKAPIIIiB BIAMIYEHO JECTPYKTUBH1 3MiHH B Oy/JOB1 XJIOPOTLIIACTIB.
3o0kpeMa, 3a¢ikcoBaHO pyHHAIlII0 MEMOpPaH rpaHaTbHUX THUIAKOIIIB
Ta nedopmartito mjamen crpomu (puc. 3 A, 4 A). Y crpomi xitoporiac-
TiB Maibke He Oyno KpoxmaibHUX 3epeH. Kpim Toro, BinOyBanocs
HaOyXaHHsI 30BHIIIHBOT MEMOpaHU XJIOPOIUIACTIB, CIIOCTEPITaIuCs
3MIHH €JIEKTPOHHOI MIUTBHOCTI CTPOMH. XapaKTEPHOIO 0COOTMBICTIO
XJIOPOILIACTIB S. natans y el nepiofl € HasBHICTb BEJIMKOI KiIBKOCTI
IIaCTOTIIOOYT Y CTPOMI, SIKI PO3TAIIOBYIOThCS psimamu (puc. 3 A),
yacTto B mepudepiiiHii YacTHHI XJIOPOIUIACTIB TUIABAIOUMX Bai,
30epiraroy KOHTAKT 3 JIaMeJIaMU CTPOMH.

[TosiBa BENMHMKOT KUTBKOCTI IIACTOIIOOY CBIAYUTH MPO BUCOKHI
piBEHb OKHCIIIOBAIBHUX IPOLECIB Y KIITHHAX Ta CTPECOBUH CTaH,
BUKIIMKAHUN JII€I0 CBITJA HAIMIPHOI IHTEHCHBHOCTI a00 BHCOKOT
temrepatypu (Austin 2006; Bréhélin et al., 2007). B ognomapoBiit
JMigHIA 000NOHIN TIACTOMTOOY MPUCYTHI JIMiAHI KOMIOHEHTH
TUJIAKOITHUX MeMOpaH, TOAI SIK y IXHbOMY spi 3HalIeHI CTPYKTYpHI
IpOTETHM Ta €H3UuMH. [3 macToroOynaMu acoIUIOEThCS P

209



babenko JI.M., llepbarrox M.M., ITonimyx O.B.
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Puc. 3. Xsopormacr i3 4acTKOBO 3pyHHOBaHOIO MEMOPAaHHOIO CUCTEMOIO (A) Ta XJIOPOILIACT
3 iHTakTHUMH MemOpanamu (B) y kimiTHHaX mapeHxiMu IuiaBatouoi Bai Salvinia natans 'y
(asi popmyBanHs criopokapiiis, X15000. YmoBHi ckopoueHHs: [p — rpana, KC — kiniTuHHA
ctinka, M — mitoxonapis, [1n — mutactormoOyna

R

A

Puc. 4. Xnoporiacty i3 4aCTKOBO 3pyHHOBAHOK MEMOPAHHOK CHCTEMOIO Ta MITOXOHIPIl
(A) 1 xyoporutact 3 iHTakTHEME MeMOpanamu (B) y kimiTnHax mapenximu 3aHypeHoi Bai
Salvinia natans y ¢$a3i popmyBanusa cropokapmiis, x15000. YMoBHI ckopodeHHS: X1 —
xnoporutact, I'p — rpana, KC — xiitiHHA cTiHka, M — miToxoHapis, [1n — mractormoOyna

XKUpopo3unHHUX pedoBuH (Spicher, Kessler, 2015). YTBOpeHHS
3HAYHOI KUIBKOCTI IJIACTOINIOOYN Ha 3aBepIlaibHIA (hEeHONOTIUHIH
¢da3i po3Butky crnopodira S. natans cmiBmamae 3 peyTHIIIZAIEIO
XJIOPOIUIACTIB TIPH CTapiHHI mamopoTi. OTxke, y el mepion
MO)KHA KOHCTAaTyBaTW TNPAKTUYHO IOBHE IEPETBOPECHHS YaCTUHU
MOMYJISIIT XJIOPOIIACTIB HA CTPYKTYPH, K1 32 Oy[J0OBOIO HArajyroTh
XpPOMOTUTACTH, IO YacCTKOBO a00 TOBHICTIO BTPATHIW 3/aTHICTH
o (¢orocuHTedy. BonHouac y KIITHMHAX MapeHXIMM IUIaBaIOYMX 1
3aHypeHHX Bail 3agikcoBaHO HasBHICTH (10 40% MepenIsTHyTHX)
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IIIJIKOM 1HTaKTHUX XJoporutacTiB (puc. 3 b, 4 Bb). Ile Bkazye Ha
MPOTIKaHHS (OTOCUHTETUYHOTO MPOLIECY Ha 3aBEPIIATbHUX CTAIIAX
BereTallii poCiavHH, 110 BAKJIUBO IS JO3PIBaHHS CIIOPOKAPIIiB 31
criopaMu. Y KJIIITHHAX 3aHypEHHX Bail S. natans XJ10pOIIIaCTH 4acTo
KOHTAKTYIOTh 3 2-3 1 O1IbIIIE MITOXOHAPISIMH OKPYTIIOi a00 OBaTBHOT
dbopmu 3 10Ope PO3BUHEHOIO cUCTEMOIO KpHCT (puc. 4 A). B okpemux
BUITAJIKAX MU CIIOCTEPITaIH MIICTh KOHTAKTYIOUUX 3 XJIOPOILJIACTOM
MITOXOHJIPIH.

[IpoBeneHi JOCHIPKEHHS BUSBWIM 9YiTKI  BiIMIHHOCTI B
VIABTPACTPYKTYpHIM OyJOBI XJIOPOIUIACTIB Baidk JBOX THITIB Y
S. natans. 30xkpeMa, y XJIOpOIJIaCTax IUIaBAIOYMX Bail HassBHA BEJIMKA
KUIBKICTh TPaH, 10 CKIAJAIOThCA 3 4—7 THIIAKOIIiB, a KPOXMaJIbHI
3epHa (QOPMYIOTBCA 13 3HAYHUMH PO3MipaMu. YIBTPACTPYKTypa
(OTOCHHTE3yIOUMX OpraHed 3aHypeHHX Bail YacTKOBO MOIIOHA
JI0 TaKOi y MIABOJHUX JIMCTKIB 1HIIMX BHJIB BOJHUX POCIHH 1,
OYEBHJIHO, 3yMOBJICHA PO3IIMPEHHSAM CBITI030MpaIbHUX KOMIUIEKCIB
3a paxyHOK XJjopodiry b 1 KapOTHHOIAIB, MPOTE 3BUYAWHO HE
HaOyBae 3HAYHUX CTPYKTYPHUX aJanTaliifHUX MPUCTOCYBaHb J0
YMOB TIOCTIHHOTO 3aTiHEHHs. [HIIOI OCOONUBICTIO CTPYKTYpH
XJIOPOTIIACTIB 3aHYPEHUX Bail € Maja KUIbKICTh KpOXMaJIo, a came
3MEHIIEHHS KIJIBKOCTI XJIOPOIUIACTIB 13 KpOXMajeM Maike Ha
nopsiiok. Y ¢asi popMyBaHHS CIIOPOKAPITITB 3 TOYATKOM BiIMUPAHHS
BEreTAaTUBHUX OpraHiB MeMOpaHHa CHCTeMa XJIOPOILIAcTiB Yy
KIITHHAX Bail PyHHYETBhCS, B IXHIH CTpOMI 3’SIBISIETHCS BEJIMKA
KUIBKICTh TuTacTornoOyn. Ilpw mpomMy 3HaYHA YacTWHA TOIYJISIIIT
XJIOPOILIACTIB 30epirae MiJIKOM IHTAaKTHY CTPYKTYpY, 3a0e31euyroun
YCHIIIHE J03pIBaHHS F€HEPAaTUBHUX OPIraHiB POCIHHHU.

OyHKIIOHATIBHUHN cTaH XJIOpoGiay BU3HAYaIH Ha (QIyopumeTpi,
pPEECTPYIOUM MAacHMB JaHMX Y PEKUMI peajbHOT0 Yacy Ha
KOMIT FOTepi, 00JaaHAHOMY aHAJIOrO-IU(POBUM TEPETBOPIOBAYCM
31 CIEeLiali30BaHOI MpOrpamMor0. 3 OTPUMAHUX ITOKA3HUKIB
po3paxoByBanu MakcumanbHuil (Fv/Fmax) ta epexrusauii (OPSII)
KBaHTOB1 Buxoau, ¢otoximiude (qP) 1 HedoToximiuHe raciHHA
(NPQ) 3a dopmynamu (Maxwell, Johnson, 2000; Kopuees, 2002;
Brestic, Zivcak, 2013).

JlocaikeHHss e(eKTUBHOCTI BHUKOPHCTAaHHS €Heprii cBiTia
BUSIBWIO BIIMIHHOCTI y (PyHKI[IOHYyBaHHI (DOTOCHHTETHYHOTO ama-
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Puc. 5. MakcuManbHuil MOTEHUiHUI KBaHTOBUI BHXing (oToximiunux peaxuiin OCII
B opranax Salvinia natans Ha pi3HUX (eHoNOriyHuX (azax po3BUTKY cropodita: A —
iHTEeHCUBHOTO pocty, b — crarionapHoro pocry, B — ¢popmyBaHHs criopokapriiB
pary sk Ha piBHI OpraHiB Mmamoporti S. natans, Tak 1 B 3aJ€KHOCTI
Bil (a3u po3BUTKY crnopodita. Bigomo, mo MakcUMaIbHUIA
MOTSHIIIHHUN KBaHTOBHM BuXiJ (oToximiunux peakiiii OCII (FV/
F ) Xapakrepusye CTyIiHb ii HEYIIKOIKEHOCTI. 3MIHU B aKTUBHOCTI
@OCIlI BuHMKaOTh mig dYac ¢OTOIHTiIOyBaHHS, OOYMOBICHOTO
HeaJanToBaHicTio poTrocuHTeTnyHOro anapary (PCA) o aii citia
MEBHOT IHTEHCUBHOCTI, @ TAKOX Yepe3 MaTOreHHEe YPaKeHHS, TOCYXY
tomo (Kopnuees, 2002; Brestic, Zivcak, 2013). MakcumaibHui
MOXJIMBHM piBeHb KBaHTOBOro Buxoxy (0,823) xapakrepusye
ontuManbHuii crtan ®CA, a 3HaueHHd Hmwkde 0,5 — mimbOoke
nomkopkeHHs (Johnson et al., 1993; Rohacek et al., 2008). Hamu
BCTAHOBJICHO, MO y (a3l IHTEHCHUBHOTO POCTy cropodita Ieu
MIOKa3HUK Yy 3aHypeHux Basx ckinanas 0,610, y mimasarounx 0,778,
IO CBIAYUTH MPO He3aBepiueHicTh GpopmyBanus PCA (puc. 5). Y
(a3i crarioHapHOTO pocTy cropodita i GopMyBaHHS CLIOPOKAPIIiiB
MOKA3HUK TMOTEHIIHOTO KBaHTOBOro BuXoAy craHoBuB 0,810 y
wiaBarounx 1 0,745 y 3aHypeHHX Basix.

[Tokasnuku edpexruHoro ksanrosoro Buxomy OCII (P, ) Ta

¢dotoximiyHoro raciaus (qP) 3a pi3HOI IHTEHCHMBHOCTI OCBITJICHHS
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bgy) BiZl IHTEHCHBHOCTI J1iF040TO

CBITJIa y TJIABAIOYMX i 3aHYpPEeHUX Basix Salvinia natans Ha pizHUX (eHOMOTIYHUX (a3zax
PO3BUTKY criopodita: A — iHTEHCHBHOTIO pocTy, b — cranionapaoro pocry, B — hopmyBanHs

CIIOpOKapIiiB
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Puc. 7. 3anexHicts (ortoximiunoro raciuus (qP) Bix iHTEHCHBHOCTI AilOYOro CBiTIA y
IUIABAIOYNX 1 3aHYPEHHX Basix Salvinia natans Ha pi3HUX (EHONOTIYHMX (azaX PO3BUTKY
cropodita: A — iHTeHCHBHOTO pocty, b — cramionapHoro pocry, B — ¢opmyBanHs
CHOpOKapIiiB
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OynM BHIIMMHM Yy IUJIaBalOYMX BasgX Ha BCIX JIOCHIPKEHUX
¢denomorivanx (Qazax po3BUTKy crnopodita (puc. 6, 7). Crin
3a3HaYMTH, LI0 I[JlaBarodl Bai HaBiTh 3a YMOB MAaKCHUMAaJIbHOT
iHTeHcuBHOCTI cBiTiia 1170 pmoins -M?-c’' Manu BHCOKI MOKa3HUKU
@, 1 9P, saxi nopisnrosamm 0,45 Ta 0,65 BiAnOBiIHO.

[IpyunHOIO 1BOTO € 3HA4YHA aJanTaliiiHa CHPOMOXKHICTD
TUIABAIOYUX Bail, KOTpl y MPUPOAHUX YMOBAX HEPIJIKO 3a3HAIOTH Jii
CBITJIa, IHTEHCUBHICTb SIKOTO MEPEBUILYE HABEACHUN MOKa3HUK. Y
3aHypeHuX Basx mokasHuku @, 1 P 3a jii cBITIA IHTEHCUBHICTIO
noHax 200 pmonb-m?-c! Oynu 3Ha4HO HIK4YMMH (puc. 6, 7).
OTpuMaHi pe3ylbTaTH CBiT4aTh MPO 3MCHIICHHS YaCTKA CHepril
CBITJIA, SIKa BUKOPUCTOBYETHCS IS POTOXIMIYHHUX PEaKIIiid, a TAKOX
CHOBUIBHEHHSI €JIEKTPOHHOTO TPAaHCHOPTY. MU BCTaHOBWJIH, IO B
IJIaBarouMx Basx mokasHuku O, Ta qP 3pocranm y dasax pocry
criopodity i hopMyBaHHS CHOPOKAPMIiB, IO CBIIYUTH MPO OLIBII
eeKTHUBHE NPOTIKaHHSA peakuii TeMHOBOI (a3u (oTOCHHTERY,
nepeayciM Ipo 3pOCTaHHs aKTUBHOCTI KITFOYOBOTO (DEPMEHTY LIUKITY
KanbBina—Py0icko. [l 3aHypeHUX Bail TOKa3HUKH €()EKTHBHOTO
KBAaHTOBOT'O BUXOJY Ta (POTOXIMIYHOTO raciHHs (POTOCHHTE3Y OyiH
CcTabUIbHO HU3bKUMH Ha BCIX JOCIIKEHUX (EHONOryHuX (azax.
®dotoinTiOyBaHHS IOB’A3YIOTh 3 HHU3BKMM BMICTOM Py0icko B
ctpomi xsoporactiB (Genty et al., 1998; Demming-Adams, 2006).
Came e 0OyMOBiIIO€ (Di310JIOTTYHHM JIIMIT aKTUBHOCTI TEMHOBHX
(OTOCUHTETUYHUX peaKiliii, BUSBICHHI HAMH B XJIOPOIUIACTax
3aHypEHUX Bau.

BinMinHicTh MiX BastMu Oynia OUIBII BHUPA3HOIO ISl BEIMYMHU
D, HOK qP. Bigomo, mo Bennuuna P BigoOpaxae MporyckHy
37aTHICTh (DOTOCHHTETUYHOTO E€JIEKTPOH-TPAHCIIOPTHOTO JIAHI[IOTa
1 He 3aJeXUTh BiJ HEPOTOXIMIYHMX NPOLECIB TaciHHS €Heprii, y
T.4. TOUIKO/DKEHHA (poTocucTeM, TOAl AK BenmuunHa O, 0OEpHEHO
3anexuTh Bix mux mporteciB (Maxwell, Johnson, 2000; Kophees,
2002). Otxe, MOXXKHa MPUITYCTUTH, IO OCHOBHOIO MPHUYHUHOIO
BHSIBJICHOI HAaMH BIAMIHHOCTI y 3HaueHi @ MiX TUIaBalOUUMH Ta

PSII
3aHYPCHUMHU BassMU € P13H1 P1BH1 He(bOTOXIMFIHOFO TaClHHA eHepI‘ﬁ,
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SKe CKJIAJa€eTbCs 3 PErylbOBAHOTO TaCiHHSA B aHTEHI (AKTUBHA
ckianoBa) Ta poronomkomkenns OCII (macuBHa ckianoBa).

Bemnunna  HedotoximiyHoro raciHHs  NPQ  BimoOpakae
30UIbIICHHA pIBHA JAMCUNAIN] €Heprii MOMIMHYTOro CBiTIa Y
BUIJISAJII TEIUIOBOTO BUIIPOMiHEHHS. JlaHuii MexaHi3M 3a0e3neuye
3aXHUCT PEaKIiMHUX IEHTPIB 32 YMOB, KOJIM IHTEHCHBHICTH CBITJIA
nepesuinye ontumanbHy (Maxwell, Johnson, 2000). IToka3auk
NPQ 3adikcoBano Hamu y mexkax 0,9-2,4 (puc. 8), 110 CBIAYUTH PO
HaJA1HY poOOTY MeXaHi3My AMCHIIALIl HAJUIUIITKOBO1T €Heprii.

VY S. natans 3nauenns BennuuH NPQ miaBHO miBHIIYBajocCh 3i
301IbIIEHHAM 1HTEHCUBHOCTI CBITJIa ¥ OyJ10 MaKCHUMalbHUM IpHU
1170 umomnb m2-¢'. Li mokazuuku NPQ s 3aHypeHux Bail Oysu
3HAYHO BUINMMM Ha (eHonoriunux ¢azax b 1 B (puc. 8), Hik y
TUTaBAIOYMX Ball y Ti cami ¢a3u, Mo CBITYUTH PO HU3BKY €(EKTHB-
HICTh (POTOCHHTE3Y Ta BUCOKHI PIBEHb 3aXMCHUX MEXaHI3MiB.

Otxe, B pe3ynbTari AOCHIPKEHb BHUSBICHO, IO IUIABAKOYi Bai
XapaKTepu3ylThCsl €(PEKTUBHOIO POOOTOI0 (POTOCHHTETUIHOTO
€JIEKTPOH-TPAHCIIOPTHOTO JIAHIIIOTA, IO CIIPHSE aJanTalii 10 yMOB
IHTEHCUBHOTO OCBiTJIeHHS. Hu3bKa €PEeKTUBHICTH (OTOCHHTE3Y B
3aHYpPEHUX BasX 32 YMOBU MAKCUMAJIbHOTO OCBITJIEHHS, BIPOTIIHO,
OoOyMOBJIGHA  HAJUIMIIKOBOIO  KUIBKICTIO  CBITJIIO30MPAIbHUX
KOMITJICKCIB, M0 HEOOXiJHO JUIsi ONTHMAlIbHOTO BUKOPUCTAHHS
CBITJIa BOPOJOBXK /100U a00 K JJis 3aTIHEHHS I1HIIUX 3aHYPEHUX
(OTOCUHTE3yIOUUX OpraHi3MiB, SIKi € KOHKYpEHTaMH 3a PEeCypcu
(Melis, 2009).

3a 010XIMIYHUM aHAJII30M BHUSBICHO MPHUCYTHICTH XJIOPO(DUTIB a
Ta b i KapOTUHOIAIB y Basix P. aculeatum Ha BCiX (EHONOTTYHUX
¢dazax po3BUTKY crniopodity. BMICT (HOTOCHHTETHYHHX IMIrMEHTIB
y Basx 3pOCTaB MpH MPOXOMKEHHI criopodiToM dheHonorivanx a3
PO3BHUTKY Ta XapaKTepU3yBaBCsl HASBHICTIO JBOX IMIKIB — JITHHOTO
W 3UMOBOTO, IO NpUIMaaagd Ha (pa3ud CIOPOHOIICHHS W 3UMOBOI
BereTarlii (puc. 9).

@da3za CHOpPOHOUICHHS TMpHIajala Ha Mepiojl 3aBepIIeHHS
(hopMyBaHHSI JTMCTOBOTO IMMOKPHUBY KPOH JEPEB BEPXHBOTO SIPYCY, L0
MIPU3BOJIUIIO J0 3MEHIICHHS IHTEHCUBHOCTI OCBITJICHHS MAalOPOTEH.
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Puc. 8. 3anexuicts edekruBHoro Hedoroximiynoro raciuus (NPQ) Bix iHTEeHCHBHOCTI
JIIOYOTO CBITIIA y TNIABAIOYHX Ta 3aHYPEHHX Basix Salvinia natans Ha pi3HUX (HEHOTOTITHIX
(azax po3BUTKY criopodiTa: A — IHTEHCHBHOTO pocTy, b — cramionapHoro pocty, B —
(hopmyBaHHS CIIOPOKAPIIiiB
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Puc. 9. Bmict QorocuHTeTHUHHX HIrMEHTIB y Basix Polystichum aculeatum na pizHHX
(dhenonoriunnx (azax po3BUTKY criopodita: 1 — IHTEHCHBHOTO pocTy, 2 — (OpPMyBaHHS
copyciB, 3 — CIOPOHOIIICHHS, 4 — JIITHBOT BEreTailii, 5 — 0CiHHBO1, 6 — 3UMOBOT

7 F

Mr/r CMPOi pe4OBUHMN

Cyma xn0po¢iiB a Ta b pH 1IbOMY 3pocTaja BYETBEPO MOPIBHIHO
i3 (daszor0 iHTEHCHMBHOTO pocTy (Tabm. 3), KOIM IHTEHCHUBHICTH
OCBITJICHHS OyJia 3HAYHO BUIIOI0. Bi70MO, 1110 3pOCTaHHS CyMapHOTO
BMICTY XJIOpOQIIB @ Ta b IpU 3HUKEHH] IHTEHCUBHOCT1 OCBITJICHHS
pO3MISAAEThCS  AK aJanTUBHA pEakilis, pe3ylbTaroM SKOi €
TIOJTIMIIICHHSI CBITJIO30MPaIbHUX BJIACTUBOCTEH (POTOCHHTETUIHOTO
amapary (Bailey et al., 2004).

Crenudiunoro o3Hakow Bail P. aculeatum BUWSBHBCS BiIHOCHO
BHCOKHMI BMICT KapoTuHOImIB (puc. 9). V (a3 cnopoHomeHHs
CIMOCTEPIraoch 3HauHe 301IbIIEHHS BMICTY KapOTHUHOIiB, KOTpi, 32
HU3BKOT 1HCOJISIIT BUKOHYIOTh CBITIIO30MpasibHy QyHKIio (Johnson
etal.,2000). Ile, B cBOIO Uepry, € 101aTKOBUM Al THBHUM (DAKTOPOM
JUIsl YCIIIITHOTO iICHYBaHHS MaropoTeil B yMOBaxX MiJIiCKY.

Bucoknii BMICT KapOTHHOIMIB, BIJ3HAYCHUH B3UMKY, KOJIH
3pOCTa€ 1HCOJAIIS POCIUH HUXKHBOTO Spycy dYepe3 BIIACYTHICTh
JUCTSHOTO TIOKPOBY Y BEpPXHIX spycax, IOB’S3aHUN, Ha HaIIly
TYMKY, 13 (OTONPOTEKTOPHOIO (YHKIIEI IUX IMrMeHTiB. Tak, y
po0oTax IHIIUX AOCTIAHHKIB BCTAaHOBJIEHO, II0 MPH HAAMIpHIN

iHCOMALIT KapOTHHOIMM 3aXUINAIOTh (DOTOCHHTETHUYHUI amapar
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Tabnuys 3. CuniBBinHOIIeHHs1 (OTOCHHTETHYHHX NirMeHTiB y Basix Polystichum
aculeatum Ha pizHux ¢enooriunnx gazax po3sury cnopodira

®denornoriuna (asza po3BUTKY a+b alb a+b/kapoTHHOIIN
[HTeHCUBHMIA picT 2.7 1.5 1.5
DopMyBaHHS COPYCIB 33 2.0 1.4
CropoHOLIeHHS 9.6 1.4 1.6
JIiTHs Bereralis 5.6 1.5 1.6
OciHHsl Bereraiis 8.2 1.4 1.6
3uMoBa Bererarist 11.1 1.3 1.5

Bl (otoinribyBanns (Havaux et al., 2000; Bailey et al., 2004).
CTiliKicTh (POTOCHHTETUYHOTO amapary pociauH (OpMyeTbes 3a
paxyHOK 3MiHU KOHLEHTpAIl 1 Mepepo3noAiay 3eJIeHUX 1 )KOBTUX
MITMEHTIB Y CBITIIO30MpaJIbHOMY KOMILIEKCi. BaximBy poinb y
IbOMY BIJITparOTh KApOTHUHOIIH, K1 3a/TisIH] B TACIHHI TPUILJIETHOTO
cTaHy xJopodina, 3a0Uparoyu BiJ HHOTO EHEPrio, 1 3amodiraroTh
YTBOPEHHIO CUHIIIETHOrO KHCHIO (Buchov, 2004).

Binomo, 1110 y KBITKOBHUX POCJIMH 32 HU3bKOT IHTEHCUBHOCTI CBITJIa
BiIOYBA€ThCSI 3MEHINCHHS CIIBBIAHOMICHHS Xjiopodin a/b, 1o
CB1TYUTBH MTPO OLIIBII BUCOKUHN BITHOCHHUM BMICT MITMEHT-3B’ I3y FOUMX
poTeiHiB CBiTIIO30MpatbHOTO KoMIuTiekcy dorocuctemu Il (Leong,
Anderson, 1984). CuiBBinHomeHHs XJIopodiniB a/b y Basx
P aculeatum nns Bcix pocmipkeHux ¢enonorivanx (a3 Oyio
HU3BKUM 1 HE TTepeBHIyBajo 2 (Tabi. 3). Y mopiBHSIHHI 3 KBITKOBUMH
pociuHaMu HUXKHBOTO sipycy (Athanasiou et al., 2010) 3aranbHuit
BMICT MIrMEHTIB y Basix P. aculeatum OyB nemo HuxxauM. [lokaszaHo,
0 BMICT (DOTOCHHTETHYHUX IITMEHTIB 3aJICKUTh HE JIMIIE Bij
IHTEHCUBHOCTI Ta crekTpaipHoro ckiamy cBitia (Lichtenthaler
et al., 2007; Topchiy et al., 2005), a ¥ Bix ¢i310J0TIYHOTO CTaHY
POCIMHHOI KJIITHHH, 1 TIOCTIHHO KOHTPOIIOETHCS CUTHANAMU, IO
HAJIXOJIATh BiJ arparyroumx HeHTpiB pocaunu (Cusami Ta iH., 2001)

VYIbBTpacTpyKTypHI JOCHIDKEHHSAM BHUSABWIHM, IO 3aMHUKaIO4i
KIITUHU TmpoauxiB P aculeatum MaioTh He3HaYyHUH 00’em
IIUTOTIA3MH 3 BETUKUMH XJIOPOIUIACTAMH, CTPOMa KOJKHOTO 3 SIKUX
IITHHO 3aITOBHEHA KUJIbKOMa KpOXMaJIbHUMU 3epHaMHu (puc. 10), mo
XapakTepHo i Oaratbox BuAiB pocnut (Evert, 2007).
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Puc. 10. [Tepepi3 3aMuKarouux KIiTHHH POKXIB Ha abakcianbHiil cropoHi Bai Polystichum
aculeatum

Jlyis Baii manopotei, B T. 4. P. aculeatum, Ta mayHiB XxapakTepHa
HasIBHICTH XJIOPOILJIACTIB y KIIITHHAX BEPXHBOT Ta HIXKHBOI EIT1IEPMH.
I'o110- Ta TOKPUTOHACIHHI POCIMHU, 32 BUKITIOUEHHSIM K1JIBKOX BUIIB,
MICTSTh XJIOPOIUIACTH JIMIIE Y 3aMHUKAIOYHMX KIITHHAX MPOIUXIB.
Boanouac, BuauM mamopoteil, mo pocTyTh Ha J00pe OCBITICHHX
TUISTHKaX, cepen sSIKuxX BepxoBwit emidit Elaphoglossum lingua ta
BUcoKoripHuil BU Notholaena affinis, He MICTITh XJIOPOILIACTIB Y
enigepmanbHuX KiiTHHax (Vasco et al., 2013).

Me3odin cermeHTiB Apyroro mnopsaky Bail P aculeatum —
HENIUIbHUN, BIAHOCHO OJHOpimHWN. Hemae diTkOrO pO3MiJICHHS
Ha majicajHy Ta ryodary napenximy. [Ipore, HaBiTh y Basx, fKi
3aKiHYMIIU CBI PICT, KIMTHHU Me30(iy 3HAUYHO BapIOIOTH 3a
po3mipom (puc. 11 A, b). ToBmmHa KIITUHHUX CTIHOK TaKOX
KOJIMBAETHCS y IIUPOKUX Mexax (Tadm. 4).

KuiTuHHI CTIHKM MapeHXIMHUX KIITUH P. aculeatum TOBIII, HIX
B iHmmx BumiB marmoporei (Nishida et al., 2015). Bigomo, mo y
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Puc. 11. ®parmMent me30hiny cerMeHTiB apyroro mopsaky Bail (A) # mepepi3 oxpemoi
kiitunu (B) Polystichum aculeatum y $a3i inTeHCHBHOTO pocTy criopodiTta

Tabnuys 4. MopdoMeTpr4Hi Ta yJIBTPACTPYKTYPHI XapakTepucTuku Baii Polystichum
aculeatum y ¢a3i IHTEHCHBHOIO pocTy

IToxa3Huk Bennuuna
ToBIIMHA MJIACTUHKY Bai, m 234,454+9,36
BuyTpimHiii moBiTpsHuit npoctip, % 27,46+8,12
Cepe/iHs IoIa repepisy KiiTuHa Me30diny, pm? 279,84+26,86
KibKicTh XJTOpOIIacTiB Ha Nepepisi KN THHU 6,86+0,48
ToBuIMHA CTIHKH KIITHH Me30Qiry, Lm 0,73+0,23

(OTOCHHTE3YIOUHUX OpPTaHax POCIMH, 0COOIMBO ManopoTei, Tudy3is
rasiB Kpi3b KJIITHHHI CTIHKHU Bi10yBa€ThCs MOBLIBLHO. Y CBOIO YeEprYy,
BHYTPIIIHIN TMOBITPSIHUI TpocTip 3aiiMae monan 25% o0’emy Bai
P aculeatum (1a6n. 4), m10, € MOKa3HUKOM €()EKTUBHOTO ra3000MiHY
1, BIIMIOBIAHO, MPOXO/KeHHs oTocuHTeTHUHUX TporeciB (Nishida
etal., 2015).

VY (}a3i iHTeHCUBHOTO pOCTy i (popMyBaHHS COPYCIB y KJIITHHAX
me30(diny Baif OynM BUSBIEHI ABI YIBTPAaCTPYKTYpHI BHIO3MIiHH
(Tumm) xmnoporutactiB. Ilepmuii THO — XJIOPOIJIACTH  OKPYIIIOL
(dbopMHU 3 BITHOCHO €JIEKTPOHHO-HELIIBHOO CTPOMOIO Ta IPaHaMH,
c(hOpMOBaHMMH MAJIOI0 KIJBKICTIO THWiakoiniB (puc. 12 A, B), mae
0araro CHuIBHUX PHUC 13 XJIOPOIUIACTAMH BETETATHBHUX TMAroHIB
Equisetum arvense (CbITHUKOB U J1p., 2013). [Ipyruii Tun GopmyroTsb
XJIOPOTIJIACT BUIOBXKEHI, JIIH30BUAHOI (OpPMH 3 €JIEeKTPOHHO-
IIUTPHOK CTPOMOIO 1 TpaHaMM, SIKI IIUIBHO HAIOBHIOIOTH IXHIN
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0 {I7)

Puc. 12. Knituna me3odiny Baii Polystichum aculeatum 3 xjaoporuiactaMu OKpyrioi opmu
(A), okpemuii xioporact (b), xaopormtact siH30BUHOT GOPMH i3 IUIBHUMH IpaHaMH i
KpPOXMaJIbHUMHU 3epHamMH y (a3i popmysanHs copyciB (B). Macmra6: 10 Mxm (A), 1 MxM
(b, B)
00’eM (puc. 12 B). Taki xy0poriactu 3a ylnbTpacTpyKTypOrO O1IbII
CXOX1 Ha (POTOCHMHTETHYHI OpraHeId TOKPUTOHACIHHUX POCIUH
(Evert, 2007; Kouy0eit u ap., 2014). IudepeHuiaris XJopoIiacTiB
3a YIBTPACTPYKTYpOIO HE TIOB’s3aHA 3 IMEBHUMH AHATOMIYHUMU
JIUISTHKAMU TIACTUHKY Bail. Y MeaxX OJHOTO yJIbTPaTOHKOTO 3pi3y
TPAIUISINCh KIITHHU 3 XJoporuiactaMu 000X TumiB. OnmHak y
MeXax mepepizy O/HI€l KIIITUHH, K MPABUIIO, MOXKHA OYyJIO BUSIBUTH
XJIOPOILIACTH OJTHAKOBOT (hOpMHU 1 TTO/IIOHOT CTPYKTYPH.
XnopomiacTy B KIITHHAaX Me30(i1y Ball BiAPI3HAIMCH 32
CHIBBITHOIIEHHSM JIOBKMHA/MIMpUHA (TOBIIMHA) 1 TUIOMICIO
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Tabnuys 5. YIbTPacTPYKTYPHI XapaKTePUCTUKH XJIOPOILIACTIB KIITHH Me30(iny Baii
Polystichum aculeatum y ¢a3i popmyBanus copycis

Xopomiactu

IToka3uuk - - -
OKpYTJIL JIIH30BU/IHI
CepenHs muprHa XJIOPOIUIACTA (JIOBTa BiCh), LM 5,12+0,10 5,87+0,14
Cepe/iHst TOBIIMHA XJIOPOILIacTa (KOPOTKa BiCh), Wm 4,17+0,22 2,22+0,15

CIiBBiTHOIICHHS IOBXKHHA XJIOPOILIACTA IO HOTO MIMPUHHI 1,23 2,64
ITnomia nepepizy xsuoporuiacra, pm? 18,31+1,16 | 9,87+0,20
Cepe/Hs KiJIbKICTh TpaH Ha Iepepi3 OHOr0 XJIOPOILIACTa 15,09+0,16 | 15,18+0,11
CepenHs KiTbKICTh THIIAKOIIIB Y TpaHi 9,45+0,18 14,45+0,19
CepenHs KiTbKICTh KPOXMaIbHUX 3€peH Ha mepepisi 1274027 3.1840.50

OZHOI'O XJ10poIrJiacra

ITioma KpOXMAJIBHUX 3€PECH y CTPOMI XJIOpoIuiacTa, (m? 0,93+0,41 2,17+0,43

KpOXMaJIbHUX 3€peH, sKka OyJa OUIBIIO y  JIIH30BUIHHUX
XJIOPOIUIACTIB, II0 OMNOCEPEIKOBAHO MOXKE CBITYUTH IPO BHIILY
MPOAYKTUBHICTH (Talm. 5).

MiTtoxoHapii KITUH mapeHximMu Bail P aculeatum y mepion
3aKiH4YeHHsA (a3d IHTEHCHBHOTO pPOCTy Ta Ha ToYarky (as3m
dbopMyBaHHS COPYCIB MaJld OpPTOJOKCAJIbHY YIBTPACTPYKTYDY.
Cepenniii amiamerp mnepepidy MITOXOHIpiH ckmagaB 1,84 um.
3oBHimHA MeMmOpaHa Oyna KOHTPAaCTHOIO, EJIEKTPOHHO-IIUIBHOIO.
MeMOpaHu KpUCT XapaKTEpU3yBAIUCS HUXKYOK EJIEKTPOHHOIO
MIUTBHICTIO. MaTpuKe opraHes oJJHOPIIHUM, HE3ePHUCTHI.

Hamu BcTaHOBJIeHO, 110 KopeHeBuIne P. aculeatum cpopmoBane
MEePEBAXHO TPOBIAHOK TKAHWHOK Ta TApEeHXIMOK. 30BHIIIHI
IIapH KOPEHEBUILA MICTATh 3HAUHY KUIbKICTh MEXaHIYHOI TKAHUHH.
[TokpuBHA TKaHWHA, KPIM 3aXHMCHOTO MIAPYy KyTHKYIH, GOpMye Ha
MOBEPXHI IIap JIYCOK 1 BIAMEPIUX BOJIOKOH. Bigomo, mo maperxima
KOpPEHEBHUIIa TNarnopoTell BUKOHye 3amacHy ¢yHkuiro (Roux, Van
Wyk, 2000). V ximitTiHax mapeHXiMH KOPEHEBHINA MU BUSBUIH
3HaYHY KUIBKICTh amisomiacTiB (puc. 13 A, b), HamoBHEHHX
KpOXMaJbHUMU 3epHaMH. BOHN He Many PO3BMHEHOI BHYTPILIHBOI
MeMOpaHHOI cucTeMH 1 Oynau MOAIOHI 10 3amacarodux OpraHeln
KIIITHH MapeHxiMu KkopeHesua E. arvense. (babenko Tta iH., 2015).
3HauHa KUTBKICTh KPOXMAaJbHHUX I'PaHyJl MiCTHJIACS B KOPEHEBUILAX
y BECHSIHUH Ta OCIHHIN TIepioau.

223



babenko JI.M., llepbarrox M.M., ITonimyx O.B.

i s : | : |
Puc. 13. Knitnan 3amacaiodoi mapeHximu KopeHeBumna Polystichum aculeatum y dasi
dhopmyBanHs copyciB (A); pparMeHT KIITHHH OCHOBHOI TKaHUHHU (ITapEHXIMHU ) KOPEHEBHUIIA
3 amijorlactaMy, 3alMoBHEHHMMH KpoxmanbHUMHU 3epHamu (B). Macmtab: 5 mxm (A),
1 mxm (B)

VY 3pa3kax Baii, Bifliopanux y (as3i oCiHHBOI BereTallii, B KIIITHHAX
Me30(iTy CIoCTepirajiocs 3Ha4He pyHHYBaHHA 1 HaOyXaHHS
JaMen CTpOMH xJoporuiacTiB (puc. 14 A), yacTkoBa JEeCTPYKIis
MeMOpaH THJIAKOiAiB, 110 ()OPMYIOTh TpaHAIbHI KOMIUIEKCH, 1
3HaYHE 3MEHIICHHS KITBKOCTI 3alacHoro kKpoxmamwo (puc. 14
A, b). BogHouac MeMOpaHM THJIAKOINIB CYCIIHIX TpaH y MeXax
OJHi€l OpraHeIM YacTo 3alMIIANMCS iHTAKTHUMH. MIMOBipHO, Taki
JIECTPYKTUBHI MPOIIECH BiIOYBAIMCS Yepe3 3HIKEHHS TEMIIepaTypHt
CepeloBUILA.

[Ile omHi€r0 3MiHOIO, TOB’SI3aHOIO 31 3HIKEHHSIM TEMIIEpaTypu
Ha TJII 3HAYHOI JIEHHO1 COHSIYHOI aKTUBHOCTI, OyJia mosiBa y CTpOMI
XJIOPOILIACTIB YMCIEHHUX BEJIMKHUX Iactornodyn (puc. 14 B, I).
Bonwu Haifuacrimie 3’ ABISUTUCH y IEHTPaJIbHIN YaCTHHI XJIOPOTIIACTIB,
30epiraroun KOHTAaKT 3 JlaMeJaMd CTpOMH. Bimomo, 110 mosiBa
BEJIMKOI KUIBKOCTI IUIACTOIIOOYN CBIJUYUTH NMPO BUCOKHUH pPiBEHb
OKHCITIOBAIbHUX TPOIIECIB y KIITHHAX, 1HOMI TIPO CTPECOBHH CTaH,
30KpeMa BHACIIIIOK JIii CBIT/Ia HAAMIPHOT IHTEHCUBHOCTI 200 BUCOKOT
yi HU3BKOI Temrieparypu (Austin et al., 2006; Bréhélin et al., 2007).
YTBOpEeHHsI 3HAUYHOI KUIBKOCTI TUIACTOIIOOYT YHPOJOBX OCIHHBOI
Bererailii Moxke OyTH MOB’si3aHe 31 CTapiHHAM Bail P. aculeatum.

Y a3l ociHHBOI Bereramii XJIOPOIUIACTH Ha 3pi3ax Maiu
HEepEeBAYKHO JINH30BUAHY Gopmy. BogHouac Mu cioctepiranu 3HadHe
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Puc. 14. ®parmentn (A, B) xioporutactiB y kinituHax Me3odiny Bait Polystichum aculeatum
y ¢asi ociHHbO{ Bererarii 3 YaCTKOBO 3pYHHOBAaHHMH THJIAKOiZaMH Ta Je(OPMOBAHIMHI
JaMeJIaMH CTPOMH, TIacToro0ynu B crpomi xaopomactis (B, I'). Macmira6: 0,5 Mmxm (A),
0,2 mx™m (b, B, I')
BUTATYBAaHHSI YAaCTHUHH XJIOPOIUIACTIB 3 MOMITHUM pPYHHYBaHHSIM
MeMOpaH TUJIAKOi/iB rpaH. 3aiKCOBAHO TAKOXK MOSBY XJIOPOILIACTIB
3 HEKOHTPACTHUMH MeMOpaHaMH Ta eJIeKTPOHHO-IIUTFHOIO CTPOMOIO.
B takux opranenax iHo/i (iKCyBaIM HasiBHICTb KPOXMaJIbHUX 3€PEH.

Ha Bigminy Bif ¢a3u ¢popMyBaHHs COPYCiB, KOJIU KIITHHHI Opra-
HEJIM PO3TAIIOBYBAIKCS B Oe3mocepeaHiil OMM3bKOCTI 0 TUIa3Ma-
nemu. [1i1 yac ociHHBOI BereTauii A1 KJIITHH MapeHXIMH CeTMEHTIB
Bail P. aculeatum Oyn0 XapaKTepHUM CKYIMYCHHS MITOXOHAPINA Ta
IHITUX OpraHes OMmKdYe J0 HMEHTPY KIITHH, 1HOJI HABKOJIO sapa.
[Tpu bOMY 3HAUHUX 3MiH B YIBTPACTPYKTYpHI OyZ0BI MITOXOHIPii
y (a3i ociHHBOI BereTarlii BUIBICHO HE OYJI0.

Otxe, y GOTOCHHTETMYHUX OpraHeliax KITHH Me30(hiury
Bail BiuHO3eneHOi mnamnopoti P. aculeatum BOCeHM BiOyBaHCs
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Puc. 15. Bwmict QorocumHTeTHUHMX TIrMeHTIB y Basx Dryopteris filix-mas Ha pi3HHX
(enomoriunnx ¢aszax po3BUTKY cropodita: 1 — IHTEHCHBHOTO POCTY, 2 — (OpPMYyBaHHA
copyciB Ta crop, 3 — 103piBaHHsI CIIOp, 4 — CIIOPOHOLICHHS, 5 — 3aBepILCHHsI BereTarlii

JECTPYKTUBHI NEPETBOPEHHS BHACHIIOK Jii HU3bKUX TEMIIEPaTyp
1 pi3HEX yMOB OCBiTIeHHA. [lomiOHI 3MiHHM B IHIIMX BIYHO3EJIEHUX
POCIHH MTPU3BOAATH J10 3HIKCHHSI €(PEKTUBHOCTI ()OTOCUHTETHYHUX
npornecis (Oquist, Huner, 2003). He3Baxaroun Ha BUCOKHiII BMicT
(OTOCUHTETHYHUX MITMEHTIB 1, BIMTOBIAHO, 30€pEKEHHS TEMHO-
3eNIeHOro 3a0apBieHHS Bail MPOTSITOM OCEHI Ta 3WMH, 3HA4YHI
nepeOya0BU  YABTPACTPYKTYPH XJIOPOIUIACTIB B OCIHHIM mepion
BereTatlli P. aculeatum Takox CBII4aTh MPO CTPYKTYPHI OOMEKEHHS
(OTOCUHTETUYHOTO MPOLECY.

Dryopteris filix-mas Hanexuth 10 cino}iTiB 1 pocTe MepeBaKHO
B 3aTiHKY, CTBOPEHOMY POCIMHAMH BEpXHBOTO spycy. BomHouac
OKpeMi MpeICTaBHUKH L{bOTO BUJLY, 110 POCTYTb OIS MiTHDKXKS Tip 1
B PO3JIOMAax CKeJlb, 3/JaHi BUTPUMYBATH 3HAYHY COHSUHY 1HCOJISIIIIO.
Ha Bcix ¢enomoriuaux ¢azax po3BuTKy crnopodity D. filix-mas
y Basx Oynau BusBIEHI Xjiopodinu a Ta b 1 kKapoTHHOInU. BwmicT
(OTOCHHTETHYHHX IMIrMEHTIB 3pOCTaB YIPOAOBK NEPIIUX TPHOX
nociimkyBaHux (a3 (puc. 15). Y uepBHi, Ha caMoMy TOYaTKy ¢asu
BUCIBaHHS CIIOp, IO CHiBHajajia 3 aKTUBHUM POCTOM KpPOH JI€pEB
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Tabnuys 6. CniBBinHomEeHHs! (POTOCHHTETUYHHUX MirMeHTIB y Basix Dryopteris filix-mas
Ha pi3HuX (eHosnorivnux ¢asax po3sury cnopodira

®denororiyna daza a+b alb atb/xap.
[HTeHCHBHOTO pOCTY 2,30 1,28 4,42
DopMyBaHHS COPYCIB Ta CIIOP 3,62 1,66 4,76
Jlo3piBanHs criop 6,16 2,40 4,70
CIiopoHONIEHHSI BEereTaii 431 2,08 448
3aBepIieHHs BereTariii 2,37 1,72 5,15

BEPXHBOTO PYCY, CYTTEBO 3MEHIITYBaJIaCh IHTEHCUBHICTH OCBITJICHHS
nanopoti. Cyma xnopodiniB @ Ta b npu 1bOMy 3pocTajia Maixe
BTpHUI TOPIBHSAHO i3 ()a3010 IHTEHCHBHOTO POCTY (Tadi. 6), Koau
pIBEHb OCBITJIEHHS Bail mamopoTi OyB 3HAYHO BUIIHMM. 3POCTAaHHSI
CYMapHOTO BMICTYy XJIOpOo®1IiB @ Ta b IpH 3HUKEHHI IHTEHCUBHOCTI
OCBITJICHHS PO3TIISAAETHCS SIK aJJaTUBHA PEAKIisl, PE3YJIbTaTOM SKOi
€ 30UTBIICHHS CBITIO30MPATBHUX MMIrMEHT-OUIKOBUX KOMILJIEKCIB
¢dorocunTeTnyHoro anaparty (Bailey et al., 2004).

VY (da3zax no3piBaHHS CIOpP 1 CHOPOHOIICHHS 3POCTAaB BMICT
KapoTHHOIIB (puc. 15), AKi 32 yMOB HU3BKOI 1HCOJISIIIT BUKOHYIOTh
cBiTo30upanshy ¢yHkiio (Johnson et at., 2000). [ndhopmaTuBHUM
MOKAa3HUKOM CTaHy (DOTOCHHTETUYHOTO amapary 3a HEeCHPUSTINBUX
YMOB 1 ITi/T 9ac CTapiHHS € CIIBBITHOIICHHS CYMH XJI0podiniB a+b/
kaporuHoinu (Kupusuit u np., 2014). Yum BUlui 1€ NOKa3HUK,
TUM OlbIlIe YHIKOJKEHb, OOYMOBJIEHHX IIPOLECAMU CTApIHHSA
abo x nieto crpecopiB. Bennunna Takoro cmiBBiAHOIIEHHS Yy (a3l
3aBepIICHHS BereTarlii Oyina 3HaYHO OUIBIIOK, HIXK Ha MOYATKOBUX
¢dazax po3Butky (Tabm. 6). Sk BigoMo, BMICT XJIOpOo(duTB 1
CHIBBIIHOIIEHHS (OTOCHHTETUYHHX MITMEHTIB BHU3HAYAIOTHCS
(dakTOpaMu HABKOJIMIIHBOTO CEPEIOBHINA i IMEpiofaMu PO3BUTKY
pPOCIMH. 3MaTHICTh POCIHMH 3a OyIb-sIKHX 3MIH IOTOJHUX YMOB
MPOTSATOM BETeTalliifHOro Tepiony e(GeKTUBHO BUKOPHCTOBYBATH
CBITJIOBY CHEPTi0 COHIISI CBIJYUTH MPO BUCOKHH aJanTarliiHuit
MOTEHITiaJ, 1110 MPOCTIAKOBYETHCS B IMHAMIIIl 3MiHU BMICTY 3€JICHUX
nirMeHTiB 'y D. filix-mas. CHiBBiIHOWIEHHS MIDX XJopodisamu
Oyno MakCUMalbHUM Yy (a3i J03piBaHHS CIOp 1 3HMKYBAJIOCH 1O
3aBEpIICHHIO BereTarlii (Tabm. 6).
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Puc. 16. Knituna mesodiny Bait Dryopteris filix-mas 3 xnoporuactamu (A) i okpeMuii
XJIOPOILIACT, IO MICTUTH BeNMKi KpoxmaibHi 3epHa (B), Ha mouyatky ¢aszu dpopmyBaHHS
copyciB i ciop. Macmra6: 2 mxm (A), 1 Mxm (B)

Dryopteris  filix-mas 3poctae 3a yYMOB JOCUTh HHU3BKOI
IHTCHCHBHOCTI OCBITJIEHHS 1 Mae coenudiuHy CTPYKTypHO-
(GyHKIIOHATBPHY OpraHizamito  (OTOCMHTETHYHOTO amapary. Y
¢dazi popmyBaHHS copyciB Ta criop (OTOCHHTE3yrOUa MapeHxiMa
MaropoTi Majia JTOCUTh YiTKE PO3UICHHS HA MallicaaHy i ryoyacty
TKaHWHY, [0 3aCB1T4y€ TMPHUCTOCYBAHHS MAOPOTi JO OCBITICHUX 1
3aTIHEHUX JTISHOK.

Knituaun me3odiny Bail Ha 3aBepuasibHii (a3l IHTEHCHBHOTO
pocty Ta Ha modvarkoBii (a3l ¢opmyBaHHS copyciB 1 cmop
XapaKkTepU3yBaIUCs HU3KOI0 0COOIMBOCTEN. Y KIIITHHAX MapEHXIMU
Ball XJIOpOIJIaCTM MaJld BHJOBXKEHY JIH30BUIHY ¢opMmy i
po3ramoByBanucs OuTs 1iazManeMu. DOTOCHMHTE3yIOUl OpraHeTn
Mai’ke MOBHICTIO 3allOBHEHI MEMOpaHHMMHU KOMIIOHEHTaMH 3
JIOCUTBH IIUTBHOIO yHakoBKoo (puc. 16 A, b). Ctpoma Bifpi3HAETHCS
BHCOKOIO IIIUJIbHICTIO ¥ BIZTHOCHO HEBETMKHAM 00’ €MOM. XJIOPOTUTACTH
MICTSTb BEJTUKI KpOXMaJIbHI 3epHa 1 JIMIIe 3pijiKa miacTorioOynu. 3a
YABTPACTPYKTYPOIO MOMYJIALis (POTOCHHTETHUHUX opranen D. filix-
mas Mae Psii XapaKTEepPHUX O3HAK, MOMIOHMX OO0 XJIOPOILIACTIB
nokputoHaciHHUX pocnuH (KouyGeit u np., 2014). Lle pizko
KOHTpacTye 3 P. aculeatum, y KIIITHHAX TAPSHXIMU SKOTO MICTSATHCS
JIH30BU/IHI XJIOPOIUIACTH 3 EJEKTPOHHO-IIUIFHOK CTPOMOIO 1
PO3BHHEHUMH T'paHaJIbHUMHU KOMIUIEKCAMH, YTBOPEHUMH BEJIHKOIO
KUTBKICTIO THJIAKOiNiB, @ TAaKOX MPHUCYTHI OKPYINi XJIOPOIUIACTH,
228



@orocHHTETHYHI NIrMEHTH, (JOTOCHHTETHYHA aKTUBHICTD Ta YJIBTPACTPYKTypHA Oy/10Ba KITHH

R SN

Puc. 17. Xnopomnactu (A, B) y kiitunax mesodiny Bait Dryopteris filix-mas y ¢a3i
3aBEpLICHHS BereTauii 3 4acTKoBO Je()OPMOBAaHUMH JIaMEIIAMH CTPOMH Ta YHCICHHUMHU
iacrtonodynamu. Macmra6: 0,5 Mk (A), 1 mxm (B)

KOTpI1 3a YIBTPACTPYKTYPOIO OUIbINE HAraayrTh (POTOCHHTETHYHI
opranenu xBoiia nonsoBoro (Ilepbatiok Ta iH., 2017).

3 HACTaHHSAM OCIHHIX TOXOJIO/AaHb Yy (a3i 3aBepIICHHS BereTarii
B KJIITHHAX Bail BiAOyBaIOThCS MPUPOIHI (Di310JIOTIUHI 1 CTPYKTYpHI
3MiHH, 3yMOBJIEHI [TOCTYIOBUM BiJIMUPAaHHSM HaJ(36MHOi YaCTHUHHU.
VY 1eii mepiox I mapeHxiMu CETMEHTIB Bai D. filix-mas XxapakTepHe
CKyMUYEHHS MITOXOHJAPINA Ta IHIIKMX OpraHen OMumK4Ye 10 UEHTPY
KITHH. Takok 3MiHIOETBCS (OpMa XJIOpPOILIACTIB, BOHM YacTO
MalOTh BUPOCTH. 3a(ikcoBaHA YaCTKOBA JAehopMaIlis Jamell CTPOMHU.
KinbKicTh KpOXMaJbHHUX 3€PEH Y IJIACTUAAX 3HAYHO 3MEHIIYETHCS,
B OUThIIOCTI ()OTOCHHTETUYHUX OpraHe] BOHH 3HUKAIOTH 30BCIM
(puc. 17 A, B). Ilpu boMy opraHesu, ik MPaBUiIo, 30epiraroTh 4iTKO
BUPAXKEHY IBOMEMOpaHHy 000JI0HKY. B 11eif mepiozn, yactka cTpomu
B 3araJlbHOMY 00’ €Mi XJIOPOTIIACTa TIOMITHO 301TBIITYETHCS.

Ille omniero 3miHOIO, 3adikcoBaHO Yy (a3i 3aBepIICHHS
BereTalii i MoB’sA3aHO0 31 3HWKEHHSAM TeMIIepaTypu Ta 3HAYHOIO
JICHHOIO COHSYHOIO AaKTHUBHICTIO (3HAYHMK pIBEHb 1HCOJALIT),
€ TosiBa y CTPOMI XJIOPOIIACTIB TuiactornoOyn (puc. 17 A,
b). BoHu 3’BIsIOTbCA B ILEHTPAJbHIM YacCTHHI XJIOPOIUIACTIB,
30epiraroyd KOHTAKT 3 JIaMellaMd CTPOMHU 1 (opMmyroud JiHiiHI
KJIacTepU. Y TBOPECHHSI 3HAYHOI KITBKOCTI TUIACTOTIIO0YN YIIPOIOBK
ociHHbO1 Bererauii cropodiry D. filix-mas moxe OyTu NOB’s13aHe
31 CTapiHHSAM Bail i, IO IyXe BIPOTIIHO JJS JITHHO-3€JICHOTO
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BUIY, 3 PEYTHJII3AIl€I0 YaCTUHU KOMITIOHEHTIB (DOTOCHMHTETHUHHUX
OpraHelN TicIsl 3aBepIICHHS (OPMYBaHHS CIIOPAHTIIB 31 CIIOpamH.
BianosinHo, BiOyBaeThCS MEepepo3NOIia PEYTUII30BAaHUX PEUOBUH
710 KOPEHEBUIIIA JJIs1 YCHIIIHOT Tepe3UMiBII.

[IpoBeneHi HaMu  yIbBTPACTPYKTYpHI JOCHIDKEHHS  KJIITHH
Baii D. filix-mas omocepenKkoBaHO JOBENM, IO 31 3HWKEHHSIM
TEeMIepaTypyd BHACHIJOK (DEPMEHTATUBHOTO TiAPOJI3y 3HUKAIOThH
KpOXMaJlbHI 3€pHa M, BIAMOBIIHO, BiIOYBA€THCS BUBLILHEHHS
HU3BKOMOJIEKYJISIpHUX ByIIeBodiB. Llykpu, B CBOIO yepry, 31aTHi
raabMyBaTH (OTOCHHTETUYHUHN Tporiec 0e3 CyTTeBOI peyTuilizamii
MICMEHTIB, 30kpeMa y Bumux pociauH (CuBam Tta iH., 2001).
Bopanouac Bigomo, 110 y ¢a3i 3aBepIleHHs BereTallii BOCCHH MOXKe
3MEHIIYBaTUCh OBOJHEHICTh TKaHHWH. L[e Takox BIIMBae Ha BMICT
MIrMEHTIB Ha OJIMHMITIO Bark CUPOi PEUOBHHHU.

TakuM yuHOM, 32 IPOBEACHUMHU JOCITIKEHHAMHI HAMH BUSIBIICHO,
0 MaKCUMaJIbHUH BMICT ()OTOCHHTETHYHHX IITMEHTIB y Basx
D. filix-mas npunagae Ha a3y M03piBaHHS CIOp MPU TMEPEXOIl
BiJl BEreTaTMBHOTO /0O PENPOAYKTUBHOIO MEPIOJiB PO3BUTKY 1
CHiBMajga€e 31 3HAYHUM 3aTIHEHHAM MAopoTi KPOHAMHU POCIHH
BepXHBOTO sApycy. HiTka qudepenttiamis mapenximu Bait D. filix-mas
Ha majicagHy ¥ ry0uary mapeHXiMy ONOCEpEIKOBAHO 3aCBIIUYy€E
MPUCTOCOBAHICTh MANOPOTi IO POCTY SK 32 YMOB 3aTiHEHHS, TaK i
JIOCTaTHHO 1HTEHCHMBHOTO OCBiTNICHHs. Ha OymoBy XJoporuiacTiB
Me3obhiny Bail D. filix-mas CyTT€BO BIUIMBAIOTh CE30HHI 3MiHHU.
UYacTtroBa nedopmariiss gamen CTpOMH XJIOPOIUIACTIB BKa3ye Ha
CTPYKTYPHI 0OMEXEHHS MPU (OTOCUHTETUYHOMY TIPOIIECi B OCIHHIN
nepion Beretauii. JlecTpyKTUBHI 3MiHM B XJIOpPOIUTacTax 30iraiucs
B Yaci 3 MPUPOJHHUM IPOIECOM BiMHpaAHHS HAA3€MHOI YaCTUHH
MaropoTi.
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Oco0mBOCTI MIKPOCTPYKTYPH NMOBEPXHi OpraHis
L]epbamioxk M.M., babenxo JI.M.

Pesynbrarom apmantamii 10 yMOB ICHYBaHHsS cCTajla IOsIBa
pI3HUX KHUTTEBUX (HOPM TMaropoTrei, sKi pi3HATHCSA 3a OyIO0BOIO
i (i1310J0TITYHUMU OCOOJNIMBOCTSAMH. YCHIIIHHK PICT Ta PO3BUTOK
NarnopoTen-rigpodiTiB Ha MeXi BOAHOTO i MOBITPSIHOTO CEPEOBHUILL
(ILlepbatrok Ta iH., 2015a) Ta KOHKypeHTHa OOpOTHOAa Ha3eMHUX
[arnopored 3 TMOKPUTOHACIHHUMM CYXOAOJBHUMH POCIMHAMU
cepesl IHIIMX €HJI0TeHHUX YMHHUKIB BU3HAYAETHCS 0COOIUBOCTAMU
Oy/ZIOBM TIOBEPXHI BEr€TaTHBHHUX 1 PENPOAYKTUBHHX OpTaHiB.
JlocmipKkeHHS MIKpPOCTPYKTYPH Bail Ta PENpONYKTHUBHUX OpTraHiB
Salvinia natans, Polystichum aculeatum 1 Dryopters filix-mas Ha
pi3HuX (eHonorivHnX ¢azax po3BUTKY cropodiTiB MpoBOIMIH 3a
JIOIIOMOTO0 CKaHYBAJIbHOTO €JIEKTPOHHOIO MIKpockomy. Marepian
JUIs BUBUEHHS TOTyBanu 3a Bimomum metonom (IllepOatiok Ta iH.,
20156).

AnakciaqbHa TOBEpPXHs IUIABAlOUUX Bail  pi3HOCIOPOBOI
NarnopoTi-riipogira 3 JiTHHO-3€JIEHUM HEHOPUTMOTHUTIOM S. natans
BKpUTA NPOJUXaMU aHOMOIIMTHOTO THILY, TOOTO KIITHHH HAaBKOJIO
3aMHUKAOYUX KIITHH TPAKTUYHO HE BIAPIZHSAIOTHCS B 1HIIUX
KITHH emigepmu. Ilponuxu po3TamoBaHi HMXKYE PIBHS KIITHH
emigepmu (puc. 1). Cepeasst miIbHICTh MPOAMXIB Ha 1 MM? TUIOIII
noBepxHi gocsirae 142,17+£23,21 mt. 3aMuKaroul KIITHUHU 3aHYpEH1
B IIAp emiiepMalbHUX KIITHH 1 BUAHO Nuiie ixHi kpai. KnitunHa
CTIHKA 3aMUKAIOUUX KIIITHH MIPOAMXiB, HA BIIMIHY BiJl POJMXOBOTO
arnapary KBITKOBHMX POCIHH, IIPAaKTUYHO HE Ma€ Ha CBOIH MOBEpPXHI
PO3BHHEHOTO KyTHUKYJsIpHOTO 1apy. CepeHii JiaMeTp mpoauxoBoi
mryman 8,1 pm. KiTHHE MOBEpXHEBOI emiiepMu CTUTLHUKOBHIHI,
BKPHUTI 3HAYHUM IIAPOM BOCKY, MICTSATh IOYJICHOBAHI PSIIH
0araToKJIITUHHUX TPUXOM Tajy3ucroro tumy (puc. 2). Bimomo,
10 TPUXOMH aJaKCiaJbHOI MOBEPXHI IUIABAIOYMX Ball BHIIB POIY
Salvinia, xpiM anekcy, € riipohoOHUMU CTPYKTypaMHu 1 BIITPAOTh
3HAuUHy pOJib y 30epeXeHHI MOBITPSHOIO IIapy JUIsl Ta3000MiHY B
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Puc. 1. [lpoquxwu B emigepmi agakcianpHoro Puc. 2. AnakcianbHa OBEPXHS TIaBal0401
00Ky rutaBaro4oi Bai Salvinia natans Bai Salvinia natans

Puc. 3. AbakcianpHa noBepxHs aBatouoi  Puc. 4. 3anypena Bas Salvinia natans
Bai Salvinia natans 3 YMCICHHUMU
TPUXOMaMH

Puc. 5. 3aranpHuil BUIVIST CIOPOKAPITITB Puc. 6. Meracniopanriit Salvinia natans
(copyciB) Salvinia natans
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Puc. 7. Mikpocniopanrii Salvinia natans

pasi BUIaJKOBOTO 3aTOIUICHHS UM 3aHYpeHHs X pociuH (Barthlott
et al., 2009, 2010). Bonn MOXyTh 3a0€311€4yBaTi YTPUMaHHS APy
MOBITPS B pa3l 3aTOIUICHHS TOCUTh TpHUBaiuil mepioa. Tak, mis S.
molesta BCTaHOBIIEHO 3IaTHICTh yTPUMYBaTH IIap TOBITPA MiA
BOJIOI0 MOHAT ABa TrkHI (Barthlott et al., 2010).

Eninepma abakciaabHOT NMOBEpXHI Bail 3HAYHO TYCTillE BKPHUTA
ripodiIbHUMU BOPCHHKaMH (TpUXOMaMHM), HOK anakcianpHoi. Ha
HIDKHBOMY OOIli Baii TIOBHICTIO BIJICYTHI NPOAMXH W TPAKTUIHO
HE PO3BMHEHA KYTHKYJA. 3aBISIKM BOPCHHKAM IUIOIIA KOHTAKTY
abakcialbHOI MOBEPXHI 3 BOAOI0 3HAYHO 3pOCTa€, IO 301IbIIye
TIJIOIIY MIOBEPXHI pOCIUHU i cTabinizye dutoTartito (puc. 3). Eminepma
3aHypeHHX Bail copMoBaHa i3 KJIITHH 3 TOHKMMH CTIHKaMu 0e3
BIIKJIaJICHb, 10 3a0e3nedye BHUKOHAHHS HUMHU TOTITMHAIBHOL
¢bynkuii. ITigBomHi Bai ramy3ucTi, 3aBISKH YOMY CYTTEBO 3POCTAE
IUIOIA KOHTaKTy 3 Bopoio (puc. 4). Kyrukyna Ha iXHil moBepxHi
B1JICYTHS 30BciM. Kpim Tor0, y Basix BICYTHI IPOIMXH, L0 3arajioM
XapaKTepHO I MiABOJHUX JIMCTKIB KBITKOBHX POCIHH 13 YiTKO
BUpaxkeHoto rerepodiniero (Knmumenko, 2012).

VY Salvinia natans cnopu yTBOPIOIOTBCS B CIIOPAHTIAX, IO
3HAXOAATHCS BCEPENUHI CHEIU(PIUHUX KYIENoAiOHUX COpYCiB, fKi
Ha3uBarThes criopokapmisimu (Hopha, 2001; Bamreka, bescmeptHa,
2012). Cnopoxkapmii 3HaxXOmsIThCsl OIS OCHOBU MiJBOJHUX Bail Ta
3aHypeHi1 y BoAy. 3aBASIKH TrPOCKONITYHUM BIACTUBOCTAM 00O0JIOHOK
CIIOpPOKapIlii BOCEHW OMAJaloTh 1 3UMYIOTh Ha JIHI BOJONMHU.
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VY S. natans niameTp OKpeMHX COpPYCIiB (CHOpOKapmiiB) CKiIagae
2,5-3,0 MM. MikpocopycH, 1110 MICTATh MIKpPOCIIOpPaHTii, 3a3BUyail
CUJISY1, TOII SIK OBajJbHI METacopyCH pPO3TaIlIOBYIOTHCS Ha HIKKaX
1 wmictate Meracnopanrii. IloBepxHs copyciB TakoK BKpHUTa
BOPCUHKaMHU-TpUXOMaMH (pHc. 5). Y Meracopyci po3BUBA€ETHCS 10
25 MeracrnopaHriiB, y KOOKHOMY 3 IKUX (POPMY€ETHCS OIHAa MEraciopa.
Bona BKpuTa MIHUCTOI Macor (MEPHUILIA3MOJIieEM), IO Bigirpae
pOJIb TUIABAIIBHOTO TPUCTOCYBAHHS IS METaclopu Ta >KIHOYOTO
rameToiTy, SKUH po3BUBaeThbcs HaBecHi (Bameka, bescmeprtha,
2012). diametp meracnopanris (puc. 6) moxe nocsratu S00 um, Tomi
SIK CePEIHIN AlaMeTp MiKpocopaHris ctaHoBUTh 181 pm. [ToBepxHs
METacIopaHriiB CITYaCTONOWICHOBAaHA, Y MIKPOCITOPAHTiiB — C1a0KO-
6oposenyacra (puc. 7).

OTxe, MIKPOCTPYKTYpa afaKciaibHOT Ta abakcianbHOI MOBEPXOHB
IUTAaBAIOYUX Bail BOAHOI MAmopoTi S. natans afantoBaHa JUIs
ICHYBaHHSI IIbOTO BUAY HA MEXI1 OBITPSIHOTO i BOJHOTO CEPEAOBUIIL.
['0110BHOIO 03HAKOIO a/IaKCialibHOT MOBEPXHI Bail € 100pe po3BUHEHA
KyTHKYJIa, PO3TAIlyBaHHS MPOJAUXIB HHKYE OCHOBHOI MOBEPXHI Ta
psaau TigpodoOHUX TpuxoM. AOakciadbHa TMOBEPXHS IUIABAIOYUX
1 MIKPOCTPYKTypa 3aHypE€HUX Ball BIJI3HAYalOThCS TOHKUMU
KJIITUHHAMH CTIHKaMHU €MiIepMU ¥ HHUTKONOMIOHUMH BHPOCTAMHU
(TpuxoMaMu 3 TiAPODUIBHUMH BIACTUBOCTSAMHU), IO 3a0e3neuye
e(dheKTUBHE MiHEpAJIbHE )KUBJICHHS Ta ra3000MiH. bynoBa 3aHypeHuX
Baid, KJIITHHU CIMIJICPMHU SKUX MalTh TOHKI KJIITHHHI CTIHKH 0e3
KyTHKYJIHM, CIpUSi€ MOTIWHAHHIO CBITJa B TOBII BOAU 32 YMOB
3aTiHEHHS, CIPUYMHEHOTO TIABAIOYMMH BasMu. MIKpOCTPYKTypa
CIIOpOKApITiiB 3a0e3Meuy€e YCHIlIHe MPOXOKEHHS PIYHOTO JITHBO-
3eNeHOr0 (DEHOPUTMY, OCKUIBKH, CaMe 3aBISKH BIIACTHBOCTSIM
000JIOHKH CITOPOKAPIIiB, BiIOYBaEThCS 3aHYPEHHS iX Ha JTHO BOAOHMH
BoceHu. [Ipore micns pyiHyBaHHS OOOJIOHOK YIIPOJOBXK 3UMHU
MakKpo- 1 MIKpOCIIOpPaHT11 BUBUIBHSIOTHCS Ta BECHOIO MTHIMAIOTHCS
Ha TOBepXHIO. [IpopocTanHs crop Ta YTBOpPEHHS YOJOBIYOTO W
KIHOYOTO TaMeTO(ITIB BIIOYBaIOTHCS BCEPEIMHI CIIOPAHTIIB.

AJakciallbHa TIOBEPXHS Ball 3MMO3€JICHOI OaratopivyHoi MaropoTi
Polystichum aculeatum BKpUTa TOBCTUM ILAPOM KYTHKYIIH, SIKUH
YTBOPIOE TYCTy PIBHOMIPHY CITKY ApiOHUX CKIajoK (puc. 8 A).

237



[lepbatiox M.M., babenko JI.M.

Puc. 8. ®parMeHtn angakcianbHOi MOBEpXHI cermeHTy Bai Polystichum aculeatum (3a
Mayoro A, Ta Beiaukoro b 30urbmments)

Cama moBepxHs BOCKOBOIO IIapy KyTHKYJIM OJHOpPiIHA H miaaka
(puc. 8 b).

AbakcianpHa TIOBepXHs Bail P aculeatum mae OUIbII KIITHHH
emiiepMu OPIBHSHO 3 aJjaKkcianbHO0. BOHM BKpUTI 3HAYHUM 1IAPOM
BOCKY, KOTpuM (OpMye poO3raixyXeHy CITKY HEpIBHHX CKJIAJ0K
(puc. 9 A). Bucora cklIagok i CTpyKTypa CITKH HEOAHOPIIHI, 1110
Pa3oM 3 HasBHICTIO JIyCOK 3yMOBITIOE IMOPCTKICTh HIPKHBOI CTOPOHH
Bail mporo Bunay. Ilponuxu po3ramioBaHi BUILE PIBHS €IiEpMU
(puc. 9 b), ixus cepenans minbHICTH csrae 187,2+10,49 mr. Ha
1 mm? 3aMuKarodi KIITHHU 3aHYpEeHI B IIap KYTHKYJIH. JlOBXKHHA
MPOUXOBUX IIUIMH 8—9 um.

Puc. 9. ®parmenT abakcialbHOI TOBEpXHI cerMeHTy Bai Polystichum aculeatum (A) Ta
okpeMa npoanxosa minua (b)
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A 3 SRR oy f Y'Y 1 1 dr g

Puc. 10. Oxpyrni copycu Dryopteris filix-mas 3 000X OOKiB Bifi CEpeIUHHOI KHUIKH
CErMEHTIB JIPyroro mopsiaKy B ceperauHi depBHs (A). CopycH 3 TOCTHINIUMU CIIOPaMH B
npyriii nojgoBuHi BepecHs (Bb)

[inpHICTH MPOAMXIB Y MAMOpOTEd Bapilo€ B HIMPOKUX MEXKax,
3Buuaitio 40—300 mt. Ha 1 Mm?. BioMo, 1110 Ha IIiIBHICTH TPOIUXIB
Ha OJIMHHUIIIO TUIOIII JTUCTKOBOI MOBEPXHI HABITH Y POCIUH OHOTO
BUJY /YK€ BIUIMBAIOTh 30BHIIIHI YMOBU — BOJIOTICTh IOBITPS Ta
IHTEHCUBHICTH JIOKambHOTO OcBiTieHHs (JIotoBa, 2001; Gago et al.,
2013; Vasco et al., 2013).

KyTukyna Ha moBepXHI €MiIepMHU CKIIAJA€ThCS 3 KYTHUKYISPHOI
MemMOpaHd, 1m0 c¢OopMOBaHA TMONIECTEPHUMH IOJIMEpPaMu 3
rigpooOHUMHU BIACTUBOCTSAMHM, 30KpeMa KYTHHOM, 1 TIPOCSIKHYyTa
kyTukyasipuumu Bockamu (Kolattukudy, 1996). Taka crtpykrypa
3a0e3mneuye 3aXUCT BiJl BUCUXAHHS, CTIHKICTh Bail 10 aTMOC(hepHOi
BosiorH, (hopmye Oap’ep mius maroreHHuX opraizMmiB (Vasco et
al., 2013). Pa3oMm i3 HasgBHICTIO B TKaHMHAX Ball HU3KU OTPYHHUX
JUTSL TBAPHUH aJIKaJIOI/NiB MOTY>KHA KyTuKyna P. aculeatum Binmirpae
MEBHY POJIb Y 3aXHUCTI pociauHu Bij ¢itodariB. Taki BIacTUBOCTI
KyTUKYJIM HAJal0Th BasM MOXIIMBICTH 30epiraTu BOAY ILUIIXOM
YTBOPEHHSI BHYTPIIIHIX Ta3000MiHHHX IIOBEPXOHb, 3aXHIIAIOTh
iX BOIOHENPOHMKHOIO MEMOpPaHOK Ta, BIAMOBIAHO, PETYJIOKTH
HIBUJIKICTh TPAHCTIOPTY BOAM Ta OOMIHY BYTJIEKUCIIOTO Tasy.

OTxe, MIKPOCTPYKTYpa aJlakciadbHOI i abaKciaIbHOT MMOBEPXOHB
Bail BiuHO3eleHOi mamopotri P aculeatum ananToBaHa IS
(GYHKLIOHYBaHHS ACHUMUIIOIOUMX OpPraHiB POCIUHH  BIPOAOBK
TPHBAJIOTO Yacy, sIK 32 YMOB TEIUIOTO CE30HY, TaK 1 JOCUTh CYyBOPOi
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Puc. 11. ®parMeHT mOmepeYHOro 3pi3y CETrMEHTIB JPYroro
nopsiaky Bai Dryopteris filix-mas

3UMH, OCKUJIBKU B CEPETHBOMY TPHUBAJICTh KUTTSA Bail P. aculeatum
ckiazae o mectu Micsis (Bameka, bescmeprtaa, 2012). onoBHUMEI
O3HAaKaMH aJIaKCiaIbHOT TOBEPXHI Baii € 100pe po3BHHEHA KYTHKYJIA 3
IJIaIKOIO TIOBEPXHEIO M BIJICYTHICTD MTPOJUXIB, SIKI PO3TAIIOBYIOTHCS
BUIIIE PIBHS €MiJiepMalbHUX KIITHH Ha abakcialbHii MOBepXHi. Y
CBOIO Uepry, ap KyTHKYJISIPHUX BOCKIB abakcialbHOT MOBEPXHI Bait
HE TaKWW IIIJILHUN, SK Ha aJaKciaibHIH, 0, pa3oM i3 HasSBHICTIO
JIyCOK 3YMOBJIIO€ IIOPCTKICTh HIYKHBOI CTOPOHH Bai.

Ha abaxcianpHill noBepxHi Bail Dryopteris filix-mas y 4epBHI—
JTUNHI POPMYIOTBCS OKPYIJII COPYCH, BKPHUTI TOHKUM OLTyBaTUM
nokpuBanblieM — iHxy3iem (puc. 10 A). Copycu po3mimieHi 3
000X OOKIB BiJl CEPEIMHHOI KMJIKU CETMEHTIB APYroro IMOpsIKY,
1HAY3111 OKPYIIIOHUPKOMOAIOHI, TUIIBYACTi, IIOKpal, MPUKPIMIeH]
pamialbHOI0 OOPO3CHKOI0, MPH JIOCTHUTAaHHI CIOp JIHKOMOMIOHO
3ropraroThcs. Ha mouaTky oceHi, y BepecHi, copycu D. filix-mas
OypitoTh, cniopu nocturatote (puc. 10 b) Ta Bucumarotbes. Y
D. filix-mas KOpEHEBHIIE, YEPEIIKH Ta OCOOIMBO MOJIOJI POCITHHH
orpyiiHi. OCHOBHUMHU [IIOYUMH OTPYWHHUMH PEUYOBUHAMH €
Oyranodroprminuad. BoHH MICTATBCS B 3al0O3UCTHX BOJOCHHAX
Baii (Roth et al., 2012). HasBHICTP TOKCHYHUX aJKaJOITIB i

oyranodroprminuaie y TkanumHax (Roth et al.,, 2012), a Takox
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OynoBa KyTUKynH Baii D. filix-mas BiAIrpatoTh MEBHY POJIb y 3aXHCTI
BIJl MOIAAaHHSA MAaropoTi KoMaxaMh W XpeOEeTHUMHU TpPaBOiTHUMHU
TBapUHAMH.

ToBuIMHA CErMEHTIB Jpyroro mnopsaky 3piaux Bak D. filix-
mas ctaHoBuTh 110—-150 um. Ha Biaminy Bixg Bauh P. aculeatum,
dorocunTe3yroua napenxima D. filix-mas po3AiiieHa Ha HalicagHy
it rybuacty TkanuHy. Ha mikpodororpadisx momepednux 3pi3iB
CEerMEHTIB Baii, 3pOONEHHX Yy CKaHYBaJbHOMY EIIEKTPOHHOMY
MIKPOCKOII, MK KIITHHAMH TapeHXIMHU J100pe BUIHO IMOBITPsHI
MOPOKHUHU 3HAYHOTO 00’ emy (puc. 11).

AnakciaibHa TOBepXHs Bail D. filix-mas BKpUTa TOBCTUM
KyTUKYJSIPHUM IIapOM, SIKUIl YTBOPIOE PIBHOMIPHY CITKY JApiOHUX
cknanok (puc. 12 A). Ilpoauxu Tyt BiacyTHI. [loBepXHsI BOCKOBOTO
mapy KyTHKYJIU OJHOpiiHA U Tiaaka (puc. 12 b).

Knituan enigepmu abakcianibHoi moBepxHi Bail D. filix-mas
OUTb-1II1 HIX aJ]aKcialibHOI, BKPUTI IIUIBHUM IIApOM BOCKY, KOTPHI
TakoX (HopMye posraimykeHy CiTKy ckianok (puc. 13 A). Bucora
CKJIAJIOK 1 CTPYKTypa CITKH JOCUTh OAHOPIIHI. 3aMUKaroui KIITHHU
MPOJIMXIB PO3TAIIOBAHI MPAKTHYHO BPIBEHB 3 MOBEPXHEIO KyTHUKYJIH
(puc. 13 B). Cepenns minbHICTh poauxiB csrae 130,93+8,84 mir.
Ha | Mm%, 3aMUKalOUi KIIITHHY 3aHYPeHi y map KyTUKyau. JJoBxuHa
1rinH npoauxis 10 um.

Taxum ynHOM, YiTKa AUQepeHuianis napeuximu Bait D. filix-mas
Ha rnajicajHy i ry0yacTy TKaHUHU CIPUSIE IPUCTOCYBAHHIO J0 )KUTTS
SK Ha 3aTIHEHUX, TaK 1 100pe ocBiTIeHUX AinsHKax. [llap KyTukymu
Ha BEPXHIN Ta HUXKHIN emigepmi Bail BUKOHY€E Oap’epHYy (YyHKIIIIO,
3a0e3neuyoud OOMEXKEeHe BHIIApOBYBAHHS BOJIOTHM, U CIyrye
MAaCHBHUM 3aXMCTOM Bij] maTtoreHis i pirodariB. OCKiIbKY NAOpOTh
D. filix-mas € MTHHO3EJIEHUM BHUJIOM, IIap KyTHKYJIM Ha MOBEPXHI
eriiepMaIbHUX KJIITUH Ball He TaKUl OTYKHUMH, K Y P. aculeatum.
XapakrepHa JApiOHOCKJIam4aTta MIKpPOCTPYKTypa —anakciaibHOI
noBepxHi D. filix-mas 3yMOBJIEHA NIIJILHOK KyTHKYJIOIO 3 TJIaJKOIO
nosepxHeto. [Iponuxu Ha aakcianbHii moBepxHi BiacyTHI. KyTukyna
abakcialbHOI TIOBEPXHI Bail TakoX AOCUTH INajKa, onHaK (opmye
mupI ckiaagku. [TpoauxoBi MIUIMHA PO3TAIIOBYIOTHCS TPAKTUYHO
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Puc. 12. ®parmentu (A, b) moBepxHi azakciaibHOI TOBEPXHI CETMEHTY JPYroro HOPSIKY
Bai Dryopteris filix-mas

Puc. 13. ®parmentu abaxcianbHOI MOBEpXHI cerMmeHTy Bai Dryopteris filix-mas (A) i
okpema npoanxosa minnHa (b)

BpIBEHb 3 IMOBEPXHEI0 KYTHUKYJSPHOTO IIApy HIKHBOI CTOPOHH
Bail D. filix-mas, 3a0e3Me4yroun peryibOBaHy TPAHCHIPAIIO Ta
ra3000MiH pOCIUHH.
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BUCHOBKH

1. BwusnHaueHi ckiajx, po3MOILI, CHIBBAHOMIEHHS —(opwm,
JIOKaJi3alis Ta AnHaMika (piToropMOHiB UOTUPHOX KJIACiB B OpraHax
BULIMX CYAMHHUX CIIOPOBUX pOCIUH Salvinia natans, Polystichum
aculeatum ta Dryopteris filix-mas Ha pi3HEX (eHONOTTYHNX (ha3ax
PO3BUTKY criopo(diTiB. BcranoBeHO, 1110 KOHTPOIIb POCTY i PO3BUTKY
saificHIoeThes 3a ydacti LK, IOK, ribepeniniB Ta ABK. BusBneni
(yHKIIOHATBHI PUCH, CEpPea SIKUX BHUIOCIENU(IYHICTH SKICHOTO
CKJIaay W OUHAMIKM PO3MOALTY BIPOAOBX PO3BUTKY CHOPO(ITIB;
NOJTI(YHKIIIOHATBHICTE; KOH IOTAIlisl; XapaKTep MiKXTOpMOHAJIBHOI
B3a€MO/IIi CBIYATh MPO €BOJIOIINHHY CIOPITHEHICTh MK BHIIUMH
CYIMHHMMH CIIOPOBMMH 1 HACIHHEBMMHM pocimHamHu. Lle mo3Bosse
XapaKTepu3yBaTy MaroOpOTENOAIOH] K HAWOMMK4Yy 1O KBITKOBHX
POCIIMH CECTPUHCBKY IPYILY.

2. Micuem noxkamizauii IOK mig vac pocrty crnopodirty Oymu
3aHypeHl Bal pPI3HOCHOPOBOI OAHOPIYHOI MANOPOTI-riApoPITy
S. natans, toni sk y (aszy BiIMHUpaHHS BETETaTUBHUX OpPraHiB —
criopokaprmii. MakcuManpHi TokazHukH HakonuueHHs [OK 'y
HA3eMHUX PIBHOCIIOPOBUX OaraTopiuHux namnopoteit P. aculeatum i
D. filix-max BinnoBiAaIM NEPioay IHTEHCUBHOTO POCTY CIIOPO(ITIB.
Axymymsamis ta nokamizanis IOK ta IIK B opranax cmopodira
3uMo3eseHol manopoti P. aculeatum y ¢dazax OCIHHBOI Ta 3MMOBOL
BereTalii Majau MpOTHJICKHUHN XapakTep.

3. Xapakrep HakonmueHHs Ta po3noxainy I'TIP B opranax S. natans
JI03BOJISI€ IPUITYCTUTH, LII0 CaAMe 3aHyPEHI Bai aKTUBHO MPOJYKYIOTh
ribepeiHd i BUCTYNalOTh JOHOPOM (iTOrOpMOHA JJIS TUIABAIOUUX
Baii. T'opmon I'K, BigHeceno 10 rpymu ,,po6ounx” ribepesiHis.
Maxkcumansauii Bmict I'TIP y Basix P aculeatum ta D. filix-max
3adikcoBaHui y a3l akKTUBHUX METa0OJIYHUX TMPOIIECIB, TOMI 5K y
KOpeHeBUIIax — Yy (a3i 3MMOBOI BereTarii.

4. Jloxamizamis IIK B opranax criopoditiB P. aculeatum ta D. filix-
mas MATBEPHKYE MPUITYIICHHS PO MOXODKEHHS IXHbOT KOPEHEBOT
CHCTEMH BiJl MEPHCTEM I1AarOHiB, 1110 TPUHLIMIIOBO BiJIPi3HsIE NAOPOTI
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BucnoBkn

BiJl HACIHHEBUX pociuH. J{nHamika it posmoain LIK mMix rraBarounmu
il 3aHypeHUMH BasiMH S. natans BUSIBIIIU MIPOBITHY POJb TUIABAIOYNX
Baii y mponmykyBanHi IIK. Bucokwmii BMICT mpanc-3eaTHa Ta
(OTOCHHTETUYHHX MIFMEHTIB y Basx criopodira P. aculeatum 'y dasi
3MMOBOI BereTarlil 3aCBIAUNIN 3aXUCHY Ta cTabuIi3auiiHy QyHKIIT
LK. 3minu y Bmicti LIK Bka3yroTh Ha y4acTh mpawuc- 1 yuc-3eaTuHa
B PEryJIsllii BEreTaTuBHOIO POCTY JITHBO3ENIEHOI manoporti D. filix-
mas, a 3eaTHHPUO03H/Ia — B PETYIISAII] PEIPOIYKTUBHOTO PO3BUTKY

5. YV mnopiBHAHHI 3 Ha3eMHHMH BOJHA Mamopotb S. natans
BiJIpi3HsIACh 3HAYHO BUIIMM BMicToM eHporeHHoi ABK. BusiBneni
3aKOHOMIPHOCTI KimbKiCHMX 1 sikicHux 3MiH ABK 3aramom
BIJIMOBi AU mepediry poctoBux, GOpMOTBOPUYMX Ta adanTaliiHUX
NpPOIECiB y ManmopoTe Ta BHABISUIM TOMIOHICTE Yy (YHKIISAX
(GiTOropMOHY MaropoTeH Ta BUIIMX KBITKOBUX POCIIHH.

6. BuzHaueHO ONTUMabHI KOHIIEHTpALlli eK30reHHUX ribeperniHiB
ta L{K muis ctumyssimii mporiecy mpopocTaHHs CIop i IpoaHaIi30BaHO
BIUTMB (ITOTOPMOHIB Ha XapakTep PO3BUTKY rametoditiB P. acu-
leatum 1 D. filix-mas y KyneTypi in vitro.

7. B opraHax crnopodiTiB IOCHi/DKEHHX BHIIB THaropoTei
inenTudikoBani minokcureHasu 13-JIOI' Ta 9-JIOI, xapaxrep
JIOKaJTi3amil Ta JMHAaMIKa KaTAJITHUYHOI aKTMBHOCTI SIKMX CBIJAYaTh
PO 3aJTyYeHHs €H3UMY JI0 PETYIIALIT JIITiTHOTO METa0o0IIi3My.

8. Jlo o3Hak, mo 3a0e3meuyroTh MNPOAYKYBAHHSA ACUMIIATIB
IUIAaBAIOYMMHU  BastMM  NAnopoTi-rizpodira S. natans, BigHeceHi
VIABTPACTPYKTypHA Oy0Ba XJIOPOILIACTIB Me30( 1Ty, BUCOKUN BMICT
(OTOCUHTETUYHUX MITMEHTIB, aJalTOBaHICTh 1O 1HTEHCHBHOTO
OCBITJICHHSI Ha TTOBEPXHi BOJIH.

9. AnakcianbpHa mOBepXHs Bail HA3eMHUX nanopoteit P. aculeatum i
D. filix-mas mae noOpe po3BUHEHY KYTUKYITY 13 IJIaJIKOIO TTIOBEPXHEIO.
[Tpoauxu poO3TAIIOBYIOTHCS BUINE PIBHS €MiJIEPMAIBHUAX KIITUH
Ha abakciaibHIM MOBEpPXHI Bail, 3a0e3meuyroun TpaHCHipalioo i
ra3o00MiH.
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3AK/IFOYEHHA

Kocaxiscoka 1.B., Beoenuvwosa H.I1.

PocnuHu, sKi CKIANAIOTh BT IMAMOPOTENONiOHUX, BiApi3-
HSAIOTHCS IIHUPOKUM CIEKTPOM MOPQOJIOTIUHUX (HOPM 1 3HAUHUM
INPUCTOCYBAJIBHUM TOTEHLIAJIOM A0 Halpi3HOMAHITHIIINX YMOB
ICHYBaHHSI, 110 3yMOBHJIO iXHIO PO3MOBCIOKEHICTh Maibke B yCiX
KJIIMaTUYHUAX 30HaX 1 0l0oTonax. AJanTUBHI BUIO3MIHHU 10 MIHIUBUAX
YMOB 3pPOCTaHHS, MIO I1HKOJIM HOCHWIIM XapakTep KaTakIi3MiB,
3aKpIILTIOBATIUCS B XOA1 MPUPOIHOTO BIOOPY 1 JO3BOIIINA ITUM
OopraHi3aMaMm BW)XHBATH BIPOJOBXK MIJBHOHIB POKIB. Y pe3ysbTari
chopmyBanacs JOCTaTHbO HEOAHOpiAHA B MOpPQOJIOriuHOMY M
€KOJIOTTYHOMY aCTIeKTI TpyTa pOCIUH, IKUX MOETHYIOTh 0COOIMBOCTI
aHATOMIi, JKUTTEBOTO IUKJIY 1 CIIOCOOY PO3MHOXKEHHSI.

Jliss po3yMiHHA MEXaHI3MIB pPOCTy W PO3BHTKY MarnopoTen
KJIIOYOBHM MOMEHTOM € BHBYEHHS CHCTEMH TOPMOHAJIBHOI
perymsimii.  JlocaipkeHHsT BIUIMBY €K30T€HHHX  (DITOTOPMOHIB
M0KA3aJI0 BaXJIMBICTh LIUX PEYOBUH JIJIs1 HOPMAJILHOTO (POPMYBaHHS
rameto(iTiB Ta crnopodiTiB y Kyasrypi. KomruiekcHuil aHaii3
€H/IOT€HHOTO TOPMOHAIBHOTO 0ajaHCy B OKpEMUX BU/IIB TAIOPOTEi
BUSIBUB MOIOHICTh SKICHOTO CKJIay HOTO KOMIIOHEHTIB JI0 TAaKOTO,
10 BCTAHOBJICHMH y KBITKOBUX POCIHMH. BU3HAueHHS TUHAMIKH
(GITOrOpMOHIB TIiJ] Yac BEreTaTHBHOTO POCTY W TIe€HEPATHUBHOTO
PO3BUTKY  3aCBIIYMIIO  CXOXICTh  (yHKIIH TEeBHUX  (HopM
(bITOTOPMOHIB y perynsiii IuUX MPOLEeciB y MHanopoTeHoAiOHUX
1 HaciHHeBHX. lle cTocyeThcsi, B MepIly 4Yepry, KOHTPOIIOBaHHS
IHTEHCUBHOCTI POCTY Ta (OPMYBaHHS PENPOAYKTUBHHX OpraHiB
1 crop. SIKk 1 B KBITKOBUX DPOCJIHMH, y NanopoTell BU3HAYaJIbHUM
MOMEHTOM Y perylsiii mpoIreciB po3BUTKY OyJO CIiBBITHOIICHHS
SK TOPMOHIB pi3HUX KJIACiB, TaK 1 OKpeMHUX (OPM OIHOTO TOPMOHY,
30KpeMa BUIBHUX 1 KOH'IOTOBaHMX. Takok crocrepiraiacs
BUJIO- T4 TKAHUHOCTEHHU(IUHICTh CHEKTPY Ta PIBHIB E€HIOTCHHHUX
ropmoHiB. Kpim Toro, ¢iToropMoHH, BOUEBHU/Ib, BIIITPAIOTh 3HAUHY
poib y (opmMyBaHHI TPUCTOCYBAJIBHUX MEXaHI3MIB 10 TIEBHUX
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yYMOB icHyBaHHs maroporeil. IIpo 1e cBiguaTh KOHILIEHTpaLiiiHa
rOPMOHAQJIBHA HEPIBHO3HAYHICTH IMIJBOJHUX 1 HAJABOAHHUX Bai
nanopoti Salvinia natans, sika iICHye Ha MeXi JBOX CEpPEIOBHII —
BOJHOTO H MOBITPSHOTO, a TAaKOX CHeuu(IYHUA TOPMOHAIBHUMA
OanmaHC BIYHO3eNEeHOI nanopoti Polystichum aculeatum y3uMKy Ha
TJI1 3HAYHOTO PiBHSA (POTOCHHTETUYHHX IMITMEHTIB.

[Topsiz i3 piToropMoOHaMH y MaopoTeit, 04eBUIHO, PYyHKIIOHYIOTH
W 1HIII peryiasTopHi (pakTopH, 30Kpema JINOKCUIeHas3H, 3a1isHl y
BEreTaTUBHUX, PEIPOAYKTUBHUX Ta aJIalTUBHUX MPOLIECcaX.

[ToniOHICTP  3aKOHOMIPHOCTEH  TEPETBOPEHb  KOMITOHEHTIB
TOPMOHAJBHOTO KOMIUIEKCY Ha PI3HUX CTadisiX PO3BHTKY Ta 3a
PI3HUX YMOB ICHYBaHHsI Y HACIHHEBUX POCIIHH 1 TAIIOPOTEH 103BOJISAE
NPUITYCTUTH, 0 (iTOropMOHN HAOYIH CBOIX OCHOBHHX (DyHKITIH
B)XKE€ B CyJMHHUX CIIOPOBHX pociuHax. Lle nae migcraBu po3misaaTu
NarnopoTi K HAHOMMKYY €BOJIOLIMHY JIAHKY /10 KBITKOBUX POCIIHH.
[Toganemmii eBOMIOMIHHUN PO3BUTOK, IO MPU3BIB 10 BUHUKHEHHS
KBITKOBHMX POCJIMH, OYE€BUIHO, HE3HAYHO CTOCYBAaBCSI TOPMOHAJILHOI
CHCTEMH, KIIIOUYOBI CKJIQZIOBI SIKOi y HArnopoTENnoJiOHUX IOCAIIH
HEOOX1THOTO PO3BUTKY [UII KOHTPOJIIO 332 0a30BUMH POCTOBUMH
H ajanTuBHUMM Tnpouecamu. Jlyis MOBHIIIOTO YSBIEHHSA IPO
BJIOCKOHAJICHHSI PETYSATOPHUX MEXaHI3MIB y CYIMHHHMX POCIHH
HEOOXi/HI mojanblI  (QUIOTEHETHYHi, MOJEKYIIPHO-010JI0TiUHI
Ta OIOXIMIYHI KOMIUICKCHI JOCIIDKEHHS TPEACTaBHUKIB PI3HUX
TaKCOHIB.

247



CONCLUSION

(Kosakivska 1.V, Vedenicheva N.P.)

Plants that make up the pteridophyte group have a wide spectrum
of morphological forms and significant adaptive potential to the most
diverse conditions of existence, which predetermined their spreading
in almost all climatic zones and biotopes. Adaptive changes to the
varying conditions of growth, which sometimes had the character of
cataclysms, were fixed during the natural selection and allowed these
organisms to survive for millions of years. As a result, there was
formed a plant group that is quite heterogeneous morphologically
and ecologically and that includes plants, which are combined by the
features of anatomy, life cycle and reproduction.

The key point to understand the mechanisms of fern growth and
development is the study of the system of hormonal regulation.
The study of the influence of exogenous phytohormones has shown
the importance of these substances for the normal formation of
gametophytes and sporophytes in culture. The complex analysis
of endogenous hormonal balance in certain types of ferns revealed
a similarity of qualitative composition of its components to that
established in flowering plants. The determination of the dynamics
of phytohormones during vegetative growth and generative
development has shown the similarity of the functions of certain
phytohormone forms in the regulation of these processes in
pteridophytes and seed plants. This primarily concerns the control
of growth intensity and the formation of reproductive organs and
spores. In ferns like in flowering plants, the determining factor
in the regulation of development was the ratio of both hormones
of different classes, and individual forms of a single hormone, in
particular, free and conjugated. Species and tissue specificity of
the spectrum and levels of endogenous hormones have also been
observed. In addition, phytohormones appear to play a significant
role in the formation of adaptive mechanisms to certain conditions of
the fern existence. This is indicated by the concentration hormonal
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imbalance in submerged and above-water fronds of Salvinia natans,
which grows on the border of two media — water and air, as well
as the specific hormonal balance of fronds in the wintergreen fern
Polystichum aculeatum against the background of a significant level
of photosynthetic pigments in the winter.

Along with phytohormones in ferns, other regulatory factors, in
particular, lipoxygenases are involved in vegetative, reproductive and
adaptive processes. The regularities similarity in transformations of
the hormonal complex components at different stages of development
and under different conditions of growing in seed plants and ferns
suggests that phytohormones have acquired their basic functions
already in vascular spore plants. This gives grounds to consider
ferns as the closest evolutionary link to flowering plants. The further
evolutionary development that led to the emergence of flowering
plants was apparently related to the hormonal system, the key
components of which in pteridophytes have reached the necessary
level of development to control basic growth and adaptive processes.
A more complete understanding of the regulatory mechanisms
improvement in vascular plants requires a further integrated research
on the representatives of different taxa of phylogenetic, molecular
biological and biochemical character.
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