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PE®EPAT

Pi3HOCTOpOHHI MOCHIIKEHHsS] TPaBiYyTIIMBOCTI MOXIB BHMKOHaHI TMEPEBAXKHO HA IOBEHUIbHIN
NpOTOHEMHIM ctafii. PoOIT mpo rpaBi3aieXHICTh 1 TPOII3MHU IHIIUX OPraHiB, 1 Ha Pi3HUX CTaIIX
OHTOTEHE3y JIOBOJIi HebaraTo, TOMy II€ CTajO IiJICTABOIO JJISl TOIIYKY TPaBiUyTIUBUX BHUIB 1
JOCITIJDKEHHS 1X peakiiii Ha 3MiHy rpaBiTamii. BusHaueHO TrpaBiYyTIMBICTP HOBHX BHJIIB MOXIB,
MpOaHaIi30BaHO 0COOIUBOCTI iXHIX TpaBIMOP(]O3iB y MPoLIeCi OHTOTEHE3Y, 3’ ICOBAHO YYacTh CHIIH
TSOKIHHS Y PENPOJYKTUBHOMY PO3BHTKY OKPEMHUX BHJIB Ta IPOAHANII30BAaHO AKTHUBHICTH MpO-
AHTHOKCHJIAHTHOI CHCTEMH B YMOBaX 3MiHEHOI IpaBiTallii.

Bcranosneno, mo ramerodopu He 3aBXKAM pearyloTh Ha BIUIMB TpaBiTalliii, HATOMICTh
yacTille TIpaBiyyTIMBOIO € BTOPMHHA pEreHepaTHBHA MPOTOHEMA, SKa 3HA4YHO IMIBMJIIE
PO3BHBA€ETHCS 1 YTBOPIOE TaMeTo(opu — BIIACHE POCIMHM MOXOBOI JepHUHM. Bu3HayeHo, 110
IpaBidyTJIMBICTh OPTaHiB TaMeTO(diTy 3MIHIOETHCS 3AJIEKHO BiJl €KOJIOTIYHUX YMOB. Tak, 1Bi popmu
Bryum pseudotriquetrum (Hedw.) P. Gaertn., B. Mey. & Scherb. 13 ximimaTH4HO BIIMIHHHX
MPUPOJHUX JIOKAMITETIB MO-PI3HOMY pearyBajld Ha BIUIMB TpaBitauii: y B. pseudotriquetrum 3
AHTapKTUKHU TPaBIYyTIIMBUMHU OYJIM IMaroHu, 3 OKOJUIL M. JIbBOBa TpaBiTPOIHO pociia MPOTOHEMA.
[icns rpaBicTUMYIALii y Ma3yxax JHUCTKIB TAaroHiB aHTAPKTUYHOI €KOMOP(HU YTBOPIOBAIHCS
YUCJICHHI BUBOJKOBI OyJIb00YKH, a Y JbBIBCHKOI — Ha PU30iMHUX CTOJIOHaX. OUYEeBUIHO, a/IanTaIlis
70 YMOB KOPOTKOI'O BEreTaliitHoro nepioxy AHTapKTHKM CIIpHsia MiJIBUIIEHHIO I'paBidyTJIMBOCTI
rameToopiB MOXy, Ha SKHX 3aKJIaJajcs OpraHM BETeTaTUBHOI'O PO3MHOKEHH:S. BiamoimHo,
3aJIe)KHO BiJl €KOJIOTIYHHX yYMOB c(opMyBasMcs CreriaiizoBaHi TrpaBipeakiii pi3HHX OpraHiB —
KIITUH TPOTOHEMM 1 JMCTKOCTEOJIOBUX IAroHIB, LIO0 CTAJO BUPIMIAJBHUM JJI BHKUBAHHS,
YTBOPEHHS MOXOBOTO TIOKPUBY 1 MOMMUPEHHS B. pseudotriquetrum y pi3ko BIAMIHHUX KIIMaTHYHUX
yMOBaXx.

VYnepiie BCTaHOBJICHO, 1110 PO3BUTOK BUBOJAKOBUX Tiielb Leptobryum pyriforme Schimp. sk
OpraHiB BEreTaTUBHOTO PO3MHOKEHHSI 1 3aI1acaHHs MOKUBHUX PEUOBHH — SIBUIIE TpaBizanexHe. Ha
Hamy AyMKy, L. pyriforme chig BHAUIATA Cepell MPOAHATI30BaHUX BHJIIB 3aBISKH BHCOKIi
HIBUAKOCTI POCTY 1 pO3BUTKY Ta PI3HOMAHITHOCTI TpaBi3alieyKHUX PEaKIIiil.

[IpoananizoBaHO TeHEpaTHUBHE PO3MHOXKEHHS JBOX BHUIIB MOXIB B yMOBax 3MiHEHOI
rpaBiTalii i BCTAHOBJICHO, IO T'paBipeakilii € BuaocnenudigHuMu. MOAeIuto Ui JOCTiKSHHS OyB
onHonoMmHui BUn Physcomitrella patens (Hedw.) B.S.G. 1 nBomomuuii Bunm Bryum argenteum
Hedw. Amnamni3z crateBoi ekcrpecii P. patens CBiIYUTbH, 110 aHTEPUii, TOPIBHIHO 3 apXETOHISIMH,
MIBUJIIIE JO3pIBAM HA KJIMHOCTATi, iX YTBOPIOBAJIOCS MEHILIE, HIXK y KOHTpOJi, 1 BOHM Oynu
YYTIUBIIIAME 70 3MiHM TpaBiTaIlii — KUJIBKICTh HE3PUIMX aHTepHIiiB 30imbIryBanacs y 1,5 pasm.
IcToTHOTO BIUIMBY KJIMHOpOTaIlii HAa (OpMyBaHHS CIOPOTOHIB HE BiA3HAYEHO, MPOTE a0OPTUBHUX

CHOp YTBOpIOBajiocs Oiibllle, a BIJCOTOK CIOp, AKI MPOPOCTalH, 3MEHIIYBaBCci. Y NepIIOMY



MOKOJIIHHI TMICIA KJIMHOPOTAIlli MOXOBa JEpPHHUHA pO3BUBAjacs IMOBUIbHINIE, TamMeTo(opiB
YTBOPIOBAJIOCS] MEHIIE, MPOTE y HACTYMHIN reHepaiii pi3HUII MK KOHTPOJEM 1 JOCITIIOM He
BcTaHOBJeHO. Ha BinMiHy Bin P. patens, eniMiHallis BEeKTOPHOI Iii TrpaBiTaiii BUSBUIIACS HaBITh
e(pEeKTHUBHOIO /ISl YOJIOBIUMX DPOCIMH B. argenteum — Ticisi KIMHOCTAaTyBaHHS apXETOHIiB Yy
MOXOBHX JEpPHHHAX yTBOPUJIOCS MEHINE, a aHTepUIiiB — Ourbmie. Bigblll XapakTepHOIO SK IS
JIBOJIOMHUX BH/IIB, TaK OJJHOJJOMHHX BHUJIB MOXIB, € MIPOTaHAPIsS — aHTEPUIiB 3aKIaIA€THCS OLIbIIe
1 103piBarOTh BOHH paHillle Bijl apXEroHiiB, caMe B TaKUil criocid rapaHTyeThes OiIbia HMOBIPHICTD
samtigHeHHst. s P. patens BIacTUBI TakoX criennivHi TpaBipeakilii Ha pi3HUX CTaIisIX PO3BUTKY:
B yMoBax lg P. patens yTBOprOBaja I'paBiTPOITHI MPOTOHEMHI CTOJIOHHU, TPAaBIYyTIUBI raMeTodopH 1
crnipansHy Qopmy pocty nepHuHH. Taki (enoTunHi momudikamii, 6€3 CyMHIBY, PO3IIHUPHIN
cUcTeMy ajanTamnii BUAy 10 crneun(iyHUX yMOB MiCLI€3pOCTaHb, 30KpeMa Ha BOJIOTUX MEPEOpaHHUX
TpyHTax.

Sk cBimuaTh pe3ynbTaTH aHANi3y KUIBKICHOTO CKJIaay MITMEHTIB Ta 1HTEHCHUBHOCTI
dboTtocuHTely (QEepTUIBHUX POCIMH B. argenteum (OpMyBaHHS TaMETaHTIIB 3aJeXWUTh BiJ
€HEePreTUYHOr0 3a0e3MeUYeHHs] KIIITHH 1 BUIIOT €HEPreTUYHOI 3aIeKHOCTI YOJIOBIYMX POCIUH, HIXK
KIHOYHX.

OTxe, TpaBiUyTIUBICTH TramMeTodiTHOT 1 crmopodiTHOI cTagiii € ocoOnmBicTIO OioJoTil
OpiodiTiB 1 (PYHKIIOHAIBHUM HACTIJIKOM BIUIUBY a0l0THYHHUX CTPECOBHUX YMOB. Y TakoMy pasi He
BUKJIIOYEHO, 10 SKpa3 rpaBi3alie)KHUI PO3BUTOK POCIMH CTUMYJIIOE BIAXWICHHS Y CITiBBITHOIICHHI
YOJOBIYMX 1 IKIHOYMX TaMeTaHTiiB, (OpPMyBaHHI CIIOPOTOHIB, TPHBAJIOCTI JO3pIBaHHSA Ta
IIPOPOCTAHHS CHOpP y PI3HUX €KOJOriYHUX ymoBax. IlepeBara rammoifHUX MOXIB HOJSTa€E y TOMY,
10 X QepTUIbHICTh BUBHAYAETHCS YOJIOBIYUMHU 1 )KIHOYMMH XPOMOCOMAMH, TOJI1 SIK Y JTUTUIOITHUX
POCIMH PO3BUTOK PI3HUX CTATEBUX OPraHiB IHAYKYETHCS EKCIpECi€l0 0araThbOX T'eHIB XKIHOYMX i
yonosiunx xpomocoMm (Cove et al., 2006; Norrell et al., 2014).

BceraHoBeHI 0COOIMBOCTI 3aKiIalaHHs JIATePAIBHUX Taly30K mpotoHeMu Moxy Ceratodon
purpureus (Hedw.) Brid., kyT Haxuiay SKUX 3MIHIOBaBCS 3aJIC)KHO BiJl BEKTOPHOI HANpPaBJICHOCTI
CWIHM TSDKIHHS 1 CBITJIA, @ TaKOX TPaJiEHTHOTO PO3MOALTY ayKCUHY. [HriOyBaHHS MOJSPHOTO
TPAHCHOPTY ayKCUHY 3a yuacTio N—l-nadrtundranamonoi kucnotu (H®PK) npusBommno no
3MEHILIEHHS MPOTHIi IpaBiTalii Ta IUIariOTPONHOIO POCTY JaTepalbHUX Taidy3oK. ['amyKeHHIo
IIPOTOHEMHU TepeyBajlo NMEPEMILIEHHS Apa J0 HOBOI 30HM POCTY, a PyX sA1pa MPHUIIBUALIYBaBCS
YHACIiOK MOJSPHU3YyI0U0i Iii rpaBitanii. BcTaHOBIEHO, 10 MiJ BIZIMBOM TpaBiTallil MOpYIIyBatacs
KOOpJMHAIIS pOCTY 1 MOJUTY KJIITHH, X04a TPUBATICTh MITOTUYHOTO IIUKITY He 3MiHIoBanacs. Ille no
BI3yaJIbHOTO TaJTy’)KeHHS BiZOyBayiacs JIOKaJbHA aKkTUBalis auHamigHux MT, ski oTouyBaiu sSiapo

YIPOJOBXK HOTO MEPEMIIIeHHS, BAKOHYIOYH CUTHAJIBHY 1 TPAHCTIOPTY (PYHKITIi.



HoBum migxomom st 3’sCyBaHHS MeEXaHI3MY TpaBITPOMHOTO POCTY € 3HAYCHHS
eMireHeTHYHUX MPOLECIB Y rpaBicpuitHATTI. BeTanoBneHo, mo aemernmoBants JJHK xpomaTtuny
5—a3alMTUAMHOM BIUIMHYJIO HA TPUBAIICTh I'PaBiiHAYKLIi, CHOBUILHHIO Mpoiidepariito KIITHH Ta
3arajibMyBajl0 aBTOTPOIHI MpoIecH. SIK HACIIOK, BIJHOBJICHHIO TPaBITPOITHOTO POCTY MEpeayBaB
JATEHTHUH Tepioj, 9acTo MOCUTh TpuBamuid. Omke, metwmoBanHsa [{['—nokyci JIHK inimiroBamo
MOCTTPAHCIIALINHI 3MiHU, IO TPHU3BEIM [0 3MIHM TPHUBAIOCTI MITO3IB amiKalbHUX KIITHH
npotoHemu. s pi3HOBIKOBUX JepHUH 7 1 21-meHHOI npoToHemM Tmicis il iHribiTopa
metmwmoBanHs JIHK icrotHOi pi3HMII y TpaBiTpomi3mMi HE BHSBWJIHM, OJHA4e, CUTHAI PO
TPaBiIHIYKIIIO Y MOJIOAMIIA MPOTOHEMI 30epiraBcs JOBIIE, HIX Y cTapiiiid. MOXXJIUBO, IPUIMHOIO €
3minn 'y metwmoBaHHi JIHK, 3ymoBineni crapiHHsMm KmiTuH. OTxe, SKIIO0 3MiHY HOJOXEHHS
POCJIMHH, 3aJIKHOTO BijJ BEKTOpa TpaBiTallii, po3riasaaTu sk abloTMYHHMNA CTpec, ,,1aM’[aTh’ Tpo
HOTO [it0 peai3yeThCsl YHACTIOK emireHeThyHuX 3MiH. OTHa4Ye, He3BaKAIOUU HAa BUKIIOYHY POJIb
metumoBanHs J[IHK xpomaTuny s po3BUTKY POCIHH, O HOTO €KCIIEPUMEHTAIBHUX 3MiH BapTO
CTaBUTHCS HEOJHO3HAYHO, OCKUIBKM KIITHHa camMa MOXe €(EeKTHBHO KOHTPOJIOBATH TaKHH
eMITeHeTUYHHI CUTHAIL.

s pociuH P. nutans BHU3HAYEHO ¢dazny 3aKOHOMIPHICTh 3MiHH
MMPOOKCUIAHTHO/aHTHOKCUAAHTHOI PIBHOBAru 3aJIeKHO BiJl TPUBAJIOCTI Mii 3MIHEHOT CHJIM TSDKIHHS.
[HayKTOPOM aKTHBallii aHTHMOKCHIAHTHOI CHCTEMH € INEpOKCH] BOIHIO. Ha mouyaTtkoBHX eTamax
BIUIMBY TpPaBITAIIfHOrO CTpecy akTHUBHY pOJb Yy JIKBiAalii NMEepOKCHUAY BOJHIO BHUKOHYBajla
ackopOaTnepoKCcHIasa, a 3roJoM 3HIKEHHS 11 aKTHUBHOCTI KOMITEHCYBAJIOCS TiIBUIIICHOIO PEAKIIi€I0
KaTaysia3u. ToMy B yMOBax 3MIHEHOI CHJIM TsDKIHHSI KACKaJIHUM XapakTep (epMEHTATUBHUX PEaKIliit
€ PEeryJaTHUBHUM YMHHHUKOM CTIMKOCTI 1 OZHHMM 13 MEXaHi3MiB PO3BUTKY TosiepaHTHocTi. [licms
NPUITMHEHHA  KJIMHOCTAaTYBaHHSA  (YHKILIOHAJbHA  AKTHUBHICTb AHTUOKCHJIAHTHOI  CHUCTEMHU
BITHOBMJIACA /10 PIBHS KOHTPOJIO, IO CBITYUTH MPO 3BOPOTHICTH (i310JIOTIYHUX  MPOILECIB, SKi
MOXYTb OYTH BaXJIMBHM I1HIYKTOPOM aJalTHBHOI CTpaTerii pOCIMH y 3MIHEHHX EKOJOTIYHUX
ymoBax. Ciiji HaroJOCHTH, M0 CIPUYMHEHUH 3MIHOIO TPaBITAIlIfHOTO TMOJISI CTPEC HE € 3arpo3010

JUTS JKUTTSA MOXIB.
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BCTYII

JKuBi opraHi3zMu 371aTHI CIpUAMAaTH 1 IEPETBOPIOBATH CUTHAIHN MPUPOJHOTO CEPEelOBUIIA 1
BIJINIOBITHO Ha HMUX pearyBaTH. B ymoBax mocTiiiHOi Aii TpaBiTauii ynpoaoBX TPUBAIOTO MEPioay
KHUTTS Ha 3eMJIi CEHCOPHI MEXaHi3MH POCIMH YJIOCKOHATIOBAJIUCS TAaKUM YUHOM, IIO pa3oM 3
KOJIOOOITOM BIAMOBITHUX CUTHAIBHUX CHUCTEM, CTAJId TPUTEPOM CIeIM(PIIYHUX KIITUHHHUX PEaKITii.
Tomy 31aTHICTE POCIMH aJanTyBaTHCS 1O YMOB CEpelOBHINA 1 TpaBiTalifHOro mnojs 3emii
3aJIOKUTh Bil BHYTpIIIHIX BJIACTUBOCTEH OpraHiamy, IO IPYHTYIOTbCS Ha  TOIOJOTIi
(HeTepepBHOCTI) CUTHAJIBHHUX MEPETBOPCHHb Ta BKIIOYAIOTHCS Y PEaKIlii-BiIMOBIAI HA 30BHINIHI
BIUIMBH. Y TPAHCAYKIIl CATHAIbHUX CHUCTEM POCIUH 1HTETpajbHy POJIb BUKOHYIOTH ()ITOTOPMOHH,
SIK1 pEeTYJIOI0Th MPOLIECH PO3BUTKY, 30KpeMa, Ha CTa il TPOMi3MiB Ta MOP(OTreHe3y.

VY ¢eHoTHNi Ha3eMHHMX POCIMH MEPUIOYEPIOBOIO POCTOBOIO PEAKLIEI0 HAa KOXKHIA cTamii
po3BuTKy € TpasiTpomizm (Moulia, Fournier, 2009). ¥ KocMmoci mikporpasiTamisi ajis pOCIUH €
HOBUM 00’ €KTUBHUM (PaKTOPOM, BIUTUBY SKOTO BOHU HE 3a3HABAJIM BIIPOJIOBXK KHUTTEBOI ICTOPIi, aje
MIPUCTOCOBYIOTHCS 3a JIOMIOMOIOI0 NMEBHUX oOpraHo-cnenudiunux peakuid. Ha 3emii, B ymoBax
MOCTIHHOI BEMMYMHM g, a0lOTHUHUM CTPECOM € KIMHOCTATyBaHHS, Ha IO POCIMHH pearyioThb
3MiHOIO Tpomi3MiB 1 (izionoriunux mpoueciB. [lepmmmu Ha KOPOTKOTPHUBAJIHMHA CTPEC MIKpO— i
CHMYJIbOBaHOI rpasirtamii (Big cexkyHx no romus) pearye Ca’’, mimigma i pH—curHaisHa crcreMa.
Ha mi3HImuMX cTagisx yTBOPIOIOTHCSA aKTHBHI (JOPMHU KHUCHIO Ta IHIIUX PAIUKATIB 1 BiZOYBaIOThCS
3MiHM y MeTa0oii3Mi Ta (YHKLIOHYBaHHI ayKCUHiB. Hamami micisi JOBroTpMBANOro TEPMiHY Jii
3MiHEHOI rpaBiTaiii (BiIl AHIB 10 MICAIIB) POCIUHH MPHCTOCOBYIOTHCSA IO CTpPECy MiJACHICHHIM
IHIUX QYHKITIHA.

3pa3koBUM MPHUKIAJOM PI3HOMAITTS IpaBipeakiiiii B oHToreHesi pociuH € opioditu (Kern,
Sack, 1999; Schwuchow et al, 1994; Chaban et al., 1998; Demkiv et al., 1999; Cove et al., 2006;
HemxuB u np., 1997; JlemkiB Ta iH., 2009; XopkaBmiB Ta iH., 2015). 3aramom mnpoBeaeHi
JOCITIJKCHHST MATBEPAMIN pPOJb MOXIB SK EKCIIEPHUMEHTAIBHOI MOZEN Yy JOCIHiHKEHHSIX
rpaBiMopdorenesy. Tomy aHali3 CHCTEMH PETYJIAIIl TPaBIUyTIIMBOCTI MOXIB Ha PI3HUX PiBHIX — BiJ
MOJIEKYJIIPHOTO KOHTPOJIIO A0 PENPOIYKTUBHOIO PO3BUTKY € 00’ €KTUBHOIO YACTHHOIO JOCIHIKEHb
NpUPOJH HecTlenudiuHuX 1 cnenu(iyHuX aganTUBHUX PEakUill POCIMH B yMOBaxX 3MiHEHOI CHIIU
36MHOTO TSOKIHHSL.

TpuBami  gochipkeHHsT — TpaBiMopdorenesy  OpiodiTiB  COpHsUIA  JI€TaTLHOMY
eKCIIePUMEHTAIbHOMY BHBUYEHHIO TpaBipeakilii Ha pPI3HUX CTaAisIX OHTOTEHE3y MOXOMOIIOHMX
(Ripetskyj et al., 1998; [ewmkiB Ta in., 2009; JlobaueBcrka, XopkasiiB, 2014). [IpogoBxy0ThCs
po0OOTH JOBrOTPUBAIOrO BHpOIIyBaHHS pocauH y Kocmoci 3 Meroro ycmimmHOi peaizaril
MOCITIIOBHUX TEHEpalliid Ta OTPUMAaHHS JI03pIJIOr0 HACiHHSI, IO OOMEKEHE YMOBaMH JIITaTbHUX

anapatHux 3aco0iB 1 mikporpasiTaiii (Kordyum, 2014). Tomy BaxkIuBO IpoaHalli3yBaTh HalO1IbIII
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Bpa3JIMBi O CTPECOPHOIO BIUIUBY CTalii penpOAyKTUBHOIO PO3BUTKY PI3HUX POCIUH Ta BUSHAYUTH

MOTEHIIMHO HAMCTINKIII O yMOB MIKpOTpaBiTallii UKIU T€HEPATUBHOT CUCTEMH.

KittouoBi crnoBa: moxu, epasimopghozenes, canysicenus. imocopmonu, s0po, yumockeniem,
PenpoOYKMUBHUL PO36UMOK, 2AMeMAaH2ii, AaHMUOKCUOAHMHA CUCmema
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MATEPIAJIM I METOIU JOCJII)KEHD

O06’ekTOM IOCHTIKEHHST OyJM TIPUPOIHI 3pa3Ku Ta j1abopaTopHI KyJIbTYpH TaKUX BHUJIIB
MoxiB: Bryum argenteum Hedw., Bryum pseudotriquetrum (Hedw.) P. Gaertn., B. Mey. & Scherb.,
Ceratodon purpureus (Hedw.) Brid., Leptobryum pyriforme Schimp., Physcomitrella patens
(Hedw.) B.S.G., Pohlia nutans (Schreb.) Lindb. Yci 3pa3ku MoxiB Bi1iOpaHO B OKOJIHISX M. JIbBOBa
B MaiDKe OJIHAKOBUX KIIIMaTHYHHX yMOBaX, OKpiM B. pseudotriquetrum, onuH 3pa30K SKOro OyB
310paHuii B AHTapKTUI, a 1HIIHH — Y JIBBIBCHKiM 001acTi.

JlaGopaTopHy cTepuiIbHY KYJIbTYPY MOXIB OTPUMYBAJIH i3 CHIOp 200 pereHepaiiero maroHiB
Ha noxxuBHoMmy cepenoBuili Kuom II 3 0,2 % rmoko3or0 B wamkax Iletpi 1 BupomryBamu y
noMiHecTaTi 3 16 rox GoTOIepiooM y KOHTPOIBOBAHUX YMOBAX: OCBITIICHHS 70 MKMOJIb M CeK ',
temneparypa 20-22°C, BimHocHa Bojoricte 85-90 % ([JemxuB u np., 1997). YUepes 7 nHiB
NPOTOHEMHI J€pHUHHM 30upanu y KIyOKM 1 TepeHoCcWIn Ha 5-7 [AHIB y TeMpsBYy Uis
rpaBicTumyssanii.  [is  MopmenroBaHHS — MIKporpaBiTamii  BHKOPHCTOBYBAJIM TOPU3OHTAIHHHNA
KJIMHOCTAT, IKM 00epTaBCs 31 MIBUIKICTIO 2 00. / XB.

JlocnmipKyBany Talmy>KeHHs 1 oAl kiIiTuH mnpotoHeMmu Ceratodon purpureus, sKy
BUPOIIYBAJIX 13 CIOp. 7-AC€HHI JCPHUHU 3HIMAJIHM IPENapyBajbHOIO TOJIKOIO 1 MEPEHOCHIH Ha
cepenoswuiie 3 0,2 % TIroK03010. Yalku 3 KyJIbTypOIO CTaBHIIM BEPTUKAILHO Y TEMpPSBY 1 uepe3 S
THIB OTPUMYBaJIH HETATHBHO T'PaBITPONHY MPOTOHEMY, SKY BHKOPHCTOBYBAIM ISl ITOJATBIITNX
JIOCIIKEHb.

Jlna aHamizy KyTiB 3TUHY amiKaJbHUX KJIITHH B OJHOMY JOCHil YalllKW BCTAHOBIIOBAIH
BiJIHOCHO TOPHU30HTAIBHOI OBEpXHI i KyTamu — Big 0° mo 90° 1 ocBiTiOBaNM 3 roJi YepBOHUM
cBiTiOM iHTeHCHBHICTIO 0,2 MKMOIB'M>-cek ' ITiC/si LBOrO OAHY TPYIy YAIIOK 3 HPOTOHEMOO
MEPEHOCHIIN Y TEMPSIBY Ha TOPU30HTAIBHUH KIMHOCTAT, a APYTY — KJIAJIH TOPU30HTAIBHO Ha CTiM B
yMOBH cTanoi 1g cwmm TsokiaHsA. Yepes 18 ron BHMIproBadM KyT HaxXWily JaTepalbHUX TaTy30K
BiTHOCHO T'OJIOBHOTO CTOJIOHY. B iHIIOMY BapiaHTi HOCIiAY YalIKU 3 MPOTOHEMOIO BUCTABIISIH TaK,
o0 BEKTOPHU CBITJIA 1 rpaBiTallii OyJin Opi€HTOBaHI MapajelbHO a00 MEePIEeHANKYISIPHO. YMOBU
JOCITITY 1 aHAMI3y KyTiB OYyJIM SIK Y TIOTIEPETHBOMY BapiaHTI, JIMIIE 0€3 BUKOPUCTAHHS KJIMHOCTATY.

B excniepumenri 3 ¢itoropmonamu Bukopuctanu 1,0 MkM aykcud i1 10 MM N-1-Hadtumi-
¢ranamoBy kucnoty. I'paBitponHy mpotoHemy C. purpureus TpOTSIToM 7 JHIB BUPOLIYBalIM Ha
cepenosuii 3 1,0 MmxkM IOK, Toxi y gamku 3 nmpotonemoto gogasanu 1 mur 10 MxkM po3unny HOK i
3IMIIATN POCIMHU Y TeMpsiBi Ha 8 roa. Ilicis boro BUCTABIISAIN YAIIKW HA HU3bKI IHTCHCUBHOCTI
6inoro ceitia (100 1K) 1 uepe3 24 rox aHami3yBalld Taly>KEHHS IPOTOHEMH 1 KyT HAXWITy Taly30K.

[{uToxiMiuH1 HOCHTIIXKEHHS CIIOPOTOHIB Bryum argenteum 3A1MCHIOBAIM Ha PI3HUX CTAJisAX

PO3BHTKY 1 Jisi aHami3y KpoxXMamio y craronuTtax ¢apOyBamu croporonn po3unHoMm [,KI.


http://www.theplantlist.org/tpl/record/tro-35152064
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Busnayanu 30HU pO3MOAUTY aMUNIOIUIACTIB B3/I0BX HIKKH CIOPOTOHY Ta MiJ 4yac (hOpMyBaHHS
KOpOOOYKH Ha CBITJI 1 MiCHIsI KIIMHOCTATyBaHHS .

Jlst aHamizy siep 3aCTOCYBaJIM METONUKY (iryopeciieHTHOTO (hapOyBaHHs OapBHUKOM 4',6—
muamignano—2—deniningon — DAPI (Chazotte, 2011) i Bii3Hauanu MONOXKEHHS siAEp Y KIITHHAX
CTOJIOHY 1 JlaTepalbHUX Trinkax npotoHemu /[lng imyHodmyopecuenuii Mikporpy6odok (MT)
Bukopuctanu mMetoauky /[l. IlIByxoBa, MmomudikoBany it mpororemMu MoxiB (Schwuchow, Sack,
1994; Demkiv et al., 2003). 3adapOosani mpenapatu saep i MT anamizyBanm Ha MIKPOCKOT1
,»AXIO Image M1” ta ¢pororpadysanu kameporo AxioCam HRm.

Busnavanu BIuIMB 5-a3alMTHAMHY HA TPaBITPONHMNA PICT amiKaJbHUX KIITHH npoToHeMu C.
purpureus. TotyBasin BogHui po3zuuH 25 mMxM, 50 mxM, 100 MxM S5-azanuTuauHy, 3aJuBajId
pPO3YWH y YaIlllKK 3 7-IICHHOI0 TPaBITPOIHOIO MpOTOHEMOIo 1 3aymmand npu +5°C Ha 8 rom y
TEMpsIBl y TOPU3OHTAIILHOMY MOI0XKeHHI. ToAl pO34YHH 3/IMBaY, YAIIKU 3 POTOHEMOIO TIPOMUBAIH
JMCTUIIHOBAHOIO BOJIOKO 1 CTaBWIIM Auis rpaBictuMyJisinii npu 0°C. Uepes 24 ron yaliku moBepTatu
y TEpIIONOYaTKOBE MOJOXKEHHHS 1 BUTpuMyBaiu 6 rox y tempsBi npu 20°C. Ilicns nmporo
Bi3yaJIbHO OIIHIOBAJIM ()OPMY TPaBITPOMI3MY, BUMIPIOBAIA KyT I'PABITPOITHOTO 3TUHY 1 TIOJIOKCHHS
s/ipa B amiKaJlbHINA KIITUHI.

Jlis BW3HAYEHHS AaKTHBHOCTI ankoroipaerinporeHasu (AJI)) BUKopuCTalid METOIUKH
(Porterfield et al.; 2003; Benz et al., 2007; BoiiniexoBckas u ap., 2013; Poroxwun, Poroxuna, 2016).
Jst ctumynsinii rinokeii yamku 3 30-I€HHOIO KyJNbTYporo B. argenteum 3anuBaiiu Ha 24 TOJ
JTUCTUILOBAHOIO BOJOIO, a OMmicis mepeHocunan Ha 12 rox Ha wimHoctaT. AJ[I-peaxiriro
MpoaHai3yBad OKPEMO Yy JKIHOUHX 1 HOJIOBIYUX POCIUHAX MOXY MICJ]S TIMOKCIT 1 KITMHOCTAaTyBaHHS
Ha criekTpooromerpi Analytic Jena Specord 210 Plus, A=510 um.

AmHaizyBany cTaH MPOOKCUIAHTHOI CUCTEMH Yy MaroHax B. argenteum tniepen GOpMyBaHHSIM
(IK) Ta manonosoro auansaeriny (M/II') 3a crangaptaumu metoaukamu (Mycuenko u ap., 2001).

AKTHBHICTh MPOOKCHIAHTHO-aHTHOKCHJIAHTHOI CHCTEMHU B YMOBax TrpaBiTalii Ta Micis
KIIMHOCTATyBaHHS aHami3yBam y rametoditi mMoxy Pohlia nutans. JIis BU3HAYCHHS BMICTY
TIEPOKCUy BOJHIO TIaroHH P. nutans roMoreHizyBaiu, ekcrparyBaimm y 50 MM kamiii-pocharaomy
oygepi (pH 7,0) ta inkyOyBanu 3 0,1 % Ti(SO4),. OnTuuHy rycTHHY pO3UMHIB BHU3HAYalM Ha
cnektpodortometpi Specord 210 Plus mpu 410 uM. 3a KOHTpOIb Opany cywmill, 0 MicTiiIa 3 Ml
Oydepy i 1 M1 TUCTHIILOBAHOT BOJM. BMICT mepOKCHTy BOJIHIO BCTAHOBITIOBAJIH 32 KaTiOpyBaIEHOIO
KPHBOIO 1 BUpaXkaJln B MKMOJIB/T Macu cupoi peuoBunu (Gechev, Hille, 2005).

[TepokcuHe OKHCIEHHS JIMiAIB OLIIHIOBAIM 32 BMICTOM MEPBUHHUX MPOIYKTIB — J1€HOBUX
KOHI0raTiB, KiHIIEBOTO MPOAYKTY JIIMONEPOKCHU AL — MAaJIOHOBOTO AMAJIBJAETINY Ta KapOOHUIBHUX
rpyn OinkiB (K[ OinkiB). Jlns BH3HAYeHHS KUIBKOCTI JI€HOBHX KOH'IOTaTiB  POCIHHU

romoreHizyasm 'y 0,1 M xamiii-bpochatnomy Oydepi (pH 7,0), momaBamm cymim TrenTaH-
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i3onponanon (1:1) ta excrparyBanu nmotsirom 20 xB. Bmict JIK Bu3Ha4anu crneKTpopoTOMETPUIHO
y TeNTaHOBOMY IIapi, A = 232 HM, Ta BUpaXaJid y BIIHOCHUX OAMHUILIX abcopOii (["aBpuiioB u ap.,
1983). lns BuzHaueHHs koHueHTpatii MJIA pociauHHMi MaTepian roMmoreHizyBanu y 20 % po3unHi
TPUXJIOPOLITOBOI KUCIOTU Ta 1HKYOyBamu 3 0,5 % po3unHOM Tio0apOiTypoBoi KucioTu. Bwmict
MJIA Bu3Ha4anu cneKTpo(GoTOMETPUYHO 32 JOBKHUHU XBHJI1 532 HM 1 BUpakanu B HM Ha 1 r macu
cupoi peuoBunu (Mycuenko u np., 2003).

JInsi BU3HAYEHHS BMICTY KapOOHUIBHUX Tpyn OUIKIB HaBaXKy POCIMHHOTO Marepiamy
romoreHizysamu B 50 MM kamiii-¢pochatHomy Oydepi (pH 7,0). Orpumanuit micns
ueHtpudyrysanss (10 xs, 5000 g) ocax po3unnsum y 10 MM pozunHi 2,4-1uHITpOGEHIITIIpA3HHY,
Ta 1HKyOyBaimm mpoTsroM 1 rTox mpu KiMHaTHIM Temneparypi. Cywmim ueHTpudyryBaiu B
MOTNIEPETHOMY PEXKHMI, a OTPUMAaHHUKA ocaja po3unHsIM B 6 M ryaniguariapoxmopuai. Bmict KI'
OUIKIB BU3HAYalIM Yy CyNEpHATaHTaX CHEKTPOPOTOMETPUYHO 3a JOBKHHM XBuUiIl 370 HM,
BHKOPHCTOBYIOUH KoedimienT MosspHoro mormuaanss 22000 M -em™ (JTymax Ta in., 2004).

Jlnst BU3HAUCHHsI aKTUBHOCTI KaTanaszu pociuau exctparyBamu y 0,05 M tpuc-HCl Oydepi
(pH 7,8) 3a temneparypu 0 — 4°C. I'omorenaT nentpudyrysanu nporarom 15 xs 3a 5000 06/xs.
AKTUBHICTh (DEPMEHTY BU3HAYAIM CHEKTPOPOTOMETPUYHO 3 BHUKOPUCTAHHAM 4 % pO3UMHY
MoJiOaTy aMoHi0 3a JMoBXMHHM XBWii 410 HM. [[ng po3paxyHKiB 3aCTOCOBYBadM KOE(IIiEHT
TIOTTHHAHHS MOJIOIEHOBOrO KOMILTEKCY (€ = 22,2 MM “cM™') i Bupakany akTHBHICTb (JepPMEHTY B
MKM H,O,/mr 6inka/xs (Kopomiok u ap., 1988).

AKTHBHICTh TIEPOKCHIAa3 BHU3Ha4YaldM Ticias ekcrtpakiii martepiany B 0,1 M ameratHOoMy
oydepi (pH 5,4). T'omorenar uentpudyryBamu mpotsrom 15 xB 3a 5000 06/xB. AKTHUBHICTH
(epMeHTIB BH3HAYaIU CHEKTPOPOTOMETPUYHO 3 BUKOPUCTAHHSM, K CyOcTpary, OCH3MIUHY Ta
TBAsIKOJTY ¥ BUpa)Kalld y BiTHOCHUX OJMHHUILIX Ha | T Macu cupoi pedoBUHH 3a XBWIMHY (MeTo b
Oumox. uccien. pacreruii, 1987).

AKTHUBHICTh acCKOpOATHEpOKCHIa31 OLIHIOBAJIM 3a 3MEHILEHHSIM ONTHYHOI I'yCTUHM 1pH 290
HM YHACJiOK OKHCHEHHs ackopOary (koedimient excrunmii &€ = 2,8 MM "cm™') Ta Bupaxanu B
MKM ackop6. k-ti/mr Oinka/xB (Nakano, Asada, 1981). Konmentpamito Oinka BH3Ha4almu 3a
metonaoMm M. bpendopaa (Bradford, 1976).

AHanizyBanu yTBOPEHHS BUBOJKOBHX PHU30inMHUX OynbOouok Ha 20-meHHiN mpoToHemi L.
pyriforme micns TpaBiCTUMYJISLIT 1 KIMHOCTATyBaHHS — BHU3HAUAIM TPUBAIICTH iX 3aKJIaJaHHS Ta
MiApaxoBYBaJIH KUIbKICTh OyJIEOOYOK HA OJHY IEPHUHY.

VY naGopatopHiit KynbTypi P. patens 1 B. argenteum mpoaHai3yBaJld CTaT€BY CTPYKTYpy 1
MPOAYKTUBHICT:(DEPTUIBHUX POCIMH BH3HAYMIM KUTBKICTh JKIHOYMX 1 YOJIOBIYMX POCIHH,
KIHOYMX 1 YOJIOBIYMX raMETaHT1iB Ta CIOPOT'OHIB B yMOBaX cTanoi aii 1g i micis KIMHOCTaTyBaHHS.

Jl1s BU3HAUYEHHSI )KUTTE3JATHOCTI criop P. patens, 1110 YTBOPUIKCS y 1a00paTOPHUX YMOBaX, CIIOPH
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BHCIBaJIM HA arapu30BaHe CEPEIOBHIIIE, ITIIPAXOBYBAIN KUIBKICTh MIPOPOCIUX CIIOP Ta aHAII3yBalIU
pICT 1 PO3BUTOK MPOTOHEMHUX JCPHHH.

VYc¢i ekciepuMeHTaNIbHI TOCHTIIA TTOBTOPIOBAIM TPUUl, BIPOTIIHICTh PI3HMII MK CepeIHIMU
3HAYeHHSMHU [IOKa3HUKIB BCTAHOBIIOBANIM 3a KpurepieM CTblofieHTa. BiaMiHHOCTI BBaXkanu

BiporizHumu npu 3HayenHi p<0,05 (Jlakun, 1990).
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PE3YJBbTATH JOCJIIIXKEHD TA iX OBTOBOPEHHSI

PO3A1JI 1. HOPIBHAJIBHI JOCJIIIZKEHHSA I'PABIYYTJIMBOCTI MOXIB HA
PI3BHUX CTAAIAX OHTOI'EHE3Y

1.1. AHaJ1i3 cCeHCOpPHOI cUCTeMH i rPaBiTPONi3My NPOPOCTKIB CNOP TA aMiKAJIbHUX
KJIITHH MPOTOHEMH
3 PO3BUTKOM KOCMIYHOI 0i0JIOTii SIK 00’€KT IOCIHiIKEHb TPaBIiUyTIMBOCTI POCIHH TTOYAIIH
BHKOpHUCTOBYBaTH MOXH (Sack, 1991; Chaban et al., 1998; Demkiv et al., 1999; Jlo6aueBcrka, 2006;
HemkiB Ta iH., 2009). Bpioditu, gk 1 CyIuHHI POCTUHH, B XOJi €BOJIOLII BUPOOWIH cHelu(ivHi
peaxilii Ha BIUIMB I'paBiTallil 1 MPOTATOM OHTOTI€HE3y 1HKOJHM KapAMHAIBHO 3MIHIOIOTH OpPI€HTALII0
pOCTy BITHOCHO BEKTOPHOI il 3eMHOr0 TsDKiHHA. Ha CBITHi, SIKIIO BEKTOPHW CBITJIA 1 rpaBiTamii
30pI€EHTOBAHI MEPHEHAMKYJSPHO A0 IUIOIIMHU POCTY TPOTOHEMH, CTOJOHHM ILIAriOTPOITHO
CTENATbCS 10 TOBEpXHI cyOcTpaTy, a y TeMpsBl pOCTYyTb HEraTUBHO TIPABITPOMHO, MO0 €
HAKOPOTIIMM NUISIXOM JI0 cBiTiIa. He BHKIIIOUEHO, 0 caMe mapajeibHa HalpaBiIeHICTh (PaKTopiB
3YMOBITIOE HE3aJIKHUI K BiJ CBITJIIa, TaK 1 BiJ TpaBiTamii mpsAMOJIHIHHMIA pagialbHUN HapsSIM
pocTy. Y TeMpsiBi came 4epe3 BIJICYTHICTh CBITJIa PICT BiIOYBAETHCS CTPOTO B OJHOMY HaIpsiMi —
HEraTUBHO TIpaBITPONHO. B ymoBax KJIMHOCTaTyBaHHS YM MIKpPOTpPaBiTallii CTOJOHHM JE€PHUHKU
BUSIBJISIIOTH NE€BHY aBTOHOMHICTBH BiJl TpaBiTallii Ta CBiTJIa 1 Pi3HI BUAM POCTYTh HEOIMHAKO —
MpSAMOJIiHIHHO a00 cmipanbHO. [lepeBaror MOXiB € i Te, IO TpaBiNepPIEIIlis 1 POCTOBAa PEaKIlis HA
cTajii MPOTOHEMH HE PO3’€THaHI MPOCTOPORBO 1 BiAOYBAIOTHCS B OAHIN amiKaJbHIN KITITHHI.
JIuctkoctebsoBi maroHu (rametodopu) BepXoIutiaHuX OpiodiTiB OPIEHTYIOTHCS HEraTUBHO
rpaBiTponHO. He 3MiHIOETBbCA HampsM poCTy 1 Ha Mo4YaTky (opmyBaHHS crnopodiTy, TOIl SIK Ha
3aBepIIATBHUX CTalisAX, M Yac nudepeHIiamii CnoporeHHuX TKaHWH 1 pOpMyBaHHS KOPOOOUKH Y
JESKUX TPaBIUyTIMBUX BUJIIB PICT KOPOOOUKH MEPEOPIEHTOBYETHCS Ha MO3UTUBHO TPABITPOITHUH.
3MiHa (GOpMH Ta MPOCTOPOBOi Opi€HTALlli CIOPOTOHIB HAOyJIM y MOXIB OCOOJMBOTO 3HAYECHHS,
OKpIM TOTO € Ba)XJIMBOIO TAaKCOHOMIYHOIO O3HaKOIO Buay. Jlochmiam Ha pOCICbKOMY CyIyTHHKY
BUOH-11 1 amepukancekiii cranmii COLUMBIA 3a mporpamoro Shuttle’97 migTBepaumm
MEePCIEKTUBHICTD JOCIIDKEHHS KIITHHHUX MEXaHi3MiB rpaBiMopdorere3y opiodirtis: ynepiie 0yio
BUSIBIICHO TpaBi3aiekHi (EHOMEHM — CHipaldbHUA pPICT MNPOTOHEMH Ta YTBOPEHHS OpYHBOK
rameroopiB i3 amikagbHUX KIITHH nporoHemu ([emkiB ta iH., 1998; JemkiB Ta iH., 2005;
Ripetskyj et al., 1999; Kern et al., 2005).
Pi3HOCTOpOHHI AOCHIPKEHHSI TPaBIUyTIMBOCTI TPOBOIWIM TEPEBAKHO HAa IOBEHUIbHIN
MPOTOHEMHIH cTafil po3BUTKy (Jemkus u ap., 1997; JlemkiB Ta iH., 2006; Sack, 1991; Shwuchow et
al., 2002), npote poOiT mpo TpaBITPONHI peakuii B MPOIECi OHTOr€HE3y MOXIB 3HAYHO MEHIIEe

(Ripetskyj et al., 1999; Chaban et al., 1998). HeBenuka KijgbKicTh BHIIB OpiodirtiB, siKi mqoci
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BUKOPUCTOBYBAJIM B EKCHEPUMEHTAIbHUX JOCIIKEHHSIX TIpaBipeakiiif, CIOHyKajga 10 MOLIYKY
HOBHX I'PaBiuyTIMBHX BUJIB, IPUAATHUX JJISi BUBUECHHS POJIi TpaBiTallii B )KUTTEBINA CTpaTerii i€l
IpyTH BUIIAX POCIIHH.

BuzHaueHno rpaBiuyTIMBICTH Y 8 HOBUX BHUAIB MOXiB. Ha mizmcraBi pesysibTaTiB aHamizy
LUTOJIOTIYHUX OCOONMBOCTEH TpaBIYYTIMBUX aliKalbHUX KITHH — po3Mipy # dopmu
aMUIOIJIACTiB, 1X 30HAJBHUTO PO3MOAUTY 1 CeIMMEHTalii, MBUAKOCTI POCTy — 3’sICOBAHO
BIIMIHHOCTI y nudepeHmiamii Ta po3BUTKY rameTodity 1 cmopodity MoxiB. Jns HOBUX
TPaBIYYTIWBUX BHIIB BH3HAYEHO KOPEJSII0 MK KUIBKICTIO, PO3MOJIJIOM aMIJOIJIacTiB Ta
HIBUJIKICTIO pOCTY amikaJbHUX KimiTuH (Tabm. 1.1.1). VYcraHoBieHO, IO BeIMYMHA KyTa
TPaBITPOIHOTO 3TUHY MPSAMO 3alIeKUTh BiJA JOBXHHHM 30HU CEIMMEHTAIlli aMiJIOIUIACTIB Ta
HIBUAKOCTI POCTY CTOJIOHIB IPOTOHEMH.

Taomums 1.1.1

[Toka3HMKM rpaBivyTIMBOCTI alliKaJbHUX KIITHH MOXIB

Kyt HIBuakicTb JoBxuna JoB:xxuna Kinbkict
BUJL rpasi- pocry, KJITHHH 30HH 3 ami- | b amislo- D/d

TPOIHOI0 (D), JomjacrtaM | IJIACTIB,

MKM/TO
o u (d), Mkm ITYK
3rUHY, MKM

Ceratodon purpureus 85,5+165 30,0 189,6£10,8 113,2+8,0 32,3+1,5 1,67
Dicranella cerviculata | 66,843,2 25,1 185,2+12,0 80,0+4,1 27,5+4,0 2,31
Leptobryum pyriforme | 65,9+1,8 24,2 211,2+14,9 88,5+4,3 26,0145 | 2,38
Tortula truncata 65,6+2,9 20,0 198,049,6 94,0+8,0 27,1432 2,10
Bryum argenteum 41,1453 10,7 129,244.7 54,9443 24,3+1,1 2,35
B. caespiticium 37,2+1,7 18,0 130,0+24,1 54,0+3,2 25,1£1,3 2,41
B. intermedium 33,3£3 .4 17,3 110,746,0 44.8+16,0 25,8+1,8 2,47
Dicranella varia 36,7+1,6 15,2 101,542,0 36.412,0 23,5+1,5 2,79
D. heteromalla 36,241,7 23,3 167,3%5,7 39,2+17,5 24.0+1,4 4,27

AMITOIUIaCTH B amiKalbHIM KIiTHHI Oyiu pi3HUX po3MipiB 1 (GopMu: Big OKpyriMx i
OBAJIBHUX J0 BepeTeHONOAIOHUX, Bif Benukux (2,5 —3,0 um) mo apiduux (0,3 — 0,5 um). [Inactunm
PO3MOAUISUIACS TTO—Pi3HOMY: OKPEMO OJWH BiJ] OJHOTO a0 y BUTIISAI CKyIT4eHb. Benmki okpyrimi
aMIJIOTUIACTA TIEPEBaKaJIM B 30HI CEIMMEHTAIlll, BOHM OCiIajld HAWaKTHUBHINIEC TiJ Yac 3MIHH
HampsiMy TpaBiCTUMYIy, TOAL SIK APIOHI, KpYIJi IUTACTUAM 30CEpPEIKEHl Mepen SApOM 1 JuIIe
YaCTKOBO 3MIHIOBAJIM CBOE IOJIOKEHHSI, @ BEPETEHOMNO10HI 11032 SAPOM Maibke He OCiIaH.

VY KOXHIH CIopi Tiepe]l MPOPOCTAHHIM BHU3HAYAIN TIEPEBAKHO MO0 5—8 aMUIOXJIOPOIUIACTIB,
K1 JUIMITACS, TOMY Y POCTKaX iX KUIbKICTh 3poctana a0 10—12 (tabm. 1.1.2). YcranosieHo, 1o B
ameKkcl BEPXIBKOBOI KIITHHH OIIBIIOCTI JOCHIIKEHUX BHIB € 30Ha 0€3 IUIacTUi, 1€ 1HKOJIH
MICTUThCS Oarato Tinens [ oabaKi, SKi MOCTa4al0Th €K30IIUTO3HI BE3UKYIHU A0 30HU pocTy (Chaban

et al,, 1998). ¥V BuniB Dicranella cerviculata (Hedw.) Schimp., Leptobryum pyriforme, Bryum
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intermedium (Brid.) Brandow y 30Hi BepXiBKH amiKaJbHOT KJIITUHH YaCTO BUSBIISUIA OJMH BEITUKUMA,

pijie aBa aMisIOTUIACTH, SKi HE CETUMEHTYBAIH.

Taomums 1.1.2

BMmicT aMijIoXJIOpOIUIacTiB y ciopax i pocTKax rpaBiuyTIMBUX BUIIB

KinbkicTh amiioxsioponiacris, 1T.:
Ha3zBa Bupy .
nepen y cropi 3 1BOMa Y IBOX MEePBUHHUX

NMPOPOCTAHHSAM CIIOP pOCTKAMH pocTKax
Bryum argenteum 41+0,3 5,2+0,3 5,704
B. caespiticium 4,6+0,3 5,9+0,2 6,3+0,4
Leptobryum pyriforme 6,0+0,3 8,7+0,2 9,7+0,4
Dicranella cerviculata 8,5+0,3 10,0+ 0,3 13,3+0,5
D. heteromalla 5,604 6,7+0,4 7,2+0,2
D. varia 49+0,3 55+04 6,7+0,4
Tortula truncata 8,2+04 99+0,5 12,1 +£0,5
Ceratodon purpureus 7,5+04 10,1 +£0,4 11,6 £0,5

Busnaueno, mo maibke 50 % amikanbHMX KJIITHH TpaBITponHOi npotoHemu Dicranella
cerviculata MaroTh BEpXiBKOBHIA aMUIOIUIACT, IO HE BIUIMBA€E HA CTYIIHb IPaBIUyTIIMBOCTI KIITUHU
1 mWBUAKICTH cemuMeHTanii tmactun. Y Dicranella cerviculata, Leptobryum pyriforme, Bryum
argenteum 4YiTKO TIPOSIBISIETHCS CEIUMEHTAIlISI aMUIOIUIACTIB, y iHIMX BUAIB — Dicranella varia
(Hedw.) Schimp., D. heteromalla (Hedw.) Schimp., Bryum intermedium BOHa He3Ha4yHa, IIO
KOPEJIFOE 3 HUYKUYOKO IPaBivyTIIMBICTIO IPOTOHEMH.

Bennuuna KyTa rpaBiTponHOro 3ruHy y Leptobryum pyriforme, SKuii BUPI3HSETBCSA Cepen
IHIIUX BUAIB MPHUIIBUALICHHM POCTOM, 3a & roj rpabicTumydsmii gocsraB 60° (puc. 1.1.1).
[TouaTok 3runy y L. pyriforme Ta nepeMilieHHs TUTACTU Y HAPSAMKY il CHJIA TSOKIHHS Bi3yallbHO
MoxHa Oyno mobauntu uepe3 0,5-1 rom micims rpaBicTUMYJAIIL. [3 301IBIIEHHSM TPUBAIOCTI
IpaBiCTUMYJISILIT 3pOcTalia KUTbKICTh aM1JIOIJIACTIB, K1 OCIaIN JOHHU3Y.

[TigpaxyHOK aMilIOIUIACTIB B amMiKAJIbHUX KIITHUHAX CBIMTYHTh, IO iX KUIBKICTh ICTOTHO HE
BIJIpI3HsIACS MK BUIAMH 1 HE 3alie)alia BiJ CTYNCHs TpaBidyTIMBOCTI Moxy (tadm. 1.1.1).
[IpoBeneHi JOCHIKEHHS MIATBEPKYIOTh IYyMKYy, IO KUIBKICTh aMUIOIJIACTIB HE BHU3HAYa€
IpaBiuyTIMBOCTI BUIIB. MOKHa TaKOX CTBEPKYBAaTH, IO TPaBIYYTIMBICTH MOXIB 3pOCTae 13
MIBUILEHHSAM JIOBXHWHU 30HU CEAUMEHTAI] IUIacTH 1 3MEHIIEHHSM CIIIBBIJHOIIEHHS TOBXHUH

KIITHHY 1 30HH 3 aminormiactamu (D/d, Tadi. 1.1.1)



Puc. 1.1.1. HeratuBHo rpaBiTponHa mpoToHema (a) 1 rpaBiTponmHuii 3ruH (0) CTOJOHIB

Leptobryum pyriforme

I'paBizanexHuii picT MPOTOHEMH € BUAOCTICHU(DIYHOIO 03HaKowW. Y Funaria hygrometrica
Hedw. i Ceratodon purpureus (Hedw.) Brid. rpaBiuytnuBumu € npopoctku cnop (IlyHask Ta iH.
2002), a y Pohlia nutans (Hedw.) Lindb., Dicranella heteromalla, Barbula unguiculata Hedw.
JUIIE 3 PO3BUTKOM MPOTOHEMH KIIITHHHM IMOYMHAIOTH pearyBaTd Ha rpasiTtamiio (Jlo6aueBchka,
2006). JIns takux BUAIB MOXIB sik Dicranella heteromalla 1 D. varia XapakTepHOIO € BHCOKa
JUCTIEPCis KYTIB 3TMHY $K HETaTMBHO, TaK 1 IMO3UTHBHO TPaBITPONMHUX TEPBUHHUX POCTKIB.
3ajeKHUM BiJ rpaBiTallii 1 CBiTJIA AJ 6araTboX MOXIB € Tally>KEeHHsI KJIITHH Ta KyT HaAXWITy Taly30K
BITHOCHO OC1 POCTY OPTOTPOITHOTO MPOTOHEMHOT'0 CTONOHY (XOpKaBiiB Ta iH., 2014).

SIK BiZIOMO, HampsiM POCTY POCIHMH PETYJIOETHCS CIUIBHOIO JIIEI0 CBITJAa Ta TpaBiTarii.
Hocmimxenns O.T. Iemkosa (1997), P.T. Pinenpkoro (1999), A.1. Xopxkasmis (2000), K.D.L.
Millar (2010) i3 cmiBaBTOpaMu CBi4aTh, 1[0 CBITJIO HE JIMILE 33/1a€ HAIMPSIM POCTY, aje i MOAYIIOE
IpaBivyTIMBICTh POCIUH, B TOMY YHCIi IpopocTaHHs ciiop F. hygrometrica, C. purpureus (IlyHask
Ta iH., 2002), ramy>xeHHs MPOTOHEMH 1 KyT HaXWiy OOKOBHX Taimy3ok (XopkaBmiB Ta iH., 2015) 3a
Y4acTIO CUCTEMH (PITOXpPOMY, Uy TIMBOTO J0 YEPBOHOTO CBITIIA, Ta (DOTOPELIETITOPIB CHHBOTO CBITIIA,
Kpuntoxpomy i pitorpomniniB (Xopkasuis, [lemkis, 2003; Lariguet, Fankhauser, 2004).

[TouaTkoBO amosysipHi OTHOKIITHHHI criopu C. purpureus y TeMpsiBl IPOPOCTAIH MO3UTUBHO
TPaBITPOITHUM PH30i70M, a depe3 100y 3 MPOTHIICKHOTO OOKY YTBOPIOBABCS APYTHil HEraTUBHO
TPABITPOITHUMA XJIOPOHEMHHI pOCTOK. CIOCTEpEKEHHS 3a MPOPOCTAaHHSIM CIIOP MOXIB UIIOCTPYE
BaKJIMBICTH TpaBiMopdizmy. Bick mepioro moainy 3akiaaanacs BiAIOBIIHO A0 BEKTOpa rpaiTailii,
aJie 3aJIeKHO BiJl YMOB I'PaBiCTUMYJISMIL: SKIIO 3MIHMIIM TOJIOKEHHS YAoK i3 CIOpaMH BiTHOCHO
BekTopa TpaBiTamii Ha 90° abo 360°, Apyruii MPOPOCTOK YTBOPIOBABCS B IHIIOMY MICII —
MEePIEHIUKYIISIPHO 70 Mmepiioro adbo mopsia 3 HuMm (puc. 1.1.2).

[Tepen monioM KIIITHUH CIIOCTEpIraiy TpaBizaliexkHy MIrparito sapa A0 MicIs Mai0yTHhOTO
poctka. [lopymieHHsI cuCTeMH MIKPOTpyOO4OK aHTUTYOYyJIiHOBUMHU OJOKaTopamu iHTiOyBaso pyx

S1pa 1 yTBOPEHHS POCTKA, IO CBIAYUTH PO yUacTh IIUTOCKENETY y nepeMimieHHi sapa (Demkiv et
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al., 2003). IToxibuuii Mmexani3m rpaBiMop(di3My BCTAHOBIIEHO IS JeTepMiHallii JOP30BEHTPaIbHOI
oci sinekmituan Fucus distichum L. (Qu, Sun, 2008; Nick, 2013). I'paBizanexHuii pict sk
MEPUIOro PU30IMHOTO, TaK W APYTOro XJIOPOHEMHOTO POCTKIB, CIIJ PO3TJSNATH K aTalTHBHY
peaKIIito, 0 CIPHUsIE 3aKPITUICHHIO HEBETMKUX MOXOBHX POCIHH y CyOCTpari, a TOJIOBHE, BUXO1y Ha

CBITJIO aBTOTPO(PHUX KIITUH MPOTOHEMHU.

Puc. 1.1.2. Opienramis npopoctkiB Ceratodon purpureus 3alleXXHO BiJl BEKTOpa
TPaBICTUMYJIy: @ — CIIOpa 3 PU301IOM, SKHI HANpaBJICHUW IOHU3Y, Ta XJOPOHEMOIO, IO POCTE
BBepX; b — micns mepeopienTanii yamku Ha 360° yTBOpPHUBCSA XJIOPOHEMHMH POCTOK, SKHH pOCTe

NapajeabHO 10 pU301aa.

1.2. XapakTepucTuka rpaBiuyTauBocTi Ha rametodiTHii (ramerodopu) i cnopodiTHii
(coporonm) cragisix po3BuTKy MoxiB. IIpocTopoBa opienTauis cnopodgiry

I'paBiuyT/IMBICTh Pi3HUX BHIIB BiApi3HsIACA HA CTAIisX PO3BUTKY TraMeTo(iTy 1 criopodiry.
JluctkocteOsioBi aronu Leptobryum pyriforme 0ymu menme rpaBiaymimBumu (32,3 £1,3°), Hik
npotoHema (65,9 £ 1,8°). ['paBiuyTIUBICTh pereHEPATHBHOT MPOTOHEMH, SIKa YTBOPHIIACS 3 TIArOHIB,
MOPIBHSHO 3 MPOTOHEMOIO 13 CIIOp, 3HWXKYBanacs y Bryum argenteum 1 Dicranella varia. Y Bryum
caespiticium Hedw. 1 Tortula truncata (Hedw.) Mitt.,, HaBmaku, TpaBiuyTIuBimIONW Oya
pereHepaTHBHAa NPOTOHEMAa 3 TAaroHiB. YHMCIEHHI TpaBiYyTIWBI CTOJIOHH BTOPHHHOI MPOTOHEMH
YTBOPIOBAIIUCS Y TEMpPsIBI BHACHIAOK pereneparitii rametodopiB Tortula modica R.H.Zander (puc.
1.2.1).

VY 3agapboBanux J,KJ i307b0BaHUX MOJIOIUX CIIOPOTOHAX AMIJIOIUIACTH TIEPEBAKHO
HarpoMa/DKyBaJINCS y KJIITHHAX CTONMM 1 BEPXHBOI amikajapbHOI pocToBoi 30HM. Ha HiKKax
chopMOBaHUX CIOPOTOHIB BHAULJIUCSA JIOKaJbHI KJIITHHUA (CTaTOIMTH) 3 aMIJOTUIaCTaMH
(craromitamn). I1lig yac pocTy HI’KKH CIIOPOTOHY CTaTOIUTH PO3MIIIYBaIUCsI OKPEMUMH 30HAMHU, a
nepes; (GopMyBaHHSAM KOpOOOUYKM BiZOYyBaBCS MEPEpO3NONi CTATOLHUTIB 1 KpOXMallbHI 3€pHa

MaKCHMAaJIbHO HAarpoMajpKyBalluCs y MU KopoOouku (puc. 1.2.2 a). Hamani came y wiit 30Hi
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HIXKKa CIIOPOTOHY 3TMHajacs 1 HaiOuiblle aMuTomIacTiB 0yjo Ha BUIYKJIOMY Oolli, a HailMeHIIe —

Ha YBICHYTOMY.

Puc. 1.2.1. Yuacnigok pereneparitii rametodopiB Tortula modica yTBOPIOEThCS BTOPHUHHA
rpaBiuyT/IMBa TpPOTOHEMa (CTpilKa BKa3zye Ha KIITUHA OCHOBU JIUCTKA, IO pPEreHEpYIOTh

HalyJacrime).

JlocnmiKkyBany BIUTMB TpaBiTallii Ha MPOCTOPOBY OpieHTarito Ta MopdoreHes crnopodity
MOXiB. BcraHOBIEHO, 110 CHOpPOroHH (OPMYIOThCA [K OiMONsgpHA CTPYKTypa 3 amiKaJbHUM 1
0a3aJIbHUM [EHTPAMU POCTY, HAMPSM SKOTO 3MIHIOETHCS BITHOCHO BEKTOpa TpaBiTallii. YHaACTIIO0K
0a3aJIBbHOTO POCTY CHOpPOdIT BPOCTaB y TKAaHWMHU TaMmeTodiTy 1 Ha Iid CTaaii Opi€eHTyBaBCS
HETaTUBHO T'PaBITPOIHO. AKTHBAIlisS alliKaJbHOTO POCTOBOTO IEHTPY CIIBHaAasia 3 MPUITHUHEHHIM
0a3aJpHOIO pOCTY 1 MEPEOpIEHTAll€l0 TO3UTUBHO TIpaBITPONHOI peaklii Ha HEraTHBHY
(Lobachevska et al., 1998). PezynbpraTom Takoro pocty € HaxuiaeHa (popma KopoOOUOK, HAITPUKIA]T
y B argenteum i Grimmia anomala (puc. 1.2.2). JIns ogHUX BHJIB MOXIB T'PaBi3aJIeKHOIO €
MMPOCTOPOBA OpIEHTAIlSI KOPOOOUOK, IS IHIHUX — (POpMyBaHHS BHAOCTICHH(PIYHUX KOPOOOUOK.
OxpimM TOro, mo ¢opma i HPOCTOpOBa Opi€HTALsl KOPOOOUKM € TAaKCOHOMIYHOK O3HAKOIO,
YTBOPEHHSI CXMJICHOI KOpPOOOYKHM € TpaBiaJalTUBHOIO pPOCTOBOIO peakuieio (JlobayeBchka,

Xopkasiiis, 2014).

Puc. 1.2.2 a) — bopMyBaHHS 3TUHY CIIOPOTOHY Bryum argenteum B ymoBax 1 g; cTpiakaMu
HO3Ha'-ICHi MiCI.[?I MAaKCUMAJIbHOTO HAarpoOMa/PKCHHs KPOXMAaJII0 y CTaToluTax HIKKHA CIIOpPOTOHY Ta
UK  KopoOouku;, b) — mpupoaHa naepuuHa Grimmia anomala Hampe 13 HaxWICHUMH

KOpOOOYKaMH; ¢) — OKPEMHI CTIOPOTOH 3 HAXUJICHOIO KOPOOOUKOIO



21

I'opuzoHTansHe KIiHOCTaTyBaHHS ramMeTodopiB Ha cTafil (hopMyBaHHS KOPOOOUYKH HE JIUIIIE
3HMKYBAJO PEOPIEHTALII0 HIXKKH CIIOPOTOHY, a i 1Hri0yBano audepeHuiamio TKaHUH KOPOOOUKH.
lle BrmmBanmo Ha 3aBepHICHHS (OPMYBaHHS TKaHMH KOPOOOUYKH i, SIK HACHIJOK, YTBOPIOBAIHCS
JIUIIIE 330BHI1 3pii KOPoOOUKHU 3 HeAUDEPEHITIHOBAHOIO CIIOPOTEHHOI0 TKAHWHOIO a00 CTEPHIIBHUMHU
cnopamu. Ilicng kimiHOCTaTyBaHHS 4acTo 3MiHIOBanacs (opma kopobouku. Y Pohlia nutans ta
Bryum intermedium yTBOpIOBAJINCS MaiiKe NMPSIMOBUCHI KOPOOOYKM 0€3 BHUIMMOTO 3THHY HIXKKH
CTHIOPOTOHY, y Bryum argenteum 3amMiCThb CUMETPUYHO-BHIOBKEHUX — KYJISACTI, 9aCTO BUKPHUBIICHI
KopobOouku. TakuM YHHOM, TPaBi3ajeKHOI € TMPOCTOPOBA OpI€HTAIlis] KOPOOOYOK OJHUX BHIIB
MOXIB, /ISl IHIIMX — I'paBi3aleXHUM € (OpMyBaHHs BUIOCTIELIUPIUHUX KOpoOOouoK. OKpiM TOro, 110
dbopMa 1 mpocTopoBa Opi€HTAlisT KOPOOOUYKH € TaKCOHOMIYHOKO O3HAKOI, YTBOPEHHS CXHJIEHOI
KOpPOOOUYKH € TPaBiaJaiTUBHOI POCTOBOKO PEAKIli€0. Y BUJIB, SIKI MOCEISIOTHCS TEPITUMHU Ha
MOPYIIEHUX CyOCcTparax, i3 HaXWJICHUX KOPOOOYOK CHOpPU BUCIBAIOTHCS MOOIHM3Yy OaTbKIBCHKUX
JIEpHUH, 10 3aBJSKU JIOKAIBHOMY 3aKpIIUICHHIO 1 PO3POCTAHHIO JIEPHUHU, CIIPHsE IIBUIKOMY

3aCeJICHHIO MOXaMH1 O1IBIIOT TEPUTOPIi.

11.3. BnumB rpasitanii Ha (PeHOTHIIHY MiHJIMBicTH rameTodiTy

[HIIMM TpUKIAIOM TpaBizaliexkHOro MopdoreHesy A ACSKUX BUIIB € clipalbHa dopma
pocty mporoHemH MoOXiB. CmipaibHi HPOTOHEMHI JAEPHMHHU CIIOYATKy 3HAHIUIM Yy KYJIbTYpi
OJTHOCIIOPOBHUX MOXOBHX JICpHUH. Y 3BUYalHUX YMOBAaX OCBITJICHHS 1 rpaBiTallii mpoToHEMa pociia
panianbHO, GOPMYIOUYM CUMETPUYHI JEPHUHH, a Micis AudepeHIiamnii KayJIoHeMH 1 3aKiagaHHs
OpyHBOK ramMeTo(hopiB CHHXPOHHO 3aKpyuyyBaslacs y BUTIISII cripaneil. Bnepie cnipanbHy Gopmy
JNepHUH mpoToHeMu Funaria hygrometrica, Fissidens bryoides, Burbula unguiculata, Pottia
truncate, Bryum spinosum, Dripanum scoparium i Polytrichum sp. omucasm M. borm 1 JI. Kodnep
(Bopp, 1983; Kofler 1959), a sromom A.C. Jlazapenko i3 ciBaBropamu (JIazapenko ta iH., 1961).

B ymoBax MmikporpasiTallii Brepiie Ha pociichbkux OiocymyTHUKaXx ,,buon-11" 1 ,,DoToH”, a
mizHime Ha 6opTy KocMidHMxX kopaOmiB CILA ,,Columbia” BHUABIEHO cmipaibHUIl PICT ACPHUHU
Ceratodon purpureus, a 3ronoMm ¥ inmmx BuaiB (JlemkiB ta iH., 2006). Y KOHTPOIbOBAaHUX yMOBaX
Ha CBITJI AepHuHa Barbula unguiculata i Leptobryum pyriforme nabyBae crnipanpHoi (hopmu (puc.
1.3.1). YHikanpHI JOCHiIM B yMOBax MIKporpaBiTalii, Ae choipaibHa (opma po3BUBanacsi 3a
BIJICYTHOCTI CBITJIa 1 TpaBiTallii, CBiYaTh, 10 MOP(OTEHE3 PEryIIOE€THCS, HacaMIepe, €HIOT€HHO.
CripanbHICTD IHIIIIOETHCS HAXWIOM KIITHHHOI NEPETHHKH ITiJ] YaC MITO3y amiKaldbHOI KIITHHH Ta
nudepeHItiamiero KayJoHEMH 3 KOCHUMH MUKKIITHHHUMH TIEPETHHKAMH, IO JAETEPMIHYE HAIpPsIM
CHIpalbHOTO pocTy. BcTaHoBIEHO, IO pafiaibHUM pICT NPOTOHEMHOI AECpHUHU Leptobryum
pyriforme Schimp. Ha HU3bKUX IHTEHCUBHOCTSX O1IOT0 CBiTJa 1 BUIIIH KOHIIEHTpALlli MiHEpaIbHOTO
cepeloBHINa 3MIHIOBAaBCA Ha CIipalibHU (QeHoTtun aepHUHM. | Te, mo cripadbHUid (EHOTHUN HE

3aB)KIH BUSBISIETHCS Y KUTTEBIH (POpMI MOXIB, € pe3yJIbTaTOM BIUIMBY CBITJIA, TpaBiTallii Ta yMOB



22

cepenoBuina. ToMmy Il OJHUX BHUIIB 1€ TpaBi—, a AN IHIOIMX CBITJIO3aJeKHUNH MOpQoreHes

(JdemkiB Ta iH., 2009).

B.unguiculata F.hverometrica

Puc. 1.3.1. PagianpHa 1 cmipasibHa QopMa OepHUH MOXIB: pajiaibHa JepHUHA Barbula
unguiculata 1 cuipanbHa nepHuHa Leptobryum pyriforme copmyBamucs Ha CBITIi; AyromnoaiOHi

CTOJNIOHM Funaria hygrometrica yTBOPWIMCA MICIIs KJIMHOCTATYBaHHS 1 MIKpOTpaBiTalii.

PO3BUTOK KOCMIYHOI TEXHIKH CTBOPHB YMOBH ISl JOCIHIDKEHb POCTY POCIHH 1, 30Kpema,
MOXIB B yMOBaXx Mikporpasitauii. Ha migctaBi oTpuMaHuX pe3yibTaTiB OyJ0 BCTaHOBIEHO, IO
CHIPaNbHICTh MPOTOHEMH MOXIB € CHAaJKOBUM IPOSBOM MOP(OIOTriuHOI (GOPMH AEPHUHKH, SKY
MO’KHA BHSIBUTH 3aBJSIKM CIUTBHIA Jii €HA0— 1 ek30TeHHuX crenudigaux (akropis. BuznaueHo
TaKOX, IO CHIpaJdbHUN PICT PO3MOYHMHAETHCA Micis AudepeHmianii KayJIoHeMHu 1 Uit 0aratbox
BHUJIIB € TPaBI3AIC)KHUM SIBUIIIEM: HErpaBiuyTiauBl cTrosioHu C. purpureus pOCTyTh Y 3MIHEHUX
yMOBax rpaBiTallii CripajibHO, a TpaBiuyTIuBa KayJloHeMa B. unguiculata criipalbHUX CTPYKTYp HE
yTBOpIo€. Tomy, MOKEMO NMEPEKOHJIMBO CTBEPIKYBaTH, IO CHipaJIbHUM YM IJIariOTPONHUMA picT
MPOTOHEMH € PE3yJbTaTOM B3a€EMHOIO BIUIMBY CBITJIa 1 TpaBiTamii, y SKOMY CBITIO OOMEXYy€

aCUMETPHUYHY JII10 TpaBiTallii.

1.4. Oco0s1uBoOCTI rpaBipeakuiii MOXiB 3a/1€5KHO BijJl €KOJOTIYHUX YMOB

HarnsgauMm B3ipmeM TOro, MO y PI3HUX EKOJOTIYHMX YMOBax IIiJ] BIUIMBOM TpaBiTamii
dbopmyroThes crienudivudi TpomizmMu € Bryum pseudotriquetrum. Y CTaHOBJICHO, 1O J1B1 (POPMH MOXY
B. pseudotriquetrum 13 x1iMaTHYHO BIAMIHHUX IPUPOIHUX JOKATITETIB (AHTApKTUKH 1 JIbBIBCHKOT
00J1.) MO-pi3HOMY pearyBajM Ha IpaBiTaiio. 3a3BU4ail A 6araTboxX BUIIB MOXIB TPaBiuyTIUBOIO €
IOBCHIJIBHA CTaJlis — MPOTOHEMA, TOJI K TaMeTo()OpH MOXKYTh 1 HE MPOSIBIIATH Tpomizmy. [IpoTte, y

B. pseudotriquetrum 3 AHTapKTUKH TpaBidyTAuBUMH Oynau rametodpu (puc. 1.4.1 a), 3 OKOIUIH M.
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JIbBOBa TpaBiTPOITHO pOClia MPOTOHEMA, a TaMeToOpH MEHIIE pearyBald Ha rpasiTamito (puc.
1.4.1 b). Iicns rpaBicTUMYIIALIT y Ta3yxax JUCTKIB raMeTo(opiB aHTAPKTHUYHOI eKOMOp(hHU MOXY

YTBOPIOBAJIUCS YHCIICHHI BUBOJKOBI OyJIh00UKH, a y JBBIBCHKOI — Ha PH30iJHUX CTOJOHAX (pHC.

1.4.1 a,b).

Puc. 1.4.1. JIBi exomoptdu B. pseudotriquetrum 3 pi3HOIO TPaBIUyTJIMBICTIO OpraHiB
rametoQiry:

a) — aHTapKTUYHA MTOMYJIAIIS 3 TPaBIYyTIMBUMH TaMeTo(popaMu, B OCHOBI SKUX YTBOPHIIHCS
BUBOJAKOBI OynbOOUKH; b) — JbBIBCbKA MOMYJAIiS 3 TPaBIUyTIMBOIO MPOTOHEMOKO 1 MEHII

Yy TJIMBUMU ITarOHAMH Ta pU30ITHUMH OyJIb00UYKaMH Ha MPOTOHEMHUX cTonoHax. lltpux = 1,5 cm

VY BIANOBiAb Ha TEpEeOopieHTAIlil0 TPaBITPONHOI MPOTOHEMU 1 ramerodopis B.
pseudotriquetrum 3 BEpTUKAJIBHOTO Yy TOPH30HTAJIbHE TOJ0KEHHS MOCTYIIOBO 3THHAJIACs BepXiBKa
MPOTOHEMH a00 TMaroHa yHAcHiJIOK 3MilIEHHS POCTOBOI 30HM. BenmumHa KyTa 3THHY BEpXiBOK
MaroHiB 1 amkKajabHUX KIITHH MPOTOHEMH OyJia TOKAa3HWMKOM YyTJIMBOCTI POCIWH JO TpaBiTamii
(Tabmn. 1.4.1). Sk BusBUIOCS, TPOTOHEMA 1 TaMeTOPOpH OOUIBOX 3pa3kiB B. pseudotriquetrum mo-
pi3HOMYy pearyBalid Ha BIUTMB TpaBiTauii. HeraTuBHMII rpaBiTpomi3M BIACTHUBHI ramerodopam
AQHTAPKTUYHOI 1 MPOTOHEMi JBBIBCHKOI eKoMOpd, TOHMi SIK MPOTOHEMa i rameToopH 3pasKiB,

BI/IMOBITHO, 3 AHTAPKTHUKH 1 OK. JIbBOBa HE MPOSBIISIIN YITKOTO TPOITI3MY.

Taomuus 1.4.1
Brutus rpasirtallii Ha BeTMYUHY KyTa 3THHY BEPXIBKU MPOTOHEMHU 1 TIATOHIB MOXY Bryum

pseudotriquetrum 3 pi3HUX KIIMAaTHYHUX 30H; TPUBAIICTH TPaBiCTUMYJIAMIT 12 TO

B. pseudotriquetrum, ¢, rpan
BapianTn nocainy

3 AHTapKTI/IKI/I 3 OKOJHUIb M. JIbBOBa

[Iporonema 0 84,7+2,1

[Taronun 79,3 +4,3 2,8+0,2
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OTxe, rpaBiuyTIMBICTh MPOTOHEMH 1 ramerodopiB B. pseudotriquetrum cdopmyBanacs
3aJIe)KHO BiJl €KOJIOTIYHUX YMOB. MaOyTh, afanraiiisi 10 YMOB KOPOTKOTO BETeTalliifHOTO Mepiogy
AHTapKTUKU CHpUsIIA IIBUIICHHIO T'PaBIYyTJIIMBOCTI raMeToQopiB MOXY, Ha SKHX 3aKJIaJaiucs
OpPraHM BEreTaTHBHOTO DPO3MHOKEHHSA. 3aBISKH TPOMi3MaM 1 NPUIIBUALICHHIO PO3MHOKCHHS
rpaBiBiAuyTTS rameTo(opiB MarOTh MepeBaru y >KUTTEBIN crpaterii B. pseudotriquetrum 'y
CTPECOBUX yMOBaxX AHTApKTHKH, HANpPUKJIAA TMOTEIUIiHHS 1 3aTomieHHsA. JIumie yTBOpeHHS Han
CyOCTpaTOM HETraTUBHO TPaBITPOIHUX TaMeTO(OpiB 3MOIIIO €HEPreTUYHO 3a0€3MEUNTH MIBHIIKE
BEreTaTUBHE PO3MHOXKEHHSI BUBOJKOBUMH OyJIb0OYKaMH, IIO CHPHUSUIO BIDKMBAHHIO POCIHH 1
PO3MHOXEHHIO ITiJ] 4aC KOPOTKOTPUBAJIOTO BECHSHOTO Iepiogy AHTapKTHKH. ToOTO, y BiAMIHHHX
€KOJIOTIYHHUX YMOBax c(OpMyBaJHCs CIELiaNi30BaHi rpaBipeakilii, 0 Majo BUpIIIAIbHE 3HAYCHHS
JUISL CTpaTerii BHKMBAHHS, YTBOPEHHS MOXOBOTO TOKPHBY i NMOIIUPEHHS B. pseudotriquetrum 'y
pi3HHX KJIIMaTUYHUX yMOBax. Y TpaB’SHUX POCIHH, Hamp., myuHuka Deschampsia antarctica
Desv., B ymoBax AHTAapKTHKH YTBOpHJIAcCsS aTHUIIOBa CTPYKTypa Me30(pily 3 YHCICHHUMH
BE3MKYJaMH, 10 eKkpaHyoTh Y D-pajianito, 1 po3BUHYIUCS 1HIII MOP(OreHEeTHYH] 3aXUCHI peaKii
(Tapan Ta iH., 2007). OTKe, TOMY 110 B AHTapKTHII POCIMHHU TPOTITOM BETETALIHHOTO MEpiomy
3a3HAIOTh TPUBAJIOTO BIUIMBY HU3BKUX TEMIIEpaTyp, HaaMipHOro Y® onpoMiHEHHs, 3aTOIUICHHS, a
TaKOX 32 y4acTIO rpaBiTallii, HOSBUIKCS crielu(ivyHl MEXaHi3MU, 110 B TAKMX YMOBaX 3a0e3Meunin

1X BDKUBaHHS.
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PO3/IJ 2. BUBUEHHS PENPOJAYKTUBHOI'O PO3BHUTKY MOXIB B YMOBAX
CTAJIOI 1 BSMIHEHOI BEKTOPHOI JIi TPABITAIII

2.1. AHani3 BereTaTMBHOr0 Ppo3MHO:KeHHsI Leptobryum pyriforme Schimp. y
Pi3HMX YMOBaX CWJIHN THKIHHSA

OkpiM TOrO, IO TpaBiTamis Ta I1HII EKOJOTiYHI (aKTOpH OEPyTh Y4YacThb y peryJismii
Mop¢oreHe3y OpiodiTiB Ha pi3HUX cTanisax oHToreHesy (Ripetskyj et al. 1999; Schwuchow et al.,
2002; JlemkiB Ta iH., 2005), 3eMHe TsOKIHHS BIUIMBA€ 1 Ha PEMPOJIYKTHBHY CTPATEril0 MOXIB.
BaxxinBoro popMoOr0 perpoIyKTHBHOI 010JIOTii MOXIB € pereHeparliitHa 31aTHICTh K HAWTTPOCTITITHIA
1 BOJJHOYAC HaWMOImuUpeHimui crocid BereraruBHoro posmHoxkeHHs (Glime, 2006; Graf, Rochefort,
2008). 3 ornmsay Ha MopdoreHes, CyTh pereHepallii MOXiB MOJSATae B TOMY, 110 Y MEBHUX yMOBax
Oyab-siKa 130J1b0BaHa KJIiTHHA TaMeTo(diTy uu crnopodiTy MOXKe YTBOPHUTH BTOPUHHY MPOTOHEMY (31
criopodiTy IWIUIOIMHY), HA SKiA IMIBH/IIC, HIK HA TMEPBUHHIN MPOTOHEMI 31 CIOP, PO3BUBAIOTHCS
JIMCTKOCTEOJIOB1 MMAarOHM 1 BiTHOBIIOETHCS LUTICHICTD ICPHUH.

AHnai3 pernpoayKTUBHOTO PO3BUTKY JESKUX BHJIIB MOXIB 3aBepIlye LUK POOIT MPO BIUIUB
3eMHOTO TSDKIHHS Ha oHToreHe3 OpiodirtiB ([emkiB Ta iH., 2009; JlobaueBchka, Xopkasilis, 2014;
Kusk, Xopxkasuis, 2015). Sk mpaBuio, OUTBIIICTF MOXIiB PO3MHOMYETHCS SIK BETETaTUBHO, TaK 1
TEHEPATHBHO, OJHAK CTaTeBE PO3MHOXKEHHS 1 pO3CIBaHHSA CIOPp MOXIB YacTO OOMEXeHe
KJIIMaTHYHAMHM yMOBaMH 1 TOJi Oe3cTareBa PEmpoyKilis CTa€ BU3HAYAIBHOIO CTAAI€I0 KUTTEBOI
icTopii Ta e()eKTUBHUM MEXaHI3MOM IIBUJIKOTO JOKAJbHOTO 3aCEJIEHHS 1 3aKpIIUIEHHS MOXY Ha
neBHiil repuropii (Glime, 2006; Frey, Kiirschner, 2010).

Jns  rpaBiuymiMBoro BUny Leptobryum  pyriforme  ynepuie — eKCIEPUMEHTAJIBHO
BCTAHOBJIEHO, 110 PO3BUTOK BUBOJKOBHUX TiJIellb, SIKI € OpraHaMU BEreTaTUBHOI'O PO3MHOXKEHHS 1
3amacaHHs IMOKMBHUX PEYOBHH, sBHIIE TpaBizanexHe. [lokazaHo, 1m0 mia yac rpaBicTUMYJIALII,
BUBOJIKOBI TUIbI L. pyriforme yTBOPIOBAJMCS Ha MPOTOHEMI 3HAYHO MIBUALIE 1 Oyno iX yzaBidi
Oimprre, HK Ha cBiTm (puc. 2.1.1). Ilicns kimHOCTATYBaHHS BUBOIKOBI Tumbls L. pyriforme
3aKIafaIuCs 13 3ami3HEHHSAM 1 MEHINe, IOPIBHAHO 3 TPaBICTUMYJIbOBAHOIO IMPOTOHEMHOIO
JIEpHUHOIO.

Omxe, yHacHmiZOK pi3HOT YYTJIIMBOCTI CTajiii OHTOTEHE3y 1 akceiepalii BEreTaTUBHOTO
PO3MHOXKEHHS TpaBiTallisi MOJU(IKY€e PENPOTYKTHBHY CTPATETiI0 MOXIB, CIIPHUSIOYN 1X BHKHBAHHIO
B HECTIPUATIUBUX YMOBAaX.

B exkcrpemanpHMX ~ yMOBax  BOJHOrOo  Je(pIUUTy  BEreTaTUBHE  PO3MHOKEHHS
CTeliaTi30BaHUMHU O€3CTaTeBUMHU OpraHaMu 3a0e3redye He JIHIIE JIOKaJbHE MOLIMPEHHS MOXY,
MOJIETIIY€E TIOTJIMHAHHA 1 YTPUMaHHS BOJAW, a W MIATPUMKY TOMYJISMii 3aBISIKH TPUBAIOMY

30epexxeHHI0 0aHKy )uTTe3naTHux miactop (JlobaueBcrka, Pabuk, 2012).
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Puc. 2.1.1. TIpotonema Leptobryum pyriforme 3 BUBOAKOBHUMH TUIBLISMH: 1HTCHCHUBHIILIE
YTBOPEHHSI BHBOJKOBHX TIIEIlb HA TpaBITPOIHiN mporoHeMi (a), HDK Ha cBITHiI (b); CTPULIKOIO

BKa3aHO Ha BUBOJIKOBE TuIblle MOXY. LlITpux = 500 mxMm (a,b)

VY cTpecoBUX yMOBaX MOCYXH OCMOTHYHO aKTUBHHMH HPOJIIH CIPUSE MiABUIECHHIO BOJAHOTO
MOTEHIlialy KJIITUH POCIMH 1 3MEeHIIye piBeHb ix momkomkeHHs (Kopatom u ap., 2003; Baiinep u
ap., 2014). Busnaueno B3aemoBumB mnposiny i IIET-6000 Ha rpaBizajexHe yTBOPEHHS
BHBOJIKOBUX TUICIb BHIY MOXY L. pyriforme, mo 31e017IbIIOT0 TPAIUIETHCS HA 3BOJIOKCHOMY

rpyHTi (Tabm. 2.1.1).

Tabomurs 2.1.1

BrnuB ocMOTHYHO aKTUBHUX PEUYOBUH Ha rpaBizajiekHe (opMyBaHHS BUBOJKOBHX Tiielpb Ha 20-

NeHHi# npoToHeMi Leptobryum pyriforme

KinbkicTh BUBOAKOBHX TiIenb / 1 JepHUHY, HIT.
YmoBu gociainy . .
nicJis nicJs -
. Ha CBiTJIi
rpaBicTUMYJasiil KJIMHOCTATYBAHHA
[pomin, 1 MM 70,3+ 1,3 61,6 +33 65,4 +2,1
IIET, 3 % 84,1 £2.7 56,4 +3,1 40,2+ 2,5
IIEL, 5 % 18,2 +0,9 9,0+ 0,7 4,6 £0,2
[pomin + 5 % IMET 50,3 £3,1 32,4 £1,2 30,7+ 2,8
I'paBiTpornHa mporoHeMa 60,8 +2.4 37,3 +£2.,9 —
IIporoHema Ha cBiTIII . . 30,4 42,0
(KOHTPOJIB)

Buznaueno, 1o BUBOJKOBUX TiJICIh B YCIX BapiaHTaX OCHIAY YTBOPIOBAJIOCS O1IbIIIE TICIISI
rpaBicTUMYJIALIT, HDK Ha cBiTil (Tabn. 2.1.1). 3 % IIEI" ctumymoBaB (opMyBaHHS BHBOJIKOBUX
TiIEelb HaWOLIbIIE HA TPABITPONHIA MPOTOHEMI, MOPIBHSAHO 3 NMPOTOHEMOIO 31 CBiTHA 1 Micis
KIIMHOCTaTyBaHHA. Big3HaueHo, [0 HE3HA4yHa BTpaTa BOOU Yy CyOCTpaTi € CTUMYIIOIOYHM

(hbakTOpOM NIl YTBOPEHHS CIEIai30BaHNX OpraHiB BEr€TaTUBHOTO PO3MHOXKEHHsI, NTPOTE BILIWB
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5 % IIETYy Ha (opMyBaHHS BUBOAKOBUX Tineub L. pyriforme GyB Habarato Tokcuunimmm. Moro
iHriOyroya [is 3MeHIIyBajacs 3aBASKWA TpodiHy 1 rpasitamii (tabm. 2.1.1). Panime nns B.
argenteum BctaHoBieHo, mo I1EI, ABK Ta caxaposa iHillilOBaJdl YTBOPEHHsS T'eM Ha MOBITPSHIN
po3ranmyskeHil xjiopoHemi Ha cBiThi (JlobaueBcrka, Padbuk, 2012).

Orxe, B yMOBax BOAHOro AcINUTY MOJSIPU3YIOYA Jisl TpaBiTallii MOXE BHUKOHYBATH
OCMOPETYIIATOpHY (DYHKIIIIO0 Ta OYyTH aKTUBHUM YMHHUKOM JUIsl 1HIIIAIii BIAHOBJICHHS 1 MOCUIICHHS
BEreTaTUBHOTO PO3MHOXKEHHsS. Y Takuil crmoci0 Oifpila BCMOKTYBaJbHAa CHJIA YHCICHHUX
amiKaJIbHUX KIIITHH TPaBITPOITHOI MPOTOHEMH JI0 MTEBHOI Mipy MOTJIa MIATPUMATH BOJHUH OanaHcC i,
OYEBHU/IHO, CTUMYJIIOBaTH PO3BUTOK CIELIATI30BAHUX BUBOJKOBUX OpraHiB. Y HECHPHUATIMBUX
€KOJIOTIYHHUX YMOBAX L€ CHpUs€ MiIBULIEHHIO OCMOTUYHOTO0 TUCKY B KJIITUHAX POCJIMH Ha MOYaTKy
iX BIDKMBAHHS, ONTUMI3y€ PENPOAYKTUBHY CHPOMOXKHICTh Ta 3a0e3reuye 30UIbIIEHHS MOXOBOTO
MTOKPUBY.

Takum ymHOM, TamMeTO(iTHA CTajisl PO3BUTKY MOXIB aIanTyeThCS 10 TpaBiTaIlli Ta 1HIIHX
€KOJIOT1YHUX YUHHHKIB YHACHIOK 3MiHU MOP(OJIOTIYHOI CTPYKTYpH — 301IbIICHHS iIHTEHCUBHOCTI
rajly>KeHHsI, KUIBKOCTI OpYHBOK 1 OpraHiB BEreTaTUBHOI'O PO3MHOXKEHHS, NPHUIIBUIIICHHS IX

PO3BUTKY Ta MEPEXOIY PaIiaIbHOTO POCTY B CITipAIbHUH.

2.2. CrareBa CTPYKTYypa i NPOAYKTUBHICTH OAHOAOMHOTO Physcomitrella patens (Hedw.)
B. S. G. i nBogomHuoro Bryum argenteum Hedw. BuaiB moxis

Mopnemno A TOCHIIKEHHS] TeHEPaTUBHOIO PO3MHOXKEHHS B yMOBaX 3MIHEHOI IpaBiTalii
OyB omHomoMHMU BUA Physcomitrella patens, OHTOTEHETHUYHUW IIUKII SKOTO Yy JaOOpaTOPHIM
KyJbTypl TpuBaB 1Ba wicsmi. Jlnsg MoOXy BiacTHBa BHCOKA TpaBiUyTJIMBICTH Ta CHEHHU(IUHI
rpaBipeakiii Ha pI3HHX CTaJisiX PO3BUTKY: B yMoBax lg P. patens yTBOpIOBajia TpaBiTPOIIHI
MPOTOHEMHI CTOJIOHHU, TpaBiuyTINBI rametodopu Ta croipanbHy nepHuHy (lemkiB Ta iH., 2009).
Taxi perorunHi Moaudikarii, 6e3 CyMHIBY, PO3IIUPUIN CUCTEMY aJanTarlii BULY 0 CHEIU(iTHIX
YMOB MiCII€3pOCTaHb, 30KpEMa Ha BOJIOTUX NIEPEOPAHUX I'PYHTaX.

I'paBiuyTnuBicTh P. patens BU3HAYaiM y CTAlllOHApHUX ymoBax lg Ta micas 14-geHHOro
TOPU30HTAIBHOTO KJIMHOCTAaTyBaHHS. SIK y KOHTPOJi, TaK 1 Mmicias KIMHOPOTalii, Ha MaroHax
OJTHOJJOMHOI JIpHUHH TiepeBa)kasiu roji (0e3 MmepuroHaIbHUX JUCTKIB) YOJOBIYl CTAaTEBI OpraHd
(Tabm. 2.2.1), xoua ix yTBOpeHHs 3arpumyBajocs Ha 9—10 muiB. Pesympratn anamizy crareBoi
eKcIpecii cBiuaTh, 10 aHTEPU/Iii, TOPIBHSHO 3 apXETOHISIMU, IIBU/IIE AO3PIBad HAa KIMHOCTATI,
iX yTBOpIOBaJIOCS MEHIIE, HDK y KOHTPOJi, 1 BOHM OyJiM YyTIMBIIIMMM 0 3MiHM TpaBiTalii —
KUTBKICTh HE3pUIMX aHTepHiiB 30impimyBanacss y 1,5 pasu. [cTOTHOro BIUTMBY KIMHOpOTAIl Ha
(dhopmyBaHHS CITOPOTOHIB He Bim3HavyeHo (puc. 2.2.1). [Ipore abopTHUBHUX CHIOpP yTBOPIOBAIOCS HA

5-10 % 6inbIe, a BIICOTOK CIIOP, SIKI MPOPOCTANIH, 3MEHIITYBaBcs Bif 75 10 60.
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Taomuus 2.2.1
OriHka ctaTeBoi NPOLYKTUBHOCTI MOXY Physcomitrella patens (Hedw.) B.S.G.; npoananizoBano

250 nmarouis

KinpkicTs cTaTeBUX opraHis, KiibkicTb, %
. LIT.
YMmoBH gociainy
apxeroHiis antepuniis | PEPTWIBHUX | cpoporonin
NaroHiB
KonTponb 852+24 230,0£3.5 67,8 1,7 88,6 £3.9
KinmnocraryBanHs 79,7+ 1,8 158,6 £ 2,7 59,7+2,1 79,9 +£4,1

VY mepmomMy MOKOJIHHI TICS KIMHOPOTAIlii MOXOBa JIEPHUHA PO3BUBAJIACSA TMOBLIBHIIIE,
ramMeTo(opiB YTBOPIOBAJIOCS MEHIIE, MPOTE y HACTYMHIM reHepaumii pi3HMI MK KOHTPOJIEM i

JIOCJILAOM HE BUSIBIISIIU.

'b '
4'”
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Puc. 2.2.1. Ongnonomua aepuuna Physcomitrella patens (Hedw.) B.S.G. i3 3anypeHumu y
nepuxeniaibHi JUCTKUA KPYTIISICTAMHA KOpOOOUKaMu:

a — KOHTPOJIb; 6 — micyis kimHocTatyBaHHs. Lltpux =2 mm (a, b)

Sk cBimuath HaBeseH1 y Ta0d. 2.2.2 pe3ysnbTaTH aHali3y PO3BUTKY F€HEPATUBHUX OpPIaHiB Ta
CTaTeBOi CTPYKTYPH IBOJOMHOTO BUAY Bryum argenteum, TicClid KIMHOCTATYBAaHHS KUIBbKICTh
YOJIOBIUYMX POCIWH 13 TaMETaHTIsIMU 301IbIIyBajiacs, a )KIHOUMX — 3MEHIIyBaJlacs, X04a 3arajibHa
KUIBKICTh (PepTHIIBHUX pOCIWH He 3MiHIoBajacs. KpiMm Toro, anTepumii 3akiafanucs IIBHIIIE,
MOPIBHSHO 3 KOHTPOJIEM Ta JXKIHOYMMM pOCIMHaMM 3 apxeroHismu. Ha Biaminy Bin P. patens,
eJIMIHAIlisl BEKTOPHOI Jii TpaBiTamii BHSBHIACS HaBITh €()EKTUBHOIO ISl YOJIOBIUMX POCIHH B.
argenteum — TICIS KIMHOCTAaTYBaHHS apXETOHIiB Yy MOXOBUX JE€PHHHAX YTBOPHJIOCS MEHIIE, a
aHTepuiiB —OinbIe. Binomo, mo sk st oAHOAOMHUX OpioiTiB, Tak i IBOJOMHUX, XapaKTEPHOIO €
MPOTAHPISA — AaHTEPUIIB 3aKIaJa€ThCsl OUTbIIE 1 103PiBalOTh BOHU paHillie BiJl apXeroHiiB, came B
TaKWUW CII0Ci0 TapaHTy€eThCs OUThIIIA HMOBIPHICTD 3aTUTi THSHHS.

Jnst B. argenteum TpaBiTPOIi3M BJIACTHBUN pEreHEPATHBHIA MPOTOHEMI Ta cropodity

(JIobauescrka, 2006), xoua, 3a3Buuaid, y OpiodiTiB rpaBiuyTIMBUMHU € MPOTOHEMHA AECPHUHA 3i
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criop 1 ramerodopu. BcTaHOBIIEHO, 10 MIBHIKICTH POCTY 1 KyT IPaBIi3sTUHY MPOTOHEMH, OTPUMAHOT

YHACIIOK pereHepartii >kiHo9nx rameToopis, Oy enio OLIBIIUMU, HIXK 13 YOJOBIUHX.

Tabmurs 2.2.2
CraTeBa CTpYKTypa Ta MPOYKTUBHICTH JIBOJOMHOTO BUAY MOXY Bryum argenteum Hedw.;

npoaHaiizoBaHo 250 pociuH

KinbkicTh pepTHIBHUX . . .
KinbkicTh rameranriis /1 marin, mr.
YMoBH gocainy POC/IMH, INT.
? 3 ¢ 3
KonTponb 95,6 £3,2 110 7,2+0,1 11,0+£0,2
Micns 79,4 +2,7 125 7,0+0,5 12,4 +0,4
KJIMHOCTATYBAaHHA

Crain 3a3HayuMTH, 1O BTOPHMHHA MPOTOHEMa IIBHIIE ACAU(EpPEHIIOE y XJIOPOHEMY 1
KayJIOHEMy, 3HaYHO TOJIEpAHTHIIIA O BUCYIIYBAaHHS Ta 3aTPUMYy€ OUTBIIE BOJIOTH, IO CIIPHSE
TaTy>KEHHIO 1 YTBOPEHHIO OPYHBOK y HECIPHUSATIMBUX MPUPOIHUX YMOBax. OKpiM TOTo, rpaBiTailis
1HAYKYye MOpP(}OTeHEeTHYHI MPOIECH, CTUMYJIOYM TrpaBiMopho3n OpyHBOK Ha amiKajibHHX
KIIITHHAX BTOPUHHOI rpaBiTponHoi nmpotoHeMu MoxiB (Ripetskyj et al., 1999). Otxe, rpaBipeakiiii €
BUZOCTICIM(DIYHIMH 1 HE BUKIIIOUEHO, 10 TPABIdyTIUBICTh BTOPHHHOI pEreHEepaTUBHOI IPOTOHEMHU
B. argenteum i P. patens Mmoxe OyTH afanTUBHOIO (DYHKITIEIO y JKUTTEBIH cTparerii OpiodiTis.

VY OaratboX BH[IB MOXIB CTaTe€Be PO3MHOXKEHHsS MOXKJIMBE JIMIIE 32 HAsBHOCTI BOJHOI
IUTIBKM, TOMY BHCOKa BOJIOTICTh CEpENOBHUINA € OO0 €KTUBHOK HEOOXIAHICTIO  iXHBOI
xuttenismmbHOCTI (Glime, 2006). YacTo pocimHM MOXY 3HaXOASTHCS IMiJI BOJOIO 1 BiA4yBarOTh
HecTayy KHCHIO. [1MOKCis, SIK CTPECOBHH YWHHHUK, IO TIEBHOI MIpPH HIBEIIOETHCS AKTHUBHICTIO
JeTiAporeHas NeHTO3HOT0 UKLy, 30KpeMa, aJKorojbaeriaporenaszor (AAD).

VY 3paszkax B. argenteum, Axki Oynu 3aTOIJICHi, BU3HAu€HO BUINY akTuUBHICTH A/,
MOPIBHSHO 3 POCIMHAMH, IIIO POCIH Y 3BHYHUX yMOBaxX 3BOJIOKEHHA. MU mpoaHamizyBaiu e(ext
rpaitanii Ha AJI['-aKTMBHICTh YOJOBIYMX 1 )KIHOUMX POCIHH B. argenteum TIiCHs TIMOKCii (puc.
2.2.2).

Bceranosneno, mo aktuBHicTh AT (QepTHIBHUX pPOCIWH BiAPI3HAETbCA — BHIIA
(epMeHTaTHBHA aKTHBHICTDh YOJOBIYMX, HIK KIHOYMX POCIHH, OYEBHUIHO 3yMOBJICHA OULTBIIMMHU
€HEePreTUYHUMH BUTpaTaMu Ha (OpMyBaHHS aHTEPHIIIB, SKHX YTBOPIOETHCS 3HAYHO OUIBINE, HIXK
apxeroniiB. [licrms KJIMHOCTaTyBaHHS AaKTHBHICTH ()epMEHTY OOMIIBOX CTaTel IIiJIBUIIyBaiacs
npubnusHo B 1,4 pa3u. Binomo (Taylor et al., 2007), mio crareBuit auMopi3M MOXiB, 3yMOBICHHUIA

PI3HOIO MIBUAKICTIO POCTY, MeTabomi3MoM, 0iOMacoro 1 TPHUBAJICTIO JO3piBaHHS TaMETaHTiiB,
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3a0e3nevyeTbes, Hacammepe, rmporecamu (OTOCHHTE3y Ta JUXaHHs, a OUIbIIA KUTBKICTh Y JEPHUHI

YOJIOBIYMX POCIIMH 3aJI€KUTh SKPa3 BiJl iX IHTEHCUBHOCTI.

3 O xoHTpoOJIB
B KIMHOCTAT

AxtuHicts AT,
MkMosib HAI®/Mr Ginka/xB
-
[3,]

sKiHOYi pocauHI 40J10Bi4i pocTuHI

Puc. 2.2.2. AxrtuBHicTh ankoronpaerinporeHasu (AJI) pizHocTareBuX pociawH Bryum

argenteum Hedw. 3aexHO BiJ 3MiHH BEKTOpa TpaBiTaiii

OueBugHo, 3aBmsku aktuBHOCTI AJIIT B ymoBax rimokcii BimOynacs mepeOyaoBa

¢izionoriyHuX (YHKIIIH, 10 CIPUSIIO MIBUALIOMY YTBOPEHHIO YOJIOBIYUX POCIHH 3 aHTEPUAISIMH Ta

PO3BHUTKY TOJIEPAHTHOCTI MOXY.
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PO3/IL 3. YYACTD CBITJIA I TPABITAILI Y TPABIMOP®OTI'EHE3I MOXIB

3.1. B3aemoBIUIMB CBiTJIa i rpaBiTamii y rpaBitpomizmi nporoHemu moxiB. PeBepcist

rpaBiTponisMy mii BIVIMBOM CBiTJIa.

PocnuHu  KOpEKTyOTH CBi PICT BIJHOCHO CBITJIa 1 TpaBiTamii 3aBaskd (oTo— Ta
rpaBiTpomizMam, 10 € BU3HAYAIbHUM JUIS JeTepMiHalii radbitycy pociuH. @opMmy ramyx eHHS i
OpIEHTAIIII0 POCTY JIaTepaJIbHUX T'JIOK BHIUX POCIMH BH3HAUYAE TPaBI3ANCKHUNA KYT HaXUIy TUIOK.
BcraHoBneHO, 0 pa3oM 3 iHIIMMHU €KOJIOTIYHUMHU (DaKTOpamu, TpaBiTallis BILUTMBAE HA 0i0JIOTiIO
PO3BHUTKY Ta 010—.1 eKOMOP(}Y MOXOBHX POCITHH.

Ha cBiTni mporoHema MOXiB pOCT€ MJIAriOTPOITHO, OPIEHTYIOUUCH MEPIECHIUKYJISIPHO 0
HanpsMy OCBITJIEHHsS 1 TpaBiTallii, yTBOPIOIOYM paIiaibHO CUMETPHYHI JAEPHUHHU. Y TEeMpsBi
(GOpMy€eTBHCSI TYCTHI ITy9OK BEPTHKAJIBHUX CTOJIOHIB, OPIEHTOBAaHMX HETAaTHBHO TPAaBITPOIHO 0
HampsAMy [Jii CWIM TKIHHS. Y NPUPOJHOMY CEpENOBMILI NPOTOHEMA AJANTYEThCS N0 BIUIMBY
MIHJIMBUX €KOJOTIYHMX UWHHUKIB 3MIHOIO MOPQOJIOTIYHOI CTPYKTypu — 3OLIBIICHHAM
IHTCHCUBHOCTI Tally’)KeHHsI, MPUIIBUIIICHUM pPO3BUTKOM OpYHBOK 1 OpraHiB BEreTaTUBHOIO
PO3MHOXKEHHSI. Y CTpPECOBHMX YMOBax pO3BUTOK TaMeTo(iTy 3a0e3rmedyeThes —ITiIBUIIECHOO
AaKTHBHICTIO peakIiii aHTHoKcuaaHTHOTO 3axucty (Kusk, 2015).

PocToBi pyxu MpOTOHEMH MalOTh BUpaXeHUI ananTuBHUN xapakrtep. Ha cBitii Taka ¢popma
pocTy MOXiB 3a0e3neuye MakCHMajbHE BUKOPUCTAHHS OCBITJICHHS, a Y TEMpsBI € HaKOPOTLINM
UIIXOM 70 cBiTia. CucreMa amiKalbHUX Ta IHTEPKAIBHUX KIITHH MPOTOHEMH (YHKIIOHYE SK
IHTErpOBaHMK opraH, iX audepeHiiamis 1 Mmopdorenes rameTodity nepedyBarOTh MiJ KOHTPOJIEM
cBiTia i cunu rpasitamii (lemkus u ap., 1997).

JloTenep yBara IiJIoro psity JOCHITHUKIB OyJia 30cepe/keHa Ha TpaBipeakiisix MPOTOHEMH
MOXiB, TOJII IK IPIOPUTETHUMHU MOXKYTb CTaTH POOOTH 13 BUBUEHHSI CHUIbHOI MOP(OreHeTHUHOT Aii
CBiTJIa 1 TpaBiTalii. ¥ BHIIMX POCIMH CBITJIO 1 TpaBiTalis B3a€MOJIIOTH 3 T'PaBITPOIMI3ZMOM, IIO
BHSIBJISIETBCSL y TabiTyci abo ¢opmi KpoHHU JEpeB, a iX Pi3HOMAHITHICTh PO3MISIIAIOTH SK TPOSB
amanTanii. BimHocHO mpocta HUTYacTa Qopma rameTodiTy MOXiB € iJeallbHOI0 CHCTEMOIO s
MOHITOPUHTY poOCTy, nudepeHianii Ta MopporeHesy Ha KIITHHHOMY piBHI. CamMe TOMY Ba)KJIMBO
3’CyBaTH [0 CBITJIa Pi3HOI IHTEHCHBHOCTI Ta HANPaBJIEHOCTI HA PICT 1 MOpdoreHe3 rpaBiTpoHoi
MMPOTOHEMH MOXIB.

Jis mocmiKeHHST B3a€MO3B’SI3KY MDK TpaBi— Ta (OTOTPOMIZMOM BHKOPHUCTAIM HU3BKI
IHTEeHCUBHOCTI €(EeKTUBHOTO s PO3BUTKY MOXIB UYEpPBOHOIO Ta CHHbOro cBiTia. Ha
inTencuBHOCTSX Big 0,2 10 1,0 MKMOTB'M>'CeK' YEPBOHOTO CBiT/IA IPABITPOII3M CTATHCTHYHO
nepeBaxkaB (oToTpomismM. B yMoBax Mikporpasirauii Ha HH3bKiH 50 HM'MZ-CeK' IHTEHCHBHOCTI

yepBoHOro cBiTiia 70 % BepxiBok amikanbHux kimituH Ceratodon purpureus OpIEHTYBAJIUCS 0
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CBITJIA, TOI SIK B YMOBax | g Taka iIHTEHCHBHICTb OyJia moporosoro s porotpomnizmy (Kern, Sack,
1999). Sk nmoka3anu Halli JTOCHIIKEHHSI CBITJIO YiTKO BUSBISAIO MOPGOTEHETHYHY Ail0, IHAYKYIOUn
MacoBe (opmyBaHHS OpyHBOK Ha mporoHeMi Tortula modica Bxe Ha iHTeHCHBHOCTI 0,37
MKMOJIb'M -CeK ', mpuaoMy MopdoreHerndruii eeKkT CBiTIa 3amekaB Bif HAampaMmy Horo i
(Ripetsky et al., 1999; llemkiB Ta iH., 2006). UepBoHE CBITJIO CIIPSIMOBAaHE MPOTH BEKTOPA rpaBiTaIlii
1HIIIFOBAJIO YTBOPEHHS 3HAUHO OLIBIIOT KUTBKOCTI OPYHBOK, HIXK SIKIIIO BEKTOPH CBITIA 1 TpaBiTarlii
cmiBHajgand. YTBOpeHHS OpyHbOK Ha KOPOTKHUX 2—3-KIITHUHHMX OOKOBHMX BiATay>KEHHIX
nporoHemu 1. modica KOpENIOBAIO 3 IHTEHCUBHICTIO pOCTY amKaJIbHUX KIITHH. Jis
nudepenItiaiii OpyHbOK HEOOXIIHE TalbMyBaHHS POCTY KIIITHH (OBXKHHA aIliKaJIbHOI KIITHHU HE
MOBUHHA OyTH O11bII0I0, HIXK 80 MKM), B 1HIIOMY BHUIAJAKY MPOJOBKY€ETHCS HUTYACTHH picT. Tomy
BIJICYTHICTb OpYHBOK B YyMOBaX MIKpOTpaBiTawii MiJ 4Yac ONPOMIHEHHS YEPBOHHUM CBITIIOM €
HACITIJIKOM IHTEHCUBHOTO (DOTOTPOITHOTO POCTY, IO iHT10yBaio MOp(OreHeTUYHY JIi0 CBITIIA.

CuHe CBITJIO, HAa BIAMIHY BiJl Ye€pPBOHOTO, KPIM TOTO, 110 3HWXKYBAJIO T'PABITPOITHY PEAKIIIIO

C. purpureus, 3MIHIOBAJIO HalIpsIM pOCTy npoToHemMu (puc. 3.1.1 a,0).

a 0
Puc. 3.1.1. HerartusHo (a) i mo3uTuBHO (0) rpaBiTponHMiA (PEHOTUIT TPOTOHEMHOI ACPHIUHKH
Ceratodon purpureus.

SIKIIO 30Pi€HTYBAIIM CHHE CBITJIO IHTCHCUBHICTIO 6 MKMOJIb M >*CEK ' MEPICHIUKYISPHO 10
TUIOUIMHH POCTY, TOOTO o3I (GOTO— 1 TPaBITPOMHUM PICT, MPOTOHEMA, 3aMiCTh HETATUBHOTO,
BUSIBJISUIA TIO3UTHUBHUNA TPaBITPOITI3M JEUIO PAHIOMIYHO OPIEHTOBAHUX BHU3 CTOJIOHIB (XOpKaBIIiB,
HemxkiB. 2009). OTxe, anmikaibHiI KIITHHA 30€periv 4yTJIMBICTh A0 MOJSPU3YIOYOi il rpasiTaii,
MpOTE€ 3MIHWIM HampsM pocTy. Bimomo, 1m0 HU3bKI I1HTEHCHUBHOCTI CBITJIAa MOPYIITyBaId
pereneparito nporomiactiB C. purpureus 1 KINITUHA BTpadaly 3JaTHICTh J10 HOJISPHOTO YTBOPEHHS
MO3UTHUBHO YU HeraTHBHO (oToTponHux pocTkiB (Wagner, Sack, 1998). Takum unHOM, 10 CUCTEMHU
TPaBIYyTJIMBOCTI aIliKaJbHUX KIITHH MPOTOHEMH CJIiJI BKJIIOYUTH J[BA MPOIECH: BITUyTTS BEKTOPA
TPaBICTUMYJTY 1 OPIEHTAIIIIO POCTY.

OueBUIHO, MOZYJALIS TPaBITPONI3MYy MiJ BIUIMBOM YEPBOHOTO 1 CHHBOIO CBITJA,

3MIACHIOETHCS, TIPUHANMHI, Yepe3 JBi (HOTOPELENTOPHI CUCTEMHM, SKi MiIOTh PI3HUMH NUISIXaMH.
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UepBoHe cBITJIO Yepe3 (ITOXPOMHY CHUCTEMY 1HTIOyE TpaBITPOIN3M, a CHHE, BIUTMBAIOYH Yepe3
KpUINITOXpOM a00 IHIIUI pPELenTop CHHBOTO CBITJIA, HE TUIBKU MOCTIA0II0€ TpaBiTpOmi3M, a |
3MiHIO€ HOTO HaIpsIM.

Hecriiiky 3MiHy rpaBiTpomi3My croctepiranu mix 4dac mnominy kimituH C. purpureus.
[Toni6HMIT eexT BiIOMUN TaKOXK NJIsi CTOJNOHIB Physcomitrella patens, K1 MiClIg KIMHOCTaTyBaHHS
3MIHHJIM TPaBITPOMHY peakuito. Jias 000X BUAIB BUKOPUCTAIM MYTaHTHI JiHIl 3 MOPYyLICHUM
xpomodopoM (hiToXpomy i1 MOKa3ayiy, 110 TPABITPOII3M — TE€HETHYHO 3aKpiluieHa ¢opma pocTy, a
TCHHUH TPOIYKT, BIAIOBIAANBHUNA 3a TPaBITPOMi3M IUKOI (popMHU, € CBITIIO 3alIe)KHUN OiTKOBHIA

pernipecop (Lamparter et al., 1997; Cove et al., 2006).

3.2. BuiuB rpasirtaiii Ha mop¢oreHe3 NpoTOHEeMH MOXiB

[Ticnsais rpaBitamii cripusie TaKOX MPHUIIBUIICHOMY 3aKJIaJaHHIO OPYHBOK 1 ()OPMyBaHHIO
TUcTOCTEONMOBUX MaroHiB y 1. modica. SIkuio mepeHecan NPOTOHEMY 13 TEMpSBH Ha HH3bKI
IHTEHCUBHOCTI OCBITJIGHHS, Ha amiKaJbHUX KJIITHHAX TOJIOBHUX CTOJIOHIB BXKE Ha TPETIO 100y
MOCTYTIOBO YTBOPIOBAIUCS OpyHBKM raMeTo(opiB, TO1 K y KOHTpoJi — Ha 7—10 neHs.

OnHuM i3 posiBiB TpaBiMOpd03iB Yy MOXiB € popMyBaHHS Ha amiKaIbHUX KIITHHAX OPYHBOK
rametodopiB (puc. 3.2.1). Ynepire ue sBuiie 0yyio Bi3HAUYCHE 71 TpoToHeMU 1. modica 'y nociiai
Ha KocMiyHOMY Kopabmi Shuttle’97, a 3romom s iHmKMX BUAIB B ymoBax | g 1 micis

knuHocTtatyBaHHA (Ripetskyj et al., 1999; JlemkiB Ta in., 2005, 2009).

Puc. 3.2.1. Y1BOopenHs OpyHbok ramerodopiB y Tortula modica R.H.Zander 3anexHo Bin aii
rpasiTalii: @, b, d — Ha BepXiBKOBUX KJIITHHAX IPaBiCTUMYJIHOBAHOI MPOTOHEMH B yMOBax 1 g; ¢, —

B310BX IMPOTOHCMHHX CTOJIOHIB ITICIISA KIIMHOCTATyBaHH:.

[Ticns rpaBicTUMYTSAIIT 1 MepeHECeHHs] MPOTOHEMH 13 TEMpPSBU Ha CBITIO CIOCTepiraiu

MacoBe YTBOPEHHs OpYHBOK Ha amikanbHHUX KiituHax (puc. 3.2.1 a, d), 4oro 3a3Buyail y HOpMi HE
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BiOyBaeThes. ['paBitaiis 1HAyKyBaJla TOJAPHUANA TPAHCTIOPT MHUTOKIHIHY 10 BEPXIBKH amiKadbHOT
KIITUHYU, IO CHPHsUIO (i3i0N0TiuHId moispu3amii i JokanbHi audepenmiamnii OpyHbOK. Ko
BEKTOp IpaBiTallii 3HIMATU KIMHOCTAaTyBAaHHIM, YHACHIJOK MOCIA0ICHHS IMOJIIPHOTO TPAHCIOPTY
(biTOrOpMOHIB OpYHBKH 3aKiafaqucsl 1O BCil aoBXuHI cTojOHIB (puc. 10 6, c¢). Panime
BCTAaHOBJICHO, IO TpaBIMOpPOTeHe3 MBOX MHUTOTUIIB 1. modica 1CTOTHO BIIPI3HIETHCS
CHIBBIIHOIIEHHSAM (DITOTOPMOHIB, 1 Ha TalIOiAHIA MPOTOHEMI aKTUBAlis OpyHBOK Oyna
CHWJIBHIIIO0, HIXK Ha aurnioinHii (emkis Ta iH., 2006).

OO0O0B’SI3KOBOIO TTEPEAYMOBOIO OPYHBKOYTBOpPEHHS € nudepeHIiiaris KITHH MPOTOHEMH 3
KOCHUMH TIEPETUHKAMHM 1 YTBOPEHHS PH30idiB, IO peryitoeTbcs (iToropmonamu. ['pasitarris
MPUIIBUIINIA PO3BUTOK TaMeTodiTy, OMHHAIOYM MOCHIAOBHICTh WX cTafiil. OgHak micius
KIMHOCTAaTyBaHHA OpyHbKH ramMeTo(opiB 3aKIaJaucs MO BCiil JOBXKUHI CTOJIOHY, a HE JIHUILIE Y
BEpXiBKOBIi YacTWHi. MOXXHa NPUIYCTUTH, IO TPAXI€EHTHUH pO3MOALT (PITOrOPMOHIB, IO
chopmyBaBcs IMiJI BIUIMBOM CHJIM TPaBiTallli, CTBOPUB MOJIAPHUN MOTIK METAOOITIB 1 crienudidHy
AKTUBHICTD aIliKaJbHOTO aTParyrdoro MeHTPy, 0 CTAJIO MePeIyMOBOK KOMIIETEHIIIT BEPXIBKOBUX

KIIITHH TPaBITPOMTHOI MPOTOHEMH 10 OPYHBKOYTBOPEHHSI.

3.3. BumB cBiTJIa i (PITOrOpMOHIB Ha rpasi3ajie;kHUH Mop¢oreHe3 anmikaJbHUX KJITHH
NPOTOHEMH
[IpoananizoBaHo e(eKT pi3HUX CIEKTPIB CBITJIa Ha YTBOPEHHS OpPYHBOK Ha T'paBITPOIHIi
npotonemi Pohlia nutans (Hedw). Lindb. 16-rox ocBiTIEHHS TPaBiTPOITHOI MPOTOHEMH YEPBOHUM
CBITJIOM ITOCHUJIIOBAJIO OPYHBKOYTBOPEHHSI, OPIBHAHO 3 KOHTpoJeM. bpyHbku 3aknananucs Ha OAUH
JIeHb IIBMJIIE, 3pOocTaja iX KUIbKICTh, HacaMIepes, Ha amiKalbHUX KIITHHAaX MPOTOHEMH (Tali.
3.3.1, puc. 3.3.1). OcBiTieHHS CHUHIM CBITJIOM iHTiIOyBajoO amikajbHe OpPYHBKOYTBOPEHHS, ale,
HATOMICTbh, B aleKci BEepXiBKOBUX KJITHH MPOTOHEMH (OpPMYBaIHCA YUCICHHI POCTOBI iHimiami, 3
SKUX HaJali PO3BHBAJIKCS JaTepaibHi ramy3kd. [IpuuanHoro pizHOro eekTy 4epBOHOTO i CHHBOTO
CBiTIIa MOXe OyTH iX B3aemomis 3 ¢itoropmoHaMu. OJHUM 13 MEXaHI3MIB Jii YEPBOHOTO CBITJIA €
aKTUBI3aIlisl aKpPOMETAaTbHOTO KIITMHHOTO TPAHCHOPTY LMTOKIHIHIB 1 ayKcHHIB. MalyTh, mix
BIUTMBOM YEPBOHOTO CBITJIa MOCHJIMJIACA aTparyioya Jis anekcy BepXiBKOBHX KJIITHH MPOTOHEMH,
0 IHAYKYBAJIO IIIBUIICHHS BMICTY IIUTOKIHIHIB 1 KOMIIETEHII0 KIITHH 10 (HOpMyBaHHS
amikaJbHUX OpyHBOK. CHHE CBITIIO, HABIAKW, 3pYHHYBaJO TPATI€HTHUN ammiKadIbHUN PO3MOILT
(ITOrOpMOHIB, YHACTIIOK 4YOro OpYHBKM YTBOPIOBAIHCS, NEPEBAKHO, B3JIOBXK TI'PAaBITPOMHHUX
CTOJIOHIB.
3eyeHe CBITJIIO NPUTHIYYBaJO PICT CTOJIOHIB, 1X TalyXEeHHS Ta CIOBUIbHIOBAJIO
rpaBiMopdorene3 mporoHemu (Tadm. 3.3.1). 3aknmamaHHs OpPYHBOK Ha amiKaJbHUX KIITHHAX

3aTpuMyBasiocsi Ha 5-0 JHIB, MOPIBHSHO 3 KOHTPOJIEM, 1 OUIBIIICTH OpPYHBOK YTBOPIOBAJOCS Ha
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IHTEepKaISApHUX KIITHUHAX. OCKIIBKM 3€JIeHE CBITJIO aKTUBYE 30UIBIIEHHS BMICTY aOCIIHM30BO1
KHCIIOTH 1 3HIKY€E piBeHb nuTOKiHIHIB, IOK Ta ribepeniniB B kimituHax (I"omoBarkas, 2009), 1e,

MalOyTh, 3yMOBUJIO 1HT1OYIOUM BIUIMB CBiTJIa HA MOp(OreHe3 npoToHemMu P. nutans.

Tadomuus 3.3.1
BrimB cBiTia pi3HOTO CHEKTPAIILHOTO CKJIaly Ha GOopMyBaHHS OpyHBOK raMeTo(opiB Ha

TpaBiTpONHii ipoToHeMi Pohlia nutans

IIpoanaJizoBaHo KinbkicTh OpyHBOK
Ne BapianT nocainy . . . cydanikajabHU
rameTro(opiB | cTOJIOHIB | amikaJdbHHX N
j | Kowtpors 50 260 13 85
(6ise cBITIIO0)
) YepBoHE CBITIIO 50 275 138 58
(16 Tron)
3 | Cune cBitio (16 rox) 50 320 34 45
3eeHe CBITIIO
4 (16 rox) 50 255 26 38
5 | Kinerun (10°M) 50 270 168 101
. 6
6 | Kimerun (107°M) + 50 255 43 84
3esieHe cBiTIo (16 Tox)

Puc. 3.3.1. BrmmB 16-ron oCBiTJIIEHHS Ta KiHETHHY Ha (GOpMyBaHHS OpyHBOK Ha
TPaBITPOIHIN TIpoToHEeMI MOXy Pohlia nutans: a — 4epBOHE CBITIIO, 0 — CHHE CBITJIO, B — 3€JICHE

cBiTio, T —1,0 MKM KiHETHH.

Ex30oreHHMII KIHETHH ICTOTHO CTHMYJIIOBaB (OpMyBaHHS OpPYHBOK Ha TpaBITPOIMHII
IIPOTOHEMI. IX KijbKicTh 3pocTana Mmaitxe B 1,5 pasu, mopiBHAHO 3 KoHTponeM. OKpiM Toro, Ha
OKpEMHUX CTOJIOHaX YTBOpIOBAIOCS MO 2-4 OpyHbKM 3 OfHi€i amiKaJbHOI KITHHUA. Y BUNAJAKY
CHIUIBHOTO BIUIMBY KIHETHHY 1 3€JIEHOTO CBITJIa iCTOTHO 3MEHIIYBaBCS HETaTUBHUI BIUIMB CBITIA.
Ile miaTBep/Kye, MO B OCHOBI PEryJATOPHOI MOpP(HOreHETHYHOI Jii 3€JIEHOro CBITIa € 3MiHa

TPAHCIIOPTY Ta MEPepo3Moail GiTOTOPMOHIB Y KIITHHAX FaMeTO(DiTy MOXIB.
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CeHcopaMu TpaBITAIllIHHOTO CTHUMYJY € amijomiactd. B amikanbHMX kmituHax P. nutans
HapaxoBaHo Omm3pko 38,3+0,8 aminmomuiactiB. AHami3 iX Jjokami3amii B KIITHHAX CBITYUTH, IO
OCHOBHA KIJBKICTh aMiJOIUIACTIB CEIUMEHTYBaja MiJ BIUIMBOM TIpaBiTailii Ha HIDKHIO CTOPOHY
OOKOBOi CTIHKHM (SIKIIO NPOTOHEMY 30PI€EHTYBATH TOPHU3OHTAIBHO) Ta Y3MOBXK OCI KITHHUA Y
HampsMi 10 sapa. Bouum mamu cdepuuny dopmy. bmmkue no 06a3zanbHOTO KiHISI BHSIBICHO
MMOOIMHOKI aMIJIOIUIacTH, iX (opma 3MIHIOBajacsi Ha BHUTATHYTY, BEPETEHOMOMIOHY. Y BEpXiBIIi
amikanbHOI KIITUHU P. nutans 3aikcoBaHo Aekinbka (3-4) BEIUKUX OKPYTJIMX aMiJIOMIIACTIB, K1 HE
cenuMeHTyBaU. CBITJIO Pi3HOTO CIIEKTPAIBFHOIO CKJIaly BIUTUBAJIO HA KUTBKICTh, PO3MOALT 1 opmMy

aminomnactiB. Hacammepen, 3MeHmyBaiacs ix KitbKicTh (puc. 3.3.2).

40,

35

30+

25

ANANANANANANAN

20+

15+

10

KinbkicTs amisiomiacris, mr

0 : ‘
TempsiBa YepBone CuHne 3eeHe
CBiT/I0 CBiT/10 CBiT/10

Puc. 3.3.2. BmnuB cBiT/a pi3HOTO CHEKTPAIBHOTO CKJIaay Ha KiJbKICTh aMiJOIJIacTiB B

anikaiabHuX KiaituHax Pohlia nutans

CBITJIO BIUTMBAJIO TakoXX Ha BenwuuHy 1 (opmy mumactupi. Ilicis ocBiTIIEHHS 4YepBOHHM
CBITJIOM YTBOPIOBAJIOCS Oarato ApiOHMX OKPYIVIMX IUTACTHI, a Ha CHHBOMY 1 3€JIEHOMY CBITJI
dbopma 1 po3Mip aMuIOIIACTIB Maibke HE 3MiHIOBaNMCs. Po3man Ha 4epBOHOMY CBITJII BEJIMKHX
aMIJIOTUIACTIB HA YHCEbHI JPIOHI YaCTKOBO MIr BiOYTHCS BHACIZOK IiJBHUINEHOI Ol-aMisla3HOT
akTUBHOCTI. [1i7] BIJITMBOM OCBITJIEHHS TIACTHUAM PO3MOAUISIINCS MO BCIM amiKanbHIM KIITHHI Ta HE
YTBOPIOBAJIU JIOKAJIbHUX CKYITYEHb, SIK y TPaBICTUMYJIbOBAHIHM MPOTOHEMI.

TakuM 9WHOM, CBITJIO PI3HHMX UISTHOK CIEKTpa ICTOTHO BIUIMBAIO Ha TpaBiMopdorenes
NpOTOHEMH P. nutans: dYepBOHE — aKTUBYBAJIO alliKallbHE OpPYHBKOYTBOPEHHS, CHHE —
MPUIIBUANTYBAJIO 3aKJIaJaHHs OpPYHBOK IEPEBAXKHO HA IHTCPKASIPHUX KIITHHAX, 3€JICHE —
1HTi0yBaJIO PO3BUTOK OPYHBOK Ha KJIITHMHAX MpoTOHeMU. Moaudikaris KiHeTUHOM e(eKTy CBiTia

CBIJTYHTH, III0 TOPMOHAIBHA CUCTEMa KOHTPOJIOE (POTOPETYIIALII0 TPaBiMOpOTreHe3y MOXIB.
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OTxe, CBITJIO 1 TpaBiTallisl B3a€EMOJIIOTH y TPOMI3MaX NPOTOHEMH MOXiB, 3MIHIOIOTH
IpaBiuyTIUBICTh Ta MPOCTOPOBY OPIEHTAIIO CTOJIOHIB Ta BUSBISAIOTH CIHIIBHY MOpP(OTeHETUYHY

Jio miJ 9ac OpyHBKOYTBOPEHHS.

3.4. 3navenns pH cepenosuima nis rpasirponizmy nporonemu Pohlia nutans (Schreb.)
Lindb.

Bax1MBUM €HIOT€HHUM YMHHHKOM BHYTPIIIHBOKIITHHHOTO MeTaboinizmy € pH muro3oso.
Binomo, mo 3mina pH cepenoBuia Ha 1 oa. mpu3BOaUTh A0 3MiHH iHTpauemtosspHoro pH; xHa 0,1
on. (Felle, 1988). Bemuuuna pH; Bimirpae BaxJHMBY poJib Ha PaHHIX CTamisfX CIOPUHAHATTA
rpaBictumyny (Fasano et al., 2001). Busnaueno, mo 3umwkenns pH; Bim 5,5 mo 4,5 mpotarom
nepuInx 2 XB rpaBiCTUMYJILIT Y KIITHHAX KOPEHEBOTO YoXIuKa Arabidopsis thaliana BunuBano Ha
IpaBiiHIYKOBAHWH CHTHAIIHT, sIKHil 1OB’s3aHMil 3 Ca’ -3alIe)KHOI PEryISTOPHOI0 CHCTEMOIO,
IIUTOCKEJIETOM, CHJIOIJIa3MaTHYHUM PETUKYJIyMOM Ta akTUBHICTIO ¢epmeHTiB (Johannes et al.,
2009).

BceraHoBieHo, 110 onTUMaNbHUM IS peanizallii rpaBiTponHoi peakiii Pohlia nutans € pH
7,0 (tabnm. 3.4.1). Uepe3 24 rom micis TPaBICTUMYJIAIIT IMUTY)KHEHHS cepenoBuma g0 9,0
MPU3BOJIAIIO /IO 3HW)KCHHS TPaBIYYTIMBOCTI MPOTOHEMH. [HTiOyrouwmii edeKkT Ha TpaBiTPOIHY
peaxiito npoToHemMu P. nutans minBuuryBaBcs 1 Ha cepenoBuii 3 pH 4,5. [linBuiieHHS KUCIOTHOCTI
cepefoBuIna A0 5,5 y CTaronMTaXx KOPEHEBOTO 4YOXJIHWKA Zea mays TalbMyBalO OCIIaHHS

aM1JIOIIACTIB Ta 3HIDKYBAJIO TpaBidyTNIMBiCTh KopeHiB (Johannes et al., 2009).

Tabmuus 3.4.1
Bmuus pH cepenoBuiia Ha rpaBidyTIUBICTE TIPOTOHEMH P. nutans Ta aKTUBHICTb

TBasIKOJIMIEPOKCU/IA3H Y TPAaBICTUMYJILOBaHIM MPOTOHEMI

JoB:kuna AKTHBHICTH
. Kyt 3runy
Bapianrt NMPOTOHEMHHX TBasikoJINMEPOKCHIA3H,
. . NMPOTOHEMHU, TPaJ )

AOCTixy (¢parmeHnTiB, MKM BiJH. 011. /T Macu ¢.p./ ¢
pH 4,5 289,1+1,7 27,140,1° 74,5453

pH 7,0 735,245,4 67,3i0,50 35,842,1

pH 9,0 611,8+4,8 41,2i0,3° 52,5422

BaxnuBy (QyHKIIOHATBHY PpOJb y pEaklii—BIAMOBIAI HA TPaBICTUMYJI BHKOHYE
rBasiKoJIIepokcuiaza. MepMEHT JIOKAMI3YEThCS Y PI3HUX KIITHHHUX KOMITAPTMEHTaX — IUTO30i,
BaKyoOJIsIX, KIITUHHIN CTiHII, 3a/iTHUH y MpoLecax pocTy i pO3BUTKY POCIWHH, Y PEaKLisiX CTpecy
(Prasad et al., 1995; Vreeland, Kwan, 1999). IctoTHe migBUIICHHS MEPOKCHIA3HOT aKTHBHOCTI Y
IPaBiCTUMYJIOBAHIA TMPOTOHEMI P. nutans BCTaHOBIEHO SK YHACTIOK 30UIBIICHHS, TaK 1

3meHmeHHss pH cepenoBumia (tabn. 3.4.1). HaiiOinbiry akTuBHICTE (DEPMEHTY B TpaBITPOMHIM
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MMPOTOHEMI Ta HAWMEHIIMK KyT TPaBITPOIHOTO 3TMHY BHU3HA4YeHO Ha cepenoBumni 3 pH 4,5.
OueBuaHO, (QyHKI[IOHANbHA JAOUIBHICTh ()EPMEHTY B YMOBAX MOPYLIEHHS KIITHHHOI'O TOMEOCTa3y
aKTHUBY€ KOMIICHCATOpPHI BHYTPIIIHBOKIITUHHI CHUCTEMH, IO MIATPUMYIOTH CEHCOPHY CHUCTEMY
Mepuentiii rpaBiCUTHAY 3a Jii HETaTMBHUX YWHHUKIB. YYacTh MEPOKCHAA3H Yy TPaBITPOITHUX
peaKIisfax KIITHH MPOTOHEMH P. nutans Moxe OyTH MPOSBOM aJanTallifHUX peakIliii raMmeTodiTy 10

3Mminu BenuunHu pH cyOcTparty.
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PO3 11 4. OUTOTEHETUYHUI I TOPMOHAJIBHUI KOHTPOJIb
I'PABI3AJIEZXKHOTO TAJIY2KEHHA 1 BEJIWMYUHUM KYTA HAXWIY
BOKOBHUX I'AJIY30K

4.1. 'anyxeHHs KJIITHH NPOTOHEMH 3aJI€5KHO Bil YMOB Jil cBiTJIa i rpaBiTamii

l'abiTyc pociMH BHU3HAYAETHCS TEPEIyCiM THUIIOM TaTYy>KEHHS TOJIOBHMX 1 OOKOBHX TiJIOK
pizHoro nopsaaky. Kyt Haxuiny OOKOBHX TUIOK POCIHH € QyHIaMEHTAIbHUN AeTepMiHAHT GopMH,
BiH 3aJIOKUTh BiA mosipusyrodoi il rpasitaumii i kopekryerscs IOK. Lle — 3aranbHoOionoriune
SBHINEC 1 TMPHUKIAJ CaMOOpTaHi3alii PO3BHTKY, IIO KOHTPOJIOE CTPYKTYpHY crHenu(iky KyTa
BNPOAOBXK mepioxy oHTorenesy pociuH (Hangarter, 1997; Kiss et al., 2003; Kordyum, 2014;
Roychoudhry et al., 2013). [Tonspusyrody airo rpapitaiii poCIMHH BUKOPUCTOBYIOTh JIJISl KOPEKIIIi
CBOTO TIOJOXKEHHS Y TPOCTOpl 1 CHOPUHHATTA IMIYJbCIB CBiTia. B3aemonis cBiTia i rpasitarmii
BUSIBISIETBCSL Y POCTOBUX pyXax, (hopMi raimykeHHs, rpaBiMopdo3ax pociuH.

Te, mo mpocTopoBa opieHTaIliss OOKOBUX TalTy30K 3aJCKHUTh BijJ IpaBITAllIMHOTO BEKTOpPA,
MOKA3aHO B JIOCHIJIax, y IKUX CHITY TSOKIHHSA MOAU(]IKyBalld, BCTAHOBIIOIOYY YAIlIKH ITiJl KyTaMH Bij
0° mo 90° monmo ropuzonram (tabm. 4.1.1). Kyr Haxwmmy riiok BiIHOCHO TOJOBHOI OCi pPOCTY
MPONOPIIHHO 301TBIITYBaBCs 13 103010 TpaBiTamiiHOI Aii, KIMHOCTATYBaHHS TaKOX MOCIA0IISIO0
CHJIy TpaBiTalii B ycixX BapiaHTax. TakuM 4WHOM, 3aJI€KHO BiJI BEKTOpA rpaBiTallii KyT JIaTepaTbHUX

rayy30K 3MiHIOBaBCS, HIIIIOIOYHU TIEPEOPIEHTAIIIIO POCTY BiJl TpaBi— JI0 IIATi0TPOMTHOTO.

Tabomurs 4.1.1
BennurHa KyTiB JaTepaibHUX Taly30k npotoHeMu Ceratodon purpureus 3aJIeXKHO BiJl

BEKTOPHOI i1 rpasiTalii

KyT Haxuiy 4yamok BiTHOCHO OpieHTanis JaTepajbHUX rajay3ok, ©
TOPU30HTAIbHOI MOBEPXHi,° KOHTPOJIb, 1g MiCJIsl KJIMHOCTATYBAHHS
0 82,0+ 3.1 87,0+5.6
30 68,0+34 79,0 £3.8
60 45,0+£3.2 61,0+5.2
90 18,0+0.8 43,0+£2.5

[IpoananizoBaHo BIUIMB CBiTJIa 1 TpaBitamii Ha (QopMmy mpoToHeMHOI nepHUHH Tortula
modica: Tany)XeHHd 1 KyT Haxwiy OOKOBHX Tally30K BITHOCHO OPTOTPOITHOI OCI POCTY
MaTEepHUHCHKOI KIITHHU. BcTaHOBIEHO, 1110 JIOKAJIbHE MICIIe Tally)KEHHS MO)KHA KOHTPOJIIOBATH 3a
yudacTio rpasitamii. [[poroHeMa MOXiB y TeMpsiBi HE Tally3UTbCS TOMY JUIsI aKTHBAIii TalyKeHHs

noTpiOHe cBiTI0. MiHIMaIbHO HU3bKA IHTEHCHBHICTH YEPBOHOTO CBITJIA iHAYKyBasa ramxyXeHHs 7.
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modica 6e3 BUIUMOro (POTOTPOMHOTO POCTY, IO A0 MOXKIJIUBICTH €KCIIEPUMEHTAILHO PO3IIITUTH
rpaBi— 1 GoToTpomizM. AKTHUBYBAJIM Taly>KEHHS HHU3bKOIO 1HTEHCHBHICTIO uepBOoHOTO cBiTia (0,2
MKMOJTB'M**CeK '), He CTHMYJIIOIO4H (OTOTPOI3M, i 3MIiHIOBATH MONOXKEHHS MPOTOHEMH OO
BEKTOpa TpaBiTamii — mapaienbHo ad0 MEepreHANKYISAPHO A0 OCBITJICHHS. [amy3ku 3akiamanucs
3JICKHO BiJ i1 000X yuHHUKIB (puc. 4.1.1). OqHoHanpaBieHa sl 1HIIIIOBAJIA TATYXEHHS 3 IBOX
60kiB cronony (puc. 4.1.1 a, B). Konu BekTopu cBiTia i rpaBitaiii Oyau nMepneHAUKYJISpHI 1 cUia
aii rpasitamii 1 g, ramy3Ku JOMiHYBaJHM 3 OAHOTO OOKY — y Hampsimi Aii rpasitauii (puc. 4.1.1 6).Y
KOHTPOJIi Ha O1JIOMY CBITJIi BEKTOPH CBITJIA 1 TpaBiTAallii mapaenbHi i Taly3KH, SK 1 Ha TPaBITPOIHIN
MIPOTOHEMI, YTBOPHIIUCS 3 000X OOKIB KIIITHH HpOTOHeMI/I (puc. 4.1.1 B).
il
i
a b
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i1l
'S ¥
0 & r
‘o
=
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a o B
FPaBITPONHA CRITAO,
NpoTOHEMA KOHTPOJIb

Puc. 4.1.1. Hanpsm pocty narepanbHHX rany3ok npotoHemu Ceratodon purpureus 3aJieXKHO BiJ
opieHTaIlii BEKTOpiB CBiTNA (&) Ta TpaBiTamii (g): a — mapanenbHo, 0 — MepPIeHANKYISIPHO, B —

KOHTPOJIb — MPOTOHEMA POCIia Ha CBITJI, BEKTOPHU CBITJIA 1 TpaBiTAaIlli apaiebHi.

XapaKkTepHOIO OCOOJUBICTIO JIMCTSIHMX MOXIB € IX 3/aTHICTb O pereHeparii, sika MOXe
BiOyBaTHCA SIK Ha CBITJI, TaK 1 B TeMpsBi. [ paBiTaiist He BIUTMBAE HA MPOLIEC PETeHeparlii, a JIuie
BH3HAYA€E JIOKAJI3AII0 1 HAMpsiM POCTy MPOTOHEMH. ['paBITPOMHO HEraTHBHA IMPOTOHEMA BHIY
Tortula modica B TeMpsiBi He Tamy3UThCs, MPOTE (POTOTPOMHO HEAKTUBHA HHU3bKA IHTEHCHUBHICTH
uepBoHOro cBitaa (112 MKMOIL'M >ceK ') iHyKyBala raqy>KeHHs IPOTOHEMH Ta YTBOPEHHS HA Hill
OpyHBOK TameTo(opiB, MPHUUOMY Miclle 3aKjaJaHHs Taly30K W HampsM iX IMOAaJIbIIOT0 POCTY
3aJIe’KaB Bl Opi€HTAIlli MPOTOHEMH 1010 BEKTOpa TpaBiTallii 1 CBITIA.

SIKIIO BEPTUKANBHO OPIEHTOBaHY TEMHOBY MHPOTOHEMY OCBITIIIOBAIH YEPBOHUM CBITIIOM
{HTEHCHBHICTIO 2 MKMOIb'M >ceK ' 360Ky, 96,9 + 2,2 % GOKOBHX BiAray:KeHb yTBOPIOBAIHCH HA
OCBITJICHOMY OoIii 1 pociu 10 CBiTia. Y BUMAIKy OCBITICHHS TOPU30HTAIBHO OPIEHTOBAHOI
MMPOTOHEMH CBITJIOM 3HU3Y Ha OCBITJICHOMY OOIll BUHHKAIHU 1 pociu poToTpomnHo aumie 68,1 £ 5,5
% CTONOHIB MpoTOHEeMH, a pemta — 31,9 + 2,6 % yTBOpIOBajIMCh Ha 3aTiHEHOMY Ooli 1 pociu
BBEpX, [0 HEOJMIHHO 3yMOBIIEHO BIUTMBOM rpaBiTamii (tadm. 4.1.2). Ilix 9ac OCBITICHHS

BEPTUKAIBHO-OPIEHTOBAHOT ~ MPOTOHEMH 300Ky  YEpPBOHHM  CBITJIOM  IHTCHCHBHICTIO |
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MKMOJIb'M 2-cex”’ pororpomHo pociu 68,3 £ 3.9 % GOKOBHX BiAralyXeHb MPOTOHEMH i

OpyHBOK, pemta — 31,7 + 3,9 % HeratuBHO (POTOTPOIIHO.

Tabmnisg 4.1.2
Brutie uepBOHOTO CBIT/Ia 1 TpaBiTallii Ha MICIlE 3aKJIalaHHS OOKOBUX BiJTaTyKEHb

nporonemu Tortula modica

YMoBH a0cainy % CTOJIOHIB, 110 POCJIH

IHonoxenns InTencuBHicts | Hanpsam MO3UTHBHO HEraTMBHO

YalIOK BiTHOCHO | OCBIT/JIEHHS, | OCBiTJIeHHsI | (OTOTONHO ¢ororponHo
IJIOIMHHU umol'm’z's'

['opusoHTanpHe 1,0 3HHU3Y 76,9 £ 2.4 23,1 +1,8
BeprukanbHe 1,0 300Ky 68,3 +3,9 31,7+2,2
['opusoHTanpHe 1,0 3BEPXY 62,9 +3,1 37,1+33
['opusoHTanpHe 2.0 3HU3Y 68,1 £5,5 31,9+2,5
Beprukanpae 2.0 300Ky 96,9 £2,2 3,1£0,3

HeratuBHmii QOTOTpOmi3M NPOTOHEMH IIiJ] BIUIMBOM OCBITJICHHSI YE€PBOHUM CBITIIOM
HU3BKOI 1HTEHCHBHOCTI BHW3HAYEHO I IHIIWX BHUIIB MOXiB, 30KpeMa mnpotoHemu Ceratodon
purpureus (Kern, Sack, 1999). XapakTtepHo, 1110 MiJ Yac OCBITJIEHHS TOPU30HTAILHO OPIEHTOBAHOI
npoToHeMH 1 MKMONB'M>'ceK  iHTGHCHBHICTIO UEPBOHOrO CBIT/A 3HM3Y, KIIbKICTh OOKOBHX
BiIray’>keHb, 10 3aKJIaagucs Ha BepxHboMy Oori (76,9 £ 2.4 %) 1 pociau BBEpX HETaTHBHO
IPaBITPONHO ICTOTHO HIKYa Y BHIIAJKy OCBITJIEHHS mpoToHeMH 3Bepxy (62,9 + 3,1 %).
BinMiHHICTD Mk KUIBKICTIO Taly30K 1 HAIPSIMOM iX POCTY MO>KHA MOSICHUTU TOCUJICHHSIM €(eKTy
rpaBitanii. O4eBHIHO B yMOBaxX OCBITJICHHS 3HH3Y TpaBiTallis MOCUJIIOE BILUIUB CBITIA, 1110, MOKHA
BBaXXaTH, € Pe3yJIbTATOM CIiBIAIaHHS HAIMIPSIMY CBITJIa Ta TPAJlI€HTY TPABITALlIHOTO THCKY.

BcTanosneHo, 1o ¢gopMyBaHHs KyTa HaXmIy OOKOBUX Tally30K, IICIIS TOTO, SIK TPaBITPOITHY
MIPOTOHEMY HACBITHJIM YE€PBOHUM CBITJIOM 1 MEPEHECIN Y TEMPSABY, HE 3aJCKUTh BiA HaNpsAMy ii
CBiTJIa 1 IpaBiTallii. 3rUH ragy30K BigOyBaBCS y [1Ba €TAlM: aKTUBAIlS CBITJIOM CTHMYJIOBaia PicT
KIITHHHOI CTIHKH IJ TPSAMHAM KyTOM 7O IO3/J0BXHBOI OCI CTOJIOHY HE3aJIe)KHO BiJ BEKTOpPa
rpaBiTaiii. [HAyKIis CBITJIOM pOOWTH KIITHHH METaOONIYHO AaKTMBHUMH, ajie HEUYTIWBHMH JI0
rpaBiTtaiii, 1 CTIHKa TO4ipHOi KIITHHH Maibke 4 Toa pocTe MEepIeHINKYISIPHO 10 OCi MAaTEPUHCHKOI
KIIITHHY, 10 BIMOBIAA€E Y2 KIITUHHOTO MOUTY, 1 JIHIIE MiCs [[LOTO HAPSIM POCTY Y TEMPSIBI CTa€
rpaBi3ajeKHUM.

Bigomo, mo mig 9ac MiTO3y NPUIHUHSEThCS ab0 K HACTAaE KOPOTKOTpHBAja pPeBepcCis
IPaBITPOMHOTO POCTY YHACHiOK peopraHizauii MT nurockeneTy, L0 MOPYIIye MeEXaHI3MHU
nepuentiii rpaBictumyny (Cove et al., 2006). OueBuaHO, 116 MOXKE OYTH OIHI€I0 3 MPUYMH, YOMY
pICT raymy3Ku 0 3aBEpIUICHHS NEpIIOro MOAUTY BilOyBaBCs NMEPHEHIUKYISPHO 0 MaTEPUHCHKOI

KritnHA. Ha HacTymHOMy eTami Mmicis MOy 1 BUIAUICHHS JOYIPHOI KIIITHHU KyT HaXWITy
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3meHmryBaBcs Bim 90° mgo 50° 1 mampsiMm pocTy Tranmy3ku HaOyBaB (hIKCOBAHOI TI'paBi3alieyKHOT
opieHTamii. TakuM YWMHOM, JHIIE TICJIS MITO3y KIITHHA CTaBaja YyTJIHBOIO N0 rpasiTamii. Ha
OiToMy CBITJII MPOTOHEMA TaKOX Taly3uThcs Mmig KyToM 45-50°. 10 OCi TOJIOBHOTO CTOJIOHY,
BHACHIZIOK 9oro ()eHOTHIT MPOTOHEMHOI JEPHUHHM Oaratbox BHIIB MoxiB monmiOHuii (Hangarter,
1997; Demkiv et al., 1999; Kern et al., 2005).

BceraHoBneHo, 10 BiIHOBJIEGHHS KyTa 1 HampsiMy pOCTy Micls AEKamiTalii amiKalbHOT
KIIITHHU TPOTOHEMH BiJIOYBAETHCS 3aBASKH €IEMEHTIB IMTOCKENETY 1 MIKpOo(piOpHUi MEeToI03H,
CTPYKTYPHO-IMHAMIYHHIA CTaH SKUX PETYJIOEThCS, 30KpeMa, akTHUBHICTIO 1l M®d-3amexHoro
dbochopmwmoBannsa ([emkiB ta iH., 2009). Mo)Ha NPUIYCTUTH, IO HAIMpPaBICHUN OPTOTPOITHUMA
pICT 3yMOBIIEHH, 30KpeMa, 30epeKeHHAM JeTepMiHOBAHOI MTPOCTOPOBOI opraHizaiii MikpoQiopui
LENIONIO3M KIITUHHOI CTiHKK 1 KopTukanbHUX MT. KpiMm Toro, pict G0KOBHX ramy3ok i KyT iX
HaXWIy 3pIBHOBXKYETHCS [I€I0 CWJIM TOKIHHS Ta CBITJIA 1 KOHTPOJIOETHCS EHIOTCHHO —
aBTOTPONMHUM pocToM. Ili YMHHHMKM B3a€EMOMIIOTH Ha PI3HUX CTAdIsIX OHTOTEHE3y MOXIB W

BU3HAYAIOTh X CTPYKTYPHY OYJOBY 1 Ta0iTyc y MPUPOJHUX YMOBaX.

4.2. 'opMoOHAIBLHUH KOHTPOJIb I'PABi3aJIeKHOT0 TaJTy:KeHHS NPOTOHEeMHU i (POPMyBaHHA

KyTa 3ruHy (gravity point angle) ranxysok

AmnikanpHa KIIiITHHA TMPOTOHEMHM — aBTOHOMHA CHCTEMa CHHTE3y ayKCHHY, KU pa3oM 3
IHIIMMU MeTa0oJiTaMU 1HTIOITOPHOI Nii TPAaHCHOPTYEThCA B CyOamiKaibHI KIITHHU, CTBOPIOE TaM
rajJbMiBHE T0JI€, YHACHIOK YOTO MMOYMHAE TaTy3uThCs 3—4 KiIiThHA cToJOHY. Ha CBITII KyT 3rHHY
nporonemu C. purpureus 3MIiHIOBaBCS B370BX roJIOBHOTO cTosIoHY Bif 30—40° mo 60—80° 1 B 0CHOBI
craBaB Iuiariorponauii (puc. 4.2.1). Taka cxema ranxyXeHHsS 3yMOBJIEHA IOCTYTIOBHM 3HW)KEHHSIM
NOPOTHIT CHJII TSDKIHHSA, IO B CBOIO YEPry PEryJIO€ThCS TOPMOHAIBHO YHACHIZOK MociaaOiIeHHs
amiKaJIbHOTO JOMiHyBaHHs. [IpMYMHOI0O HIDKYOI TIpaBidyTIMBOCTI 1 Pi3HOI OpieHTamii OOKOBHX
rajly30K € BMICT ayKCHHY, CHHTE3 SKOTO 3POCTaB y KIITHHAX, IO TaTy3WJIMCS, 1 B aliKaJIbHUX

KJIITHHAX HOBUX TUIOK (XopkasiiB, Jlemkis, 2003).
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[ 1%
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‘.' 50 1
40
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JIOBKHHA CTOJIOHY, MM

Puc. 4.2.1. 3mina kyra Haxwminy OokoBux ramy3ok Ceratodon purpureus (Brid.) Hedw. B

amiKkaapbHO-0a3aIbHOMY HAIPSIMi B3JIOBXK TPABITPOITHOTO CTOJIOHY
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[IpoanamizyBanu BIUIMB ayKCHMHY Ta 1HTiIOiTOpa aykcuHoBoro TtpaHcropty H®K Ha
YTBOPEHHS TPaBi3aIeKHOTO KyTa HaXWy JaTepalbHUX Tany3ok mpotoHemu C. purpureus.
[IpoBeneHi mOCHiIKEHHs CBiT4aTh, IO 1X Opi€HTAIlis 3aneXuTh Bin Aii aykcuny. [lix BrumBom 1,0
MKM IOK icTOTHO mifBHIIyBaBCsS KyT 3THHY Tany3ok, a HOK rampmyBana aHTHUTpaBiTPOITHY IO
ayKCHHY, YHACIIJIOK 4YOT0 KyT 3MEHIITyBaBcs Maike Ha 10° (puc. 4.2.2).

KnuHoctatyBaHHS CTUMYNIOBANIO 301MbIIEHHS KyTa 3TMHY 1 BTpaTa MOJNSPU3YIOYOl il
rpaBiTallii Maja HaBiTh OUTBIINI 1HTIOYIOUMH BIUTUB, HIX Jig aykcuHy (puc. 4.2.2). OTxe, peayKuis
nonsiproro tpancropty IOK, ii BmicTy 4m 3miHa BEKTOpHOI aii rpaBiTamii NPU3BOAWIHA [0
3MEHIICHHS MPOTHUAIT CHJII 36MHOTO TSDKIHHS, 1 SIK HACIIJIOK — IUIariOTPOITHOTO POCTY JIaTepaTbHUX

T1JIOK IMPOTOHEMHU.
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Puc. 4.2.2. BB ¢iTOrOpMOHIB Ha BEJMYUHY KyTa HaXWJIy JlaTepalbHUX Tijnok Ceratodon

purpureus (Brid.) Hedw. B ymoBax crasoi i 3MiHeHO rpaBiTaiii

Y nmocninax 3 Ceratodon purpureus 1 Physcomitrella patens 3’scoBaHi TNHUTaHHS
KOMIUICKCHOI yd9acTi ayKCHHY y TpaBipeakilisXx MOXIB, IMOB’si3aHI 3 TPAHCIIOPTOM TOPMOHIB Ta
axtusaicTio Ca’” (Xopkasuis, Jlemkis, 2003; Cove et al., 2006). Buroky ionie IOK mepexye
nepeposnonin Ca*—kananis i wBuammii Bxix ionis Ca®" y kiitmay, sikmii koperye motik IOK i
amikajgpbHEe NOMiHYBaHHS, mopyiieHe aiero ek3orenHoi IOK. Tomy B rpaBiTpomizmi IpOTOHEMHU
MOXIB CHTHAIbHA CHCTEMa ayKCHHy 3 ioHamu Ca’  BHKOHye mosipusyiody GyHKIio. s
JaTepalbHOrO TalyXEHHS ayKCUH € 1HIYKTOPOM pOCTY IaroHa, 3/iHCHIOE KOHTPOJIb 3a
rpaBi3alie)kKHUM KyTOoM 3rHHY Ta aBToTpomisMoM (Roychoudhry et al., 2013; XopkaBuiB Ta iH.,
2014). Kyt 3ruHy opraHy y NEBHHUX EKOJOTIYHHX YMOBaX HaOyBa€ Al POCIUH OCOOJIMBOIO
3HA4YCHHs, 00U JicTaTHCA 10 JKEPEes )KUBJICHHS — MOKUBHUX PEYOBUH Ta BOJAW B IPYHTI UM CBITIA

Ha TIOBEPXHi cyOcTpary.

4.3. PeryasiTopHa poJib MeTHWJIIOBAHHSA Yy 30epe:KeHHi amikKaJbHUMH KJIITHHAMH
NMPOTOHEMH ,,IaM’ATI” PO rpaBicTUMYJI
ABTOTpOMI3M Bifirpae KJIIOYOBY pOJb B OpI€HTAIii OpPraHiB Ta CIPHIE BiTHOBJICHHIO

MMOYaTKOBOTO HANIPSIMY POCTY 3aBJISIKH 30€pEKECHHIO "MaM'sITi" Mpo OPTOTPOITHUH PICT.
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[Ipupony KmTHHHOI ,,iaM’siTi” TOSCHIOIOTH MOCTTpaHcisAmiauMu 3minamu JIHK, mo
30epiraroThbest y KIITHHHUX MOJ1TaX 1 MOXKYTh YCIaJAKOBYBaTHCS HalaakaMu. HoBuM migxoaom st
3’CyBaHHS MEXaHi3My TpPaBITPOIIHOTO PpOCTY € JOCHI/DKCHHS eMIreHEeTHYHUX IMPOIECciB Y
rpaBicipuiHATTI. [[Jisi BU3HAYCHHS y4YacTi KIITHHHOI ,,1aM’sTi” y 30epekeHHl Ail rpaBiCTUMYITY
BUKOPHUCTAJIM 1HTIOITOp S-a3auUTUIMH, SKUK perymoe crtaH MetwtoBanHs JIHK yracmigox
Moaudikamii  kommiuemeHtapuoro  ayminetry — HUI-T'L[.  ExcnepumeHTanbHO  BHU3HAYEHO
temneparypHuit pexum (+2° C), mo 6JI0KyBaB picT, aje He BIUIMBAB HA CIIPUHHSTTS I'PaBiCTHUMYILY,
IO 3TOJIOM y CHpUsATIMBUX yMoBax (+ 22° C) pearnizyBaBcsl SIK TpaBiTPOMi3M 3aBISKH KIITHHHINA
Hnam’sati”. Axmo nporonemy Ceratodon purpureus npeinkyOyBanu y 25 MkmMoutb, S0 Mkmoib 1 100
MKMOJIb PO3YMHAX S5—a3alUTUAUHY NPOTAroM 6 Troj, BIACOTOK KIITHH, IO IpopearyBald Ha
IpaBiiHAYKIIIO TPaBITPOMHUM POCTOM, 30inmbmmmBes 13 20 % y xonTpoii a0 23 %, 35 % 1 54 % B
eKCIIEpUMEHTI BIAMOBIAHO 10 30UTBIICHHS KOHIIGHTpalii iHriditopa merwimoBaHHi. Kpim TorO,
nemerwmioBanHs JIHK xpomaTuHy BIUIMHYJIO HA TPHUBAIICTh TPaBIiHAYKIli, CIIOBUIBHUIIO
npomidepaliro KIITHH Ta 3arajibMyBall0 aBTOTPOIHI Mpolecu. SIK HAcHiAOK, MiJl 4ac HACTYMHOI
IpaBICTUMYJIALII, MOPIBHAHO 3 HEOOPOOICHOIO S5—a3alUTHIMHOM IPOTOHEMOIO, BiJHOBJICHHIO
TPaBITPOITHOTO POCTY MepeayBaB jareHTHUH mepiox. Omke, MmerwtoBanHs [[I—mokycie JIHK
MPU3BEJIO 10 TMOCTTPAHCIALIMHUX 3MiH, 10 BIUTMHYJIO Ha TPUBAIICTh MITO3IB alliKaJIBHUX KIITHH
nporoHemu. [lns pi3HOBIKOBUX JHepHMH 7 1 21-geHHOT mpoTOHeMH Tmichs Aii iHribitopa
metwmoBanHs JIHK icrotHoi pi3HMII y TpaBiTpomi3mMi HE BHSABMIIM, OJHA4e, CUTHAI IIPO
rpaBiiHAYKIIIO y MOJIOAMIIH MpoTOHEMI 30epiraBcst ToBIIe, HiX y 21-1eHHiil. MOXIHBO, TPHYUHOIO
€ 3Mian y metuintoBanHi JIHK, 3ymMoBieH1 cTapiHHSIM KITITHH.

3rizHo 3 pe3yabTaTamMu aHanizy akTuBHOCTI siaepHoi JIHK, 3adap6osanoi JIAPI, ne
BUSIBJICHO DI3HHII MK KOHTpPOJIEM 1 JIEMETUIbOBAaHUMH 3pa3kamH. be3 cyMmHiBY, cliff MaTu Ha
yBa3i, 10 ~3amam’ATOBYBaHHS MOXXe OyTH pe3yJbTaTOM eKcIpecii OKpeMHUX TeHiB, IO 1Hilil0€
MHOKHHHI TPAaHCKPHIIIIHHI IPOIIECH, SIKi HE CYNPOBODKYIOTHCS CTIHKOIO aKTHBHICTIO TeHOMY. Tak,
JUISl PTYTh-PE3UCTEHTHUX KJIOHIB MoXy Tortula modica Buznauenns micty JIHK 3 moennannsm
JIHKa3u 1 cBiguuTh npo He3HauHe 3011bieHHs Hekoayoyoi JIHK (Xopkasuis Ta iH., 2009).

OTxe, SKIIO 3MiHY TOJIO)KEHHS POCIMHHU 3aJIe)KHO BiJl BEKTOpa IpaBiTallii po3risiIaTH SK
abioTHYHMI CTpec, ,,l1aM’ITh” PO HOTO 10 peati3y€eThCsl YHACTIIOK emreHeTHIHnX 3MiH. OHave,
HE3BaKAlOUM Ha BUKIIOYHY poJib MeTuimoBanHsa JIHK xpomaTtuny miist po3BUTKY POCIHH, 10 MO0
eKCIEpUMEHTAIbHUX 3MIH BapTO CTaBUTHUCSA HEOJHO3HAYHO, OCKUIBKM KIITHHA caMa MOXe

e(eKTUBHO KOHTPOJIIOBATH TaKUH EMIreHeTUYHUI CUTHAI.
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PO3JILJI 5. HUTOXIMIYHUIMA AHAJII3 TPABITPOITHUX PEAKIIII MOXIB

5.1. ®yHkuHioHaJAbHAa PpoJb fApPa Yy TIPABITPONIHOMY POCTi amiKaJbLHUX KJITHH

nporonemu Ceratodon purpureus (Hedw.) Brid.

I'enepaTopoM ramyeHHs TPOTOHEMHU € SAApO 1 MiaBUINEHA (YHKI[IOHATbHA AKTUBHICThH
KIIITHH, B SIKUX BiAOyBaeThcs nudepeHuiitamii pict. Haitbinpm iMOBipHO, 10 MicCIe 3aKJIagaHHs
POCTKa — MPOIIEC CTOXaCTUYHUH, a MporpamMa rajxy’KeHHs KJIITHH HEMa€ YiTKOI 9acoBOi 3aJIEKHOCTI.
OpHak eKcrepuMEHTAIbHO MO>KHA 1HILIIOBATH MEPEIyMOBH s rany>keHHd. [1i1 BIIMBOM cBiTiA 1
3a y4acTIO TpaBiTalii y NeBHil AUISHIN BiAOyBaeThCsl CTPYKTypHA 1 (DyHKI[IOHANbHA MOJSPU3ALIIS
KJIITUHH, 2 MHOXXMHHA B3a€MOJII KIITHHHUX KOMIIOHEHTIB MPHU3BOAUTH /O JIOKAJIBHOTO POCTY
KIITHHHOI CTIHKA. OJTHUM 3 TaKuX KOMITOHEHTIB Ha NUIAXY CHPUHHATTS 1 TPAHCIYKIi CUTHAIY €
SIPO, SIKE YITKO MITPYE 10 MICIIS Ty KEHHS.

Sxmo HaxwisM Yamku 31 ciopamu Moxy C. purpures, P. patens abo Bogopocteit Onoclea
yn Fucus BITHOCHO TOPH3OHTAJIBHOI MOBEPXHI, SAPO PyXaJlocs IO MiCIsl JIOKami3arii pu3oina,
HaTpsIM POCTy SKOTO B TAaKUX yMOBAaX CWJIM TSDKiHHS 3MiHIOBAaBCS 3aJI€KHO BiJl BEKTOpa TpaBiTarii
(ITynmsix Ta 1., 2002; Nick, 2013).

BceraHoBieHno, mo came rpaBiTallis BIUIMBa€ Ha HampaBieHICTh pyxy sapa Ceratopteris
richardii, OCKIIBKM BiIEOCTIOCTEPEKEHHS B eKcrepuMeHTi Ha Shuttle cBiquuTh TpO paHIOMIYHY
MIrpaIiro sSapa 3aMicTh MOJSPHU30BAHOTO pyxy jJo ocHoBu kmitmHH (Roux et al., 2003; Chebli,
Geitmann, 2011). Otxe, pyx smpa nepeOyBae i i€ TPaBITAIIHHOI CHIIM, sIKa CHEPTreTUYHO
MOOLTi3y€e TpaHCHOPTHI cucteMu Ans Horo mepemimeHHs (Cove et al, 2006; Herranz, Medina,
2014).

B amikanpHI{ KIITHHI SIIPO, OYEBHIHO, HE € CTATOJITOM, SK aMUIOIUIACTH, TOMY IO HE
MITpYBaJIO 0 OCHOBH KJIITHHH, KOJIM BEKTOp TpasiTarii 3minuwian Ha 180° (Schwuchow et al., 2002).
OpHak d4ITKO CTBEp/PKYBAaTH, LIO SAPO B IHTEPKAISAPHUX KIITHHAX HE 3aJisiHE Yy peakuii Ha
rpaBicTUMYJ He MOxHA. [Tokazano, o sapo y cybamnikanbHil Ta iHTepKanpHii kiaituni C. purpures
3HAXOJIUTKCS OJIMKYIE 0 BEPXHBOT MIEPETUHKH, HIXK y meHTpi (puc. 5.1.1).

MOoJIMBO TOMY, IO PO € YYTIUBOIO KIITHHHOIO OPTaHENIo0 SIK JI0 CIa0UX CUTHAJIB, TaK 1
IIBUAKOI 3MIHM CUTHAy, TaKOXX MEXaHIYHI CTUMYIU BKJIIOYAIOTHCS Y KOHTPOJb 32 IMOJIOKEHHSIM
A1pa Ta yTBOPEHHAM KIITUHHOI nepeTuHkH (Qu, Sun, 2008).

Y pocTydymx KJIITHHaX 1 MiI 4ac Traxy>XeHHS NPOTOHEMH SIIpO TOCTIHHO mepedyBae y

JTUHAMIYHOMY PYyCi, MITPYIOUH J0 MICIISl CTUMYJIALIT pocTy (puc. 5.1.2).
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Puc. 5.1.1. Posmimienns sigep y kmitmHax nporoHemu Ceratodon purpureus — TiCIs

rpaBicTuMyJsIIii: 1 — qorxkuHa KIiTHH 170 MKM; 2 — BiACTaHb SApa 10 KIITHHHOI MEPETUHKH, MKM

VY rpaBiTpomnHiil MPOTOHEMI SAPO YACTO 3HAXOIMIIOCA O MicLs 3aKiaJaHHS POCTKa Iie
nepes MOro yTBOPEHHSIM, BHUIIEpPEI)KAalOuM pICT KIITUHHOI CTiHKK (puc. 5.1.2 — 2), mBUAKO
nimmnocs (puc. 5.1.2 — 3,4) 1 moBepTasiocst Hazaa B eHTp KiituHuU (5.1.2 — 5). V npoToHemi micis
KIMHOCTAaTyBaHHS 1 y MPOTOHEMI, II0 pociia Ha CBITII, pyX fapa BiApI3HIBCS: raimy3ka Oyna
chopMoBaHa, a SApPO Ie nepemimanocs a0 poctka (puc. 5.1.2 — 1,6,7). OdeBumHO, 3MiHUBCS
KOHTPOJIb sIJIpa 32 TIOBHUM KJIITHHHHM ITUKJIIOM — POCTOM i MITO30M, MiXK SIKUMHU iICHY€ KOPEJISIIis,
OJIHAK HE HACTIIBKM MiI[HA, IIOOM HE 3ajekaTH BiJ eKojoriyHux ¢akropiB. Lle Moxke Takox
CTOCYBAaTHCS il 30BHILIHIX (paKTOPIB sIK HA TOPMOHANIbHE CITIBBIIHOIICHHS, TaK 1 TEHHY €KCIIPECiIo

(Matia et al., 2010).

Puc. 5.1.2. Po3mimieHHs siaep ImiJ1 yac raimyKeHHs KIiTuH npotoHemu Ceratodon purpureus:
l — mpoTtoHema i3 cBiTJIa, 2—5 — TpaBITPONHA MPOTOHEMAa; 6—7/ — TMPOTOHEMA IiCIs

KIiHOCcTaTyBaHHs; mTpux = 20 Mkm; 6apBHUK DAPIL.
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VY nmitepaTypi uMMaNo BiAIMiHHUX MOSICHEHb KOOPIUHALIT pOCTy 1 mposmideparii i BILTMBOM
MiKporpagiTaiii (Hamp., KJIITHHHOTO ITUKITY, PO3BUTKY KIITHHHOI CTIHKH, BHUJIOBXXEHHS KIIITHH).
3okpema, y Kocmoci mnpomideparis MoXe MiJIBUILYBaTHCS, a TPUBANICTh pOCTY KIITHH
smenmyBatucs (Matia et al., 2010; Kordyum, 2014). BBaxaroTh, o picT i mOaiN ,,po3’€aHaHI”,
yHAcHiIoK ckopoueHHs G ¢a3u, Mo NpU3BOANTE IO aKceepalii KITHHHOI oTy 1 hopMyBaHHS
KOPOTKHUX 1 YHCENbHUX KIITHH. Y I1HIIOMY BapiaHTi, B ekcrepuMeHTi y Kocmoci emigepManbHux
KITHH Arabidopsis thalina Oyno Oinblie, HDK y KOHTPOJI Ha 3eMJii, YHACHIJOK MiJABUIICHHS
BuoBxKeHHs KimiTuH (Paul et al., 2012).

[lin BrumBoM rpaBitamii y TeMpsiBi pict rpaBiTponHoi mnpotoHemu C. purpureus
MIPUIIIBUIIITYBABCS 1 pO3MIpH KJIITHH OyJK OLIbImi, ane iX Oysio 3HAYHO MEHIIE, HiK Y KOHTpOJ 1
micas kiniHopoTamii (puc. 5.1.3). KifgpKicTh KIITHH MOTJIa 3MEHIIYBATUCS YHACTIIOK PO3TATAHHS,
SIKe BHUIIEPEKAIIO MIiTO3, X04a TPUBAIICTH MPOJTi(hepaTUBHOTO UKITy MOTJIa i He 3MiHIoBaTuCcs. He
BHUKIIFOUEHO, IO 3a I MepioJ 3pocia aKTUBHICTH sjaepelns 1 OioreHe3 pubOOCOM, OCKUTBKH
BCTaHOBJICHO, 110 YMOBH 3MiHEHOI IpaBiTallii MpU3BOATH 0 MOPYIIEHb HYKJICOISIPHOI aKTUBHOCTI
(Matia et al., 2010; Kordyum, 2014; Micco et al., 2014). Takum ywmHOM, mociimkenas 3 C.
purpureus TiITBEPIKYIOTb, IO TpaBiTallis € BaXIMBUM MOJSAPU3YIOUYNM UYWHHUKOM, SKHA
MJCUIIIOE YYacTh A1pa y QYyHKIIOHAIBHUX 1 MOP(POTEeHETUYHUX MIPOIECcax KIIITHH.

50
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Puc. 5.1.3. Kinpkicte kmiTuH y crosioHi mpotoHemu Ceratodon purpureus, TOBXKUHA
ctonony 4 mm: (1) — KOHTpOJb 13 CBITJIa; MPOTOHEMA IIiCHas KIIIHOCTAaTyBaHHS (2), micis

rpaBicTuMysLii (3)

[To-inmomy, a HaBiTH HaBIaKHW, BiOYyBaBCS MpOIEC MOMITy — POCTY MiJ 4ac iHimiamii
rajgy KeHHs: IO SApa 1HKOJIM 3aBEPILYBABCS 1€ 10 Bi3yaJIbHOTO pOCTy Trainy3ku (puc. 5.1.2 — 3).
Tomy KIITHHHUN [MKII CJTIJ PO3TIISAATH SIK CYKYIHICTh HIMOBIPHUX 1 IETEPMIHOBAaHUX MPOIIECIB, SKi
KOHTPOJIIOIOTh YacOBY YIOPSAKOBAaHICTh LUKIY 1 BIAPI3HAIOTBCS Y MOPQOreHe3i pi3HUX OpraHiB

(Goodwin, 1979). OnHak pyx siapa — 1€ BIAIOBIAL HE JIUIIE HA 30BHIIIHI ()aKTOpH CepeIOBUINA, a
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i MIKpOYMOBHM KJIITHHH, TOMY 4YiTKa Mirpamis sapa € HepeayMOBOIO MiATPHUMAHHS MPOCTOPOBOI
opieHTarii moxinis i TrmoBoi popmu krituH (Cove et al., 2006; Qu, Sun, 2008). Bapro yBarwu ii te,
110 3aTpuMKa KIITUH Physcomitrella patens Ha cranii G, KIITHHHOTO ITUKITY, K1 MicTATh 2C Halip
JHK, po3risaaeTbes sk BaXXJIMBa CTpaTeris BUXKUBAaHHSA ramioigHoro opradizmy (Cuming, 2009).

Bzaemo3s’s3ku Mk JIHK, PHK i cunTe3om 6Oinka ckmagi i izeHTHUdiKyBaTu (i3i0i0riyHi
CUTHAJIH, SIKI PETYJIIOIOTh TIEPEXO0IU 3 OJTHOTO CTaHy B IHIIUH a00 CHHTE3, BAXKKO. Y3arajabHCHI JaHi
PO BIUIMB T'paBiTaIlli HA CUCTEMY TOJILT —pIiCT KJIITHH CB1IYaTh, IO TaKl OCHOBHI KIITHHHI QYHKIIIT
HE MalTh NPSIMOTO BIAHOIIEHHS A0 TpaBilepleNnIlii, aje YacTKOBO 3MIHIOIOTHCS YHACTIIOK
nopy1ieHHs rpasitaniiinoi cunu (Kordyum, 2014). MoxxHa BBa)kaTH, 10 MiKpOTpaBiTallis i 3MiHa
BEJIMYMHH TPaBITAI[IfHOT CHJIM € CTPECOBOIO EKOJIOTIYHOI0 YMOBOIO, IO BIUIMBAa€E HA MEXaHI3MHU

POCTY 1 KIITHHHOTO IUKITY.

5.2. YyacTh MikpoTpy0O4OK HUTOCKEJIETY Y peaklisix anikajabHuX KJIiTUH Ceratodon
purpureus Ha BEeKTOPHY Jil0 rpasitauii
Jlo 30HUM iHINIAIil Tay3Kd SIPO 3aBXKIU MITPye€ B OTOYEHHI OUIKIB IUTOCKENeTy (puc.
5.2.1). JlokanpHe ckymueHHs MT muTOCKeneTy 3HalWAeHO Yy MICIl TMOAUTY KIITHHHU e Tepena
Bi3yaJbHUM POCTOM KIITHHHOI CTiHKH (puc. 5.2.1 — 2). [lyuku MT 3’saBusamcs Mik sSApoM i
MiclieM MailOyTHBOTO TMOJLTY, ICTOTHO TIOTOBIIYBAJIHCS 1 CKOPOUYBAIIUCSA Mif Yac pyxy sapa (puc.

52.1— 3).

Puc. 5.2.1. Imynoduyopecuenmis MT nurockenery B kmituHax Ceratodon purpureus: 1 —
MO37I0BXKHSI Opi€HTAIlisl B amiKalbHIA KIiTHUHI; 2, 3 — IHTEHCHMBHA JIOKali3allis B KIITHHAX, IO

rajy3sThcs, 1 HaBKOJIO siipa — 4
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BcranoBneHno, mio OUTKM HUTOCKeNETY (YHKIIOHATBHO aKTHBHINII MiJ Yac IMTOKiHE3y, a
moJriMepu3alliss TyOyJIiHy TaKCOJIOM IiHTiIOyBajla TEPEMIIIECHHS spa 1 MOpyIIyBaja OpPIEHTAIII0
kmituaHOI TiepetuHku (Demkiv et al., 2003). MT KOHTPOJIOIOTh TaKOX IMEPEMIIIEHHS ayKCHHIB,
BUKOHYIOUM cUTHanbHy 1 TpaHcmoptHy  ¢yukuii  (Nick, 2013). BwusnHayeno, 110
iMyHOQITyOpecLeHIIisl TyOyliHy MiIBUIIYBalacs i BILIMBOM HU3bKHX IHTEHCUBHOCTEH 4€pPBOHOIO
CBITJIa, TOMY CJIiJl BBOXKATH, IO CBITJIO KOHTPOJIIOE JIOKaTi3allito akTuBHOro TyOysiny (Kordyum et
al., 2009). MiMoBipHO GiIKH UTOCKEIETY CKOpille BUKOHYIOTh CHIHAIBHY (BYHKII0, BKIIOYAI0UNCH
y TpaBipeakilito uyepe3 OpieHTaIlil0 MOAUTIB 1 YyHOPSAKYBaHHS MIKpO(iOpHI IeN0N03HU, a TaKOX €
JIAHKOIO TPAHCHOPTHOI cucteMu siapa. Hagani cneundivna nomyssiuis MT nonydanacs 10 cucteMu
peryisiii pocty Ta rpaBiMop(dizmy JaTepanbHoro marona. OnHade He 3’sSCOBAHUM 3AJIUIIAETHCS
MMATAHHS TIPO META0OJIYHI NUIAXHM, Yepe3 sKI rpaBiTallis BIUIMBA€ Ha JUHAMIKY Ta INepeOyIoBY

€JIEMEHTIB LIMTOCKENETY MiJ] Yac pyxy fAApa 1 rajry>KeHHs KJIITUH IPOTOHEMH.
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PO3/ILT 6. BABHAYEHHSI AKTUBHOCTI ITPO-AHTUOKCUJIAHTHOI PEI'YJISIIII
MOXIB SIK CACTEMH 3AXHCTY BIJI TPABITAIIIMHOT'O CTPECY

6.1. BuBuyeHHsI AMHAMIKHM NPO-AaHTHOKCHAAHTHHUX peakuiid ¢pepTUWILHUX pocaun Bryum

argenteum Hedw.

SK  cBimYaTh pe3yNbTaTH EKCIEPUMEHTAJIBHHUX JOCTI/DKEHh Ta OTJISIOBUX PpOOIT,
MIKpOTpaBiTaIlis 1 3MiHAa BEKTOpa TrpaBiTallii, SK CTPECOBHH YWHHUK, IHIMIIOE 301IbIICHHS
AKTUBHOCTI KOMIIOHEHTIB aHTHOKcuAaHTHOI cuctemu (Hemyxa, 2015; Porterfield, 2003; Chebli,
Geitmann, 2011; Kordyum, 2014). Ogaum i3 MOAYJISATOpiB MeTabOdI3My B YMOBax CTpecy €
aKkTuBaIlisg nepokcuaHoro okucieHHs mimiaiB (ITOJI), sk mepmia JaHKa y PO3BUTKY PEAKIliH, 110
3aIyCKalTh CUCTEMHU 3aXMCTy KIITHH Ta opraHizmy B oMy (Koparom u np., 2003). Ha croromani
BiZICYTHA iHGOpMaIlis PO 3MiHH aKTUBHOCTI MPO-aHTHOKCUJIAHTHOI CUCTEMH Y MOXIB 3aJI€KHO BiJl
CWJIH TSDKIHHSI.

3 Li€l0 METOI BU3HAYMIM BMICT THEPOKCHIY BOAHIO SK I1HIYKTOpPAa aHTHOKCHAAHTHOI
3aXMCHOI CHCTEMH Ta JWHAMIKy TIEPBUHHHMX 1 KIHIIEBUX TPOAYKTIB JIIMONEPOKCHIAMil Yy
ramerodopax B. argenteum 0e3 rameTaHriiB 1 Ha cTafii (QoOpMyBaHHS CTaTE€BHX OpPTaHiB.
[IpoananizoBaHO BMICT TEpPOKCHUAY BOJHIO 3alie)KHO BiI CTafAil OHTOTEHE3y, TpPHUBAJIOCTI
KJIMHOCTATyBaHHS Ta BHM3HAYEHO BUILY YYTJIHMBICTh MAaroHiB N0 3MiHEHOi TpaBiTamii miJ dac

¢dopmyBaHHS cTaTeBHX OpraHiB (puc. 6.1.1).
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Puc 6.1.1. BmicT mepokcuay BOJHIO, TIEHOBHX KOH IOTATiB Ta MaJOHOBOTO JHAIBACTINY Y
naroHax Bryum argenteum 3alle)KHO BiJl TPUBAJIOCTI KauHOCTaTyBaHHs: (1) — mepen popmyBaHHAM
CTaTeBUX OpraHiB, (2) — Ha cTaAil JO3piBaHHS TaMETaHTiIB; JIepHMHAa Oe3 rameTaHriiB (a), 3

antepunismu (b) ta apxeronismu (c). lltpux = 2,5 Mm
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VY kouTponi BMict H,O; y ramerodopax 3 raMeTaHTisIMU HE BiAPI3HABCS BiJl POCIUH, SIKI HE
YTBOPHWJIA CTaTeBUX opradiB (puc. 6.1.1). OxnHak, Bke 48-roAvHHE KIMHOCTATyBaHHS BHSBUIIOCS
CTPECOBHUM UYMHHHMKOM, OCOOJIMBO Uil POCIMH 3 TaMETAaHTIsIMH, YHACJIJJOK YOTr0 pi3KO IMiJBUIIKUBCS
BMicT mepokcuniB. [Ipo akTuBali0 MpOIECiB JIMOMEPOKCHUAAIIl CBIAYUTH ICTOTHE 301TbIICHHS
BMICTY NEPBHHHUX MPOIYKTIiB — TIEHOBUX KOH IOTATiB Ta Ta He3HauHe miaBumeHHs MJIA micns 96
roJ KIIMHOCcTaTyBaHHs (puc. 6.1.1).

BceraHoBneHO, 110 yNpOJOBXK YCbOIO IMEpioAy KIMHOCTATyBaHHS BMICT JII€EHOBHUX
KOH IoTaTiB Ha cTajii popMyBaHHs cTaTeBUX opraHiB OyB Ha 40 — 50 % BuImMM, HIX Yy pOoCIUHAX
0e3 rameranriiB, a 30umbmIeHHs KoHuEeHTpamii MJIA posmounnanocs Ha 4 100y B 0OHIBOX
BapianTax nocmiay (puc. 6.1.1). ToOTo, mia BIJTMBOM 3MIHEHOI CHJIM TSDKIHHS 301JBITUBCS BMICT
noyaTkoBuX mpoaykTiB [1OJI, a KimpKicTh KiHIIEBUX METa0OMITIB JIMOMEPOKCUIAIT YIPOJAOBK 2
ni6  KIMHOCTaTyBaHHs 30epirajgacs Ha piBHI  KOHTpoito. Od4eBHIHO, Taka TpPUBAIICTb
IpaBITAIlIfHOTO cTpecy Ie 3HaXOAWIacs B MeEXax TOJIEPAHTHOCTI pOCIUH B. argenteum 10
OKHCHIOBAJILHHX TIporieciB. Biporigne 30inpmenns kinbkocti MIA Oyno 3adikcoBano numie Ha 4
00y KIMHOCTATyBaHHA, IO, OYEBUAHO, MOIJIO OyTH 3yMOBJIEHE YacTKOBUM BHCHAaXECHHAM
pecypciB aHTHOKCHJAHTHOI CHCTEMH YHACHIJIOK YTBOPEHHS HOBHUX PaJUKaliB. 3HAUYHO UyTJIMBIIII
JI0 TpaBiTaIifHOTO cTpecy OyiM MaroHu Ha Mi3HIMIH cTaaii pO3BUTKY — 3 TaMETaHTisIMHU, YHACIII0K
4Oro, BiJIMOBIHO, OyJIa BUIIIOI IHTEHCHBHICTh OKCHIAHTHUX PEaKIIil.

OTxe, 3aJ€KHO BIJ CTaaii PO3BUTKY POCIMH 1 BIUIMBY TrpaBiTaiii Ha audepeHiiaIio
raMeTaHriiB 3MIHIOBaJlacsi PEaKIiHHICTh CUCTEeMH OKHCHEHHs B. argenteum. Ilicns muctpecy
AKTUBHICTb MPOOKCUAAHTHOTO IMyJly 3MEHIIWIACS Maibke M0 piBHSA KOHTPOJIIO, IO € MOKa3HUKOM
3BOPOTHOCTI JIECTPYKTUBHUX TPOIECIB, SKI BUHUKIIM Y 3B’ 53Ky 13 3MIHOIO BEKTOPHOI Jii TpaBiTamii

Ta PO3BUTKOM TOJICPAHTHOCTI JI0 IMiIBUIICHHS] OKMCHIOBAJIBHOTO ITOTEHITIATTY .

6.2. CtaH GOTOCHMHTETUYHOIr0 anaparty GepTHJIbHUX POCIUH Bryum argenteum Hedw.
B YMOBaXx 3M0/1eJIbOBAHOI MiKporpasiTamii

Y MoxomomiOHMX iHIIAIlis 1 JO3piBaHHS 4YOJIOBIUMX Ta JKIHOYMX TaMETaHTIiB
KOHTPOJIOIOTHCS 1 TEHETUYHO, 1 ¢izionoriuno. BigoMo, 1o kiHO4i pOCTUHM Yy TEpioj] A03piBaHHS
CTaTeBUX KJIITHH MAaIOTh BUILY IHTEHCHBHICTh (DOTOCHHTE3Y Ta AMXaHHS, IIBUJIIEC PETCHEPYIOTh Ta
XapaKTePU3YIOTHCS OUTBIINM MPUPOCTOM OiOMacH, MOPIBHSAHO 3 YoJjoBiunMu ocobmnamu (Hanson,
Rice, 2014). Kpim ToOro, >XiHOYI POCIMHU € CTIHKIIIMMH 0 PI3SHOMAHITHUX a0lOTHYHUX CTPECIB
(Stark et al., 2010). IlopiBHSHHS pe3y/ibTaTiB KUIBKICHUX 1 SKICHUX 3MIH HITMEHTIB IJIacTUA Ta
IHTEHCUBHOCTI aCHUMUJIAIIT BYTJIEKUCIOTH B POCIMHAX 3arajioM, a TaKOXX BIUIMBY 3MiHEHOI CHIIU
TSOKIHHSA Ha Ii TPOIECH PO3KPHBAE CYTh TUIACTHYHOCTI YU KOHCEPBATUBHOCTI OOMIHHHX peaxii,

BUSIBJISIE CTYITIHB MPUCTOCOBAHOCTI POCIIMH JI0 YMOB i1CHYBaHHS.
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JlocaiaKyBany BIUIMB 3MOJIETIbOBAHOI IpaBiTallli HA MITMEHTHUN amapar Ta 1HTEHCUBHICTb
dboTocuHTE3y Yy PEPTHIBHUX POCIMHAX MOXY Bryum argenteum Hedw. (Tabn. 6.2.1). Y koHTpoIi
(0e3 KIMHOCTAaTYBAaHHS) Yy 4YOJOBIYMX pOCIMHAX BHU3HAYEHO OUIBIIMIA BMICT XJopodiny a,
MOPIBHSHO 3 )KIHOYKMMHU. 3a KUIBKICTIO XJI0po(diny b Ta KapOTHHOIAIB Pi3HOCTATEB1 POCIMHU ICTOTHO
He BIApI3HAIMCI. B yMoBax KIMHOCTaTyBaHHA BHSIBIEHO YAacOBY JMHAaMIKy ITOKa3HMKIB
(OTOCHMHTETHYHOT aKTUBHOCTI (epTunpHuX pociauH. Hacammepen, 1e cTocyBajgocsi BMICTY
xnopodiny a. loro KinbKicTh CyTTEBO 3HIKYBAIACS B YOJIOBIYHX i XKIHOUMX POCIHHAX HA MOYATKY
BIUIMBY 3MIHEHOI cuiu TsokiHHA (24 Trox). Cepennio ¢a3y TpuBalocTi KIMHOCTaTyBaHHA (96 o)
MO’KHA PO3IJISJIAaTH, K MepioJ aKkiaiMaTH3alii, OCKUIbKU 3a()iKCOBAaHO KOMIIEHCATOPHE 301IbIIEHHS
BMICTY xsopodiny a. OmHak, y )KIHOUMX POCIMHAX WOTO KUIBKICTh 3pociia Maibke B 1,6 pasiB, a B
YOJIOBIUMX MaroHax MiABHILIEHHS Oyno meHmie — B 1,2 pa3u. BmicT kapoTHHOINIB Ha MOYATKOBIH
(a3l KIMHOCTATyBaHHS 3HIDKYBABCS, ajie HaJali MiJBUILYBaBCs, i OUIBIIOI MIpOI0 Yy KIHOYHMX

pocauHax (B 1,5 pasn).

Taomuus 6.2.1
BrnuB kmHOCTaTYyBaHHS Ha BMICT MITMEHTIB (MI/T MacH C. p.)

y GepTHIbHUX pOCIUHAX Bryum argenteum

Bapiautu Xuopodin a Xuiopodin b Kaporunoign
JaocuTiy 24ron | 96 Tonm 8 nid 24 ron 96 rox 8 1116 24 ron 96 rox 8 ni6
Koutponts (9011 | o 000 | 0612001 | 0632001 | 0434001 | 0408001 | 044001 | 046:001 | 048001 | 046£001
p.)
Kontponb GKiH. | 50001 | 0581001 | 0612001 | 0412001 | 0392001 | 0420001 | 0445001 | 042001 | 042:001
p.)
KUIHHOCTAT | 01 | 0532002 | 0552001 | 033001 | 0362001 | 039:001 | 0512002 | 036:001 | 059001
(gom. p.)
KfHAHOCT?T 042:001 | 0,6760,02 | 0694002 | 039001 | 041001 | 040001 | 056£0,01 | 0,66=0,01 | 0,64+0,01
KIH. P.

YV  ckmami  GOTOCHCTEM KAapOTHHOINM HE JIMIIE BHUKOHYIOTH pOJb  JOJaTKOBHX
CBITJIO30MpAJIbHUX MITMEHTIB, a i 3HEMIKOPKYIOTh CHHIJIETHUM KUCEHb Ta 1HINI BUIbHI paJuKaid B
yMOBaX OKHCHIOBAJILHOTO CTpecy. HeBHCOKe 30UIBIIEHHS BMICTy KapOTHHOIMIB  TCIIA
KJIMHOCTaTyBaHHS MOXKE CBIAYUTH NPO HE3HAUHE CTPECOBE HABAHTAXKECHHS HA POCIMHH B YMOBax
3MIHEHOI CHUJIN TSDKIHHSL, TOA1 SIK 32 BIUIMBY 1HIIHUX CTPECOBUX YMHHUKIB (HAPUKIIAA TEMIIEpPaTypH,
BUCOKOI 1HCOJISAIIT) KUTBKICTh MITMEHTIB y maroHax B. argenteum 30inbinyBanacs y 3-4 pasu (Kusik,
2015). Bmict xsopodiny b cyTTeBO HE 3MIHIOBABCS YIIPOAOBXK YCHOTO MEPIOy KIMHOCTATYBaHHS.

3a IHTEHCUBHICTIO (POTOCHHTE3Y YOJIOBIYl Ta KIHOY1 POCIMHH BIAPIZHSIIUCS SIK y KOHTPOJII,
Tak 1 B yMOBaX 3MOJeNboBaHOi rpasiTaiii (puc. 6.2.1). i 4omoBiuux pociauH KOHTpoiro (0e3
KJIMHOCTATyBaHHs) BU3HAYEHO BUIIY IHTEHCHBHICTh (DOTOCHMHTETHUHUX mpoueciB (2,28+0,01 mr
CO, / r macu c. p./ron), nopiBusHO 3 xkiHounmu (1,60+0,01 mr CO, / T macu c. p./rox). OueBuaHO,

Taka BiJIMIHHICTh 3yMOBJIeHa crienndikoro (GpopMyBaHHS Ta J03piBaHHS TaMETaHTIIB B. argenteum.
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VY nmocnmiii BUKOPUCTAHO KIIOHM YOJIOBIYMX 1 JKIHOUYMX POCIMH OJHAKOBOTO BiKYy, ajieé YOJIOBidi
pociuHM OyJW BXKE 3 JIO3PIIUMH aHTEPUIISIMH, TOJIl SIK >KIHOYI TepeOyBaiM JIMIIE HAa CTafdil
dopmyBaHHS apxeroHiiB. ToMy eHepreTHuYHi BUTpaTH Ha [bOMY eTami (OpMyBaHHS CTaTEBHX
opra”iB Oynu OUIBPIIMMH Yy 4YOJOBIYMX OCOOWH, WO MIATBEPKYIOTh PE3yJNbTaTH aHalli3y
(OTOCUHTETHYHOI AKTHBHOCT!.

3MiHa CWIM TSOKIHHA TIO-pI3HOMY BIUIMHYJIa Ha POCIMHM 000X cTarel: BHU3HAYCHO
MOCTYTIOBE MIJBHINCHHS (POTOCHMHTETUYHOI aKTUBHOCTI Yy JKIHOYMX POCIHMHAX, IO KOPETIOBAIO 3i
301IBIIEHHSAM BMICTYy XJIopo(diny a i Ha 8§ 700y KIMHOCTaTyBaHHS 1€l MOKa3HUK OyB HAMOIbIINM.
YonoBi4i pPOCIMHMA 3HAYHO YYTJHWBINI JO 3MIHM BEKTOpa TpaBiTamii, IO MPOSBIISLIOCS Y
CIIOBITbHEHHI  (DOTOCMHTETUYHHX TMPOIECIB. YNIPOJIOBXK KJIMHOCTATYBaHHS 1HTCHCHUBHICTH
(GOTOCHHTE3y YOJIOBIYMX POCIMH 3HHU3MIAcs Maibke B 1,3 pasu, 10 CBIMYHTH TNPO HIKIY

Yy TJIMBICTh (POTOCHHTE3Y Y KIHOUMX POCIMHAX JI0 3MIHM BEKTOpA IpaBiTallil, HIXk y YOJOBIUHUX.

O24rog O%rog HEEagb

2,5

0,5

InTencupricts doTocnnTesy, sr COr mach cp Sroa
T
1

I.\\“\\

Komrpoms (om. p.) Fomrp ome (#dm. p.) Kmmioerar (t1om. f) KmmocTar (i o)
Puc. 6.2.1. BB kiIMHOCTaTyBaHHS Ha 1HTEHCHBHICTh (orocunTe3dy (Mr CO, / r macu c.

p./ron) y pepTUIbHUX pOCIUHAX Bryum argenteum

VY npupomHHX yMmoBax aisi 0aratbOX JBOJOMHHUX BHIIB MOXIB TaKOXX BHSBJICHO 3HAYHE
3MEHILIEHHS! KUTBKOCTI YOJOBIYMX OCOOMH abo iX BIACYTHICTh Y HECHPUSTIUBUX YMOBaxX
HABKOJIMIIHLOTO cepenoBuia. Hanpuknan, y Polytrichum alpestre Hoppe ta P. alpinum Hedw. B
YMOBaX apKTUYHOTO KJIIMATy YOJOBIYMX OCOOMH HE 3HAXOAWIH, TOJI K Y CyOapKTUYHIN 30HI BOHU
psicao poctyTh (Stark et al., 2010). V IliBHiuHI# AMepHIli Ha THXOOKEAHCHKOMY y30eperki y BUIIB
Plagiochilion mayebarae S. Hatt., Takakia ceratophylla (Mitt.) Grolle Ta T. lepidozioides S. Hatt. &
Inoue yomnoBiui ocoOuHM Takoxk He po3BuBaroThea (Glime, 2006). B ymoBax ekcrnepuMeHTy y
neskux BUIiB pony Macromitrium Brid. (Orthotrichaceae) BcraHOBIEHO OUIBITY YYTJIHUBICTH
YOJIOBIYMX OCOOMH JI0 TeMIIepaTypHOTo cTpecy Ta BucymryBanus (Une, 1985).

OTxe, aHami3 KUIBKICHOTO CKJIaay MITMEHTIB Ta 0COOIMBOCTEH (POTOCHMHTE3Y (hepTHIBHHUX

pocnuH Bryum argenteum CBITYUTH TPO 3aJEKHICTh TpOIEciB (OpPMyBaHHS TaMETaHTIiB Bij
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€HEPreTUYHOro 3a0e3MeUeHHs KIITHH Ta BUIIY YYyTJIMBICTh YOJOBIYMX POCIMH A0 3MIHU CHJIU

TSOKIHHSL.

6.3. BiuiuB TenJioBoro crpecy Ha CTIMKICTh IPpaBiTPONMHMX peakuiil HA Pi3HUX CTaXiAX
OHTOreHe3y Moxy Bryum argenteum Hedw.

I3 mimoro komIulekcy Hecrenu@iuHUX peakiiii pOCIMH Ha JiF0 HaWpI3HOMAHITHIIIUX
CTpPECOpiB BaXJIMBE 3HAUEHHS Ma€ aKTUBALllsl MOJICKYJSIPHOIO KUCHIO Ta PO3BUTOK OKHCHIOBAJIBHOTO
CTpecy B POCIMHHHX KiiTHHAX. CTyMiHb PO3BUTKY CTPECY 3HAUHOIO MipOIO0 BU3HAYAETHCSA CHUJIOIO Ta
TPUBAIICTIO [ii (paKTopa, UYTIMBICTIO POCIWH 1 CTamiero iX po3BUTKY. JlocmimpKyBanau BIUIMB
TEIJIOBOTO CTPECY Ha TPaBITPOITHOI peakiiii MoXy Bryum argenteum Ha cTaii CIOPOBOi MPOTOHEMHU
Ta ramMmeTodopis.

VY B. argenteum TpaBidyTJINBOIO € SIK IPOTOHEMHU 31 CIOP, TaK 1 pereHepaTuBHA (BTOPUHHA)
NPOTOHEMa, OTPUMaHa pereHeparieo raMmeTopopis, KOTpa BUABISIA 3HAYHO YITKIIIY IPaBITPOITHY
peakiito (tabm. 6.3.1). Uepe3 24 roamHu Tichs MOYATKy TPaBICTHUMYIIALIT KyT 3ardHy CHOPOBOI
nporoHemu cranoBuB 40,3+1,5°, a yepe3 2 m00u micis modarky rpasictumyismii — 52,140,7°. V
npoToHEeMU 3 TameTodopiB 24-TOAMHHA TPABICTUMYJIALIS I1HAyKyBajga OUIBIIMKA KyT 3ardHy
(69,9+1,8°), sixmii uepes 48 roauu gocsaras 86,2+0,9°.

Jlocmiaumy CTIMKICTh TPAaBITPONHKMX peakuiiii B. argenteum micns Temiosoro crpecy (+42°C,
2 ron). I'paBiuyTnuBimor Oyna mpoOTOHEMa 31 CHOp, MPO IO CBIAYUTH HEBEIHKHH KYT 3aruHy
amiKajgbHOI KIITHHU Micas rpaBicTumysranii (tabn. 6.3.1). I'paBiTpomHa peakiisi pereHepaTuBHOI
NpOTOHEMH OyJia CTIMKIIIO 70 BIUTUBY CTpecy 1 ii rpaBiuyTIMBICTh MMOBHICTIO BiIHOBMIIACS Ticis 48
TOJI. TPaBICTUMYJISIIII.

3MiHa TpaBipeakuii Morna Oyt 3ymoBieHa mporecamu [IOJI, yHacmigok SIKMX
HakonnuytoThCsl TBK-akTHBHI MpPOAYKTH, IO € KPUTUYHUMH JUId (DYHKIIOHYBaHHS KIITHHH Ta
IUTICHOCTI 1i KOMIAapTMEHTIB. SIK MOKa3HHWK CTPECy, MOCHTIIMIN BMICT MaJIOHOBOTO JWAIIBACTIY Ta
KapOOHIJILHUX TPy OLJIKIB.

Tabmuis 6.3.1
I'paBiTponHuii 3arvH amikaJabHUX KIITUH IPOTOHEMH Ta MAroHiB B. argenteum
yepe3 24 ta 48 roauH MiCiI MOYaTKy TPaBiCTUMYIIALII,

KyT 3aruny, °

KonTpoJnb Hicnsais TenjioBoro crpecy
Noxt/ BapianT (+42°C, 2 ron)
s J0Ciny micas 24 roa. nmiciaa 48 roa. micas 24 roa. micas 48 roa.
rpaBicTumyty rpasicTumy.aty rpaBicTumyty rpaBicTumyty
1 CrnopoBa 40,3+1,5 72,1£0,7 32,240,6 52,1%1,2
MIPOTOHEMA
2 PereneparusHa 69,9+1,8 86,2+0,9 63,5+1,1 82,410,9
MpOTOHEMA
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Ha o0uaBox cramisix po3BUTKY TameTodity B. argenteum 3adikCOBaHO JOCTOBIpHE
301IbIIeHHss BMicTy MJIA Bifgpasy micisi BIUTMUBY BHCOKOI TEMIEpaTypH, OJHAK, BHUIIUNA MOKa3HUK
JinonepoKcuaamii BU3HAUeHO y KIiTHHaX mpoToHemu. Yepe3 1 moOy micns cTpecy OKHMCHIOBaJbHI
NPOLIECH Y KIITHHAX MPOTOHEMH MPOJIOBXKYBAJIM HAPOCTATH, TOJI K y TaroHax B. argenteum piBeHb

JMONIEPOKCHUIAITT 3HIU3UBCS Makke 70 piBHS KOHTPOIIO (puc. 6.3.1).

O Tpomoners

T E lljagser_l%rgglgﬂ 2 B IaneTodops
74
. 3004 -
g B
] B 54
=
g 2504 B
- B s
= 2
200 1
: 2.
B
= 150 1 E
2 g o
= 1004 2 ,
g e 2]
g i
(SR |
0 . ; 0
Koxtpons Temmoxmit cIpec Ticamia cIpecy Komrpomm Temnozii cxpec Tlicnamia cIpecy

Puc. 6.3.1. BrumB TemioBoro crpecy Ha BMICT MaJIOHOBOTO JHAIBICTIAY Ta KapOOHUTBHHX

rpyn OUTKIB Ha PI3HUX CTaAIsIX OHTOT€HE3Y MOXY Bryum argenteum.

Skmo Bu3HayeHHs BMicTy MJIA 9acTo BUKOPUCTOBYIOTH SIK TIOKQ3HUK OKCHUIHOTO CTpPECy, TO
OIlIHKA CTETCHI0 OKHCICHOCTI OUIKIB — KapOOHUIBHHX Tpyl OUIKIB IIe HE Halysiaa IIHPOKOTO
3acrocyBaHHs. [lim yac okucHOi Moaudikamii OUTKIB 3MIHIOETBCS 1X TiApOoGhOOHICTh, 130€IeKTpUIHA
TOYKa, TEPMOCTaOUIbHICTh, BTPAavyaeTbcs (PepMEHTATUBHA AKTUBHICTh. JleTaJbHO BUBYEHOIO
Mou(pikamiero OUTKOBUX MOJIEKYJ B YMOBax Jii akTHBHUX (DOpPM KHCHIO € YTBOPEHHS TOJATKOBHX
KapOOHUIFHUX IPyN B OIYHMX JIaHIFOrax aMmiHOKHCIOT (Stadtman, Berlett, 1999).

VY Hammx nociigax TEIJIOBHM CTpec 1HAyKyBaB miaBuineHHs BMicTy KI' OinkiB Ha 0OMaBOX
CTaJisIX PO3BUTKY rametodity B. argenteum. Y 11bOMy BUMAJKy TaKOX B1JI3HAUEHO YITKY 3aJICKHICTh
OKHCHOI Monuikamii OUIKIB Bix cTajii oHTOreHe3y Moxy. binbury kinbkicts KI' GikiB BU3HAY€HO Y
NPOTOHEMI K BiJpa3y IMICIs BIUIMBY BHCOKOI TEMIEpaTypH, Tak i B Mepioja Micisaii cTpecy, 1o,
OYEBH/HO, MOYKHA MIOSICHUTH HApOCTaHHAM JIECTPYKTUBHUX 3MIH Yy KJIITHHAX IPOTOHeMU. Bigomo, 1o
Jmimiau MeMOpaH JOCUTh €(EeKTHBHO 3aXUINAloTh JIIMOMEPOKCHUIAa3u Ta HHU3bKOMOIIEKYIISAPHI
AHTHOKCU/IAHTH, BHACTIIOK YOTO TEPOKCHIM JIMiIIB IIBHIKO METa0OMI3yIOThCS, a BiJHOBJICHHS
OKHUCIICHHX OUIKIB TPAaKTUYHO HE BiTOYBAETHCSA, OCKUIBKA BOHU CTAOTh MIIICHHIO JUIS Uil
cnermdivanx mporeas (Jlymak Ta iH., 2004). Tomy, mpomecu mnepokcumanii B. argenteum
B3a€MOIIOB’SI3aH1 Ta CYTTEBO MOMYJIIOIOTH T'PAaBIYyTJIMBICTh BHIY Ha PI3HUX CTaIisIX OHTOTCHE3Y 1

MPOMOPIIIHO 3MIHIOIOTHCSA 13 TPUBATICTIO Ta IHTEHCUBHICTIO1 CTpeECy.
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[TokazaHo, MO CTIHKICTH TPaBITPONHOI peakii B MPOIECi PO3BUTKY MOXYy B. argenteum
MIJBUIIYETHCS BiJ] MPOTOHEMH 110 rameTrodopiB. B yMoBax TemioBoro crpecy rpaBidyTIUBICTbH
MOXY 3ajie)Kalla BiJl aKTHBaIlii OKHCHIOBAJBHHX IPOIECIB, IO MPOSBISIOCT B €(PEKTUBHIIIOMY
1Hri0yBaHH1 JiNmonepokcuaamii Ta okucHoi Moaudikaiii OUIKiB y ramerodopax, MOpPIBHAHO 3i
CIIOPOBOIO MIPOTOHEMOIO, TOMY 1€ CHOPUSIUIO MIBHALIOMY IMICISCTPECOBOMY BiJIHOBJIEHHIO
TPaBITPOI3MY pereHepaTUBHOT TPOTOHEMH 13 TaMeTO(hOPiB.

TakuM YWHOM, Mepedir MPOIECiB OKUCHIOBATBHOTO CTPECY B HECHPHUATIMBUX YMOBaX
HEO/IHO3HAYHUH 1 y KO)KHOMY KOHKPETHOMY BHIIAKy HEOOXiTHO BPaXxOBYBaTH 1 PiBEHb CTPECOBOTO

BIUTMBY, 1 piBeHb TU(epeHIialii opratiamy.

6.4. OniHKka AaHTHOKCHIAHTHOI cMCcTeMU peakiliil y rameroditi moxy Pohlia nutans
(Hedw.) Lindb. B ymoBax KJIHMHOCTATYBAHHS

[licns ¢yHmamMeHTanbHOTO BIAKPUTTS TPaBIYYTIMBOCTI POCIMH BHUBYCHHS MEXaHI3MiB
CTIMKOCTI 70 BIUIMBY 3MIHEHOI TpaBiTallii 3aJUIIAETHCA AKTYyaIBHOIO MPOOJIEMOI0 KOCMIYHOT
6iomorii (Kopaiom Ta iH., 2003; Sack, 1991; Demkiv et al., 1999; Kordyum, 2014). B ymoBax
3MIHEHOI CHJIM TSDKIHHS BiOyBarOTbCA CYTTEBI CTPYKTYpHO-(YHKIIOHAJIBHI MepeOyI0BH KIIITHH,
SKi TPHU3BOJATH 10 TOPYIICHb KIITHHHOTO METabomi3My 1 peryinsmii reHHoi ekcmpecii. Tak, B
yMOBax MIKpOTpaBiTallii BUSBJICHO 3MIHU YJIbTPACTPYKTYpH OpraHes, 3MIHHM JIIIJHOTO Ta
YKUPHOKUCJIOTHOTO CKJIaly MeMOpaH, MOCUJICHHS BUIbHOPAIUKAIHLHOTO OKUCICHHS Ta 30UTbIICHHS
AKTUBHOCTI KOMITIOHEHTIB aHTHOKcHIaHTHOI cuctemu (bapanenko, 2003; Nikawa et al.,, 2004).
KyneTuByBanus kiituH Arabidopsis thaliana B yMoBax MiKpoTrpaBiTallii MPU3BOIIO IO aKTHUBAIIii
ekcmpecii T'eHIB ackopOaTmepoKcuIas, Iy TaTIOHTIEPOKCHUIA3H, KaTajasu Ta
cynepokcuanucmyTasu (Hausmann et al., 2014), mo cBiAuuTh TPO IHAYKIIIO HecmernudiaHuX
peakiiii Ha cTpecoBy Aito rpasitaimii. OIHUM i3 MOZYIATOPIB Yy Takiid cuctemMi MeTabomi3My €
aktuBaris nmpoueciB [1OJI. 30amancoBaHICTh MK TEPOKCUIHAM OKHCICHHSM Ta aHTHOKCHIAHTHOIO
AKTHBHICTIO € BXKIHMBOIO yYMOBOKO 30C€PEKCHHS KUTTEMISUIBHOCTI KIIITHH, OCKUIBKH 3MIIIECHHS
MPOOKCUAAHTHO-aHTUOKCUIAHTHOT PIBHOBATU SIK Mepiioi Hecnenn(iuHol JaHKU Y PO3BUTKY CTpec-
peaxiii € Tiero 010JIOTIYHO BAXKIMBOKO 3MIHOKO €HJIOTEHHOTO CEePEIOBHUINA POCIUHHOI KIIITHHH, IO
3aIyCKa€e HACTYITHI MEXaHI13MHU 3aXHUCTY.

BaxnuBy ponb y TpaHCOyKINi CHTHAJTYy 3allyCKy 3aXHCHHUX PEaKIiid BIIITParOTh aKTHBHI
dopmu kucho (Neill et al., 2002). Ilepokcua BOAHIO, SK OJUH 13 IHIYKTOPIB CTpec-peakiiii,
3aiTHUM 1 B peaklisix pPOCIMHHOTO OpraHi3My Ha 3MiHy cwid TsoKiHHA. [lokaszaHo, mo B ymoBax
MiKporpasiTamii y KyneTypi KimituH Arabidopsis thaliana BinOyBamocs CyTTeBe 30UIBIICHS BMICTY
H,0,, skomy mnepeayBajio HAarpoOMaJKEHHS LMTO30JIbHOTO Ca*" ta BimOyBaacs Ca*"-3anexna

aktuBaiis HAJI®H-okcunasu (Hausmann et al., 2014).
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Mox# BHIPOJOBXK TPUBAIOTO HYacCy € 3pPYYHOI0 MOJEIUTIO JTOCIi/DKEHHS TpaBidyTIMBOCTI
pociuH. He3Bakarounm Ha MopdoJsoriuny Ta (DYHKIIOHAIBHY crenugigHICT, OpraHizariii,
HOPUHIUIIOBO BAXJIUBUM € T€, 1[0 MOXM BUPOOMJIM aHAJOTIYHI 3 IHIIMMHU BHUIIUMH POCIUHAMHU
MEXaHI3MU CHPUHHATTA TPaBICTUMYIY Ta HOro peaizallilo BiJIOBITHO IO OCOOJMBOCTEH POCTY 1
OyZoBHU CBOiX opraHiB. BcTaHOBIEHA Pi3HOCTOPOHHS Y4acTh IpaBiTallil y )KUTTEMISUTBHOCTI MOXIB,
BKJIFOYAIOYM TPOMIYHI POCTOBI pyxHu, MopdoreHe3 ramerodity ta crnopodity, penpoayKTUBHY
aktuBHicTh (JloOaueBchbka, XopkaBuiB, 2014; Ripetskyj et al, 1998; Demkiv et al., 1999).
[Toxa3zaHo, 1110 B yMOBax 3MiHEHOI CHJIM TSOKIHHS BiI0YBAa€THCSI MOIYJIALISI IPOCTOPOBOI Opi€HTAIL]
Ta MOPQOTreHe3y MOXIiB, 3MIHIOETbCS TPATIEHTHUI po3NOAiN (Pi3i0JOTIYHO AKTHBHUX PEYOBUH Y
kimitTuHax (Xopkasiis, Jlemkis, 2003; JlemkiB Ta iH., 2005; JlobaueBchbka Ta iH., 2015). BusBieHo
ICTOTHI CTPYKTYpPHI 1 ()yHKI[IOHANIbHI 3MiHU Ha KIITHHHOMY Ta CyOKIIITHHHOMY PIBHSX B OpraHi3Mi
MOXIB SIK B yMOBaX pealbHOI0 KOCMIYHOTO MOJbOTY, TaK 1 MPH CUMYJIALIT e(eKTiB MiKporpaBiTarii
Ha KIMHOCTaTax. Y Joclifax 3 KyJbTyporo Moxy Funaria hygrometrica Hedw. moxazaHo, 1o
MIKpOTpaBiTallisi BIUIMBA€ HA CTPYKTYPY KIITHHHHUX CTiHOK, IIUTOIIA3MATHUYHHUX OpraHe’n, Gopmy
KIiTUH. CTPYKTYpHI 3MIHH KIITUHHHX CTIHOK CYINPOBOJKYBAJHUCS JECTPYKIIIEI0 XJIOPOTUIACTIB,
30UIBIICHHSAM KUTBKOCTI T2 PO3MIpY MEPOKCHUCOM, II0 HEMUHYUYE MPU3BOJAUIIO O CTAPIHHS KIITHH
mig yac TpuBanoi aii mikporpasitauii (Hemyxa, 2015). Omxe, MikporpasiTaiiist i 3MiHa BEJIWYHHU
TpaBITAIlifHOT CWJIM € CTPECOBUM €KOJIOTIYHMM UYWHHHMKOM, BiJ] SKOTO 3aJieKaTh MPOIECH
[IUTOKIHE3Yy, POCTY 1 PO3BUTKY. Y CHCTEMY 3aXHCTY BiJl OKHCHIOBAIBHOI IECTPYKITi BKIFOYAIOTHCS
Hecnenu(iuHl aHTUOKCUIAHTHI PEaKIliiiHI cXeMHu.

VY 3B’3Ky 3 TUM, BaXJIMBO OYJI0 OCTIAWTH JUHAMIKY BMicTy nepBUHHEX 1 KiHieBux THK-
AKTUBHHX MPOIYKTIB JIMOMEPOKCHIAIIIT i1 OCOOIMBOCTI aKTUBHOCTI aHTHOKCHIAHTHUX (PEPMEHTIB Y
naroHax Moxy Pohlia nutans B yMOBaxX KIMHOCTaTyBaHHs, a TAKOX OLIHUTH MOXJIMBY Yy4acTb
HEPOKCH]LYy BOAHIO SIK IHAYKTOpA 3aXUCHUX PEaKLii.

B ymoBax ocBiTieHHs 1 rpasitamiiiHoro noss 3emui npotoHema Pohlia nutans pocna 1o
NOBEpXHI cyOcTpary 1 ¢popMmyBaia pagialbHO CUMETPUUHY JNepHUHKY (6.4.1, a), mpuTOMYy, IO TaK
CcaMO CUMETPHUYHO 3aKJIaiajucs OpyHbKH, (OpPMYIOUN HA MIPOTOHEMHINW JEPHHUHI pajliajbHE KUIbIIE
ramerodopis. Skmo yvamku [leTpi 3 pocarMHaMu nepeHecan Ha KIMHOCTAT 1 3HSAJIM BEKTOPHY [0
rpasirtaiiii, ramMmeToopu BIAXWISLTUCS BOIK Bijl MOYaTKOBOTO BEPTHUKAIBHOTO HAMpsMy pocty. Uepes
14 1106 micns KIMHOCTATyBaHHS YTBOPIOBAJIMCS PI3HOHAIpaBlIEHI (3a 1 MPOTH TOJAMHHUKOBOT
CTPUIKHM) 3rUHU TaMeTo(OpiB 1 padiaibHa CUMETpPis JepHUHKU BTpadanacs (puc. 6.4.1, 6). Moxxna
JIOITyCTUTH, L0 TPOMi3MH 1 MPOCTOPOBA MEPEOPIEHTALlISl POCTY € PE3yJIbTaTOM MOP(OreHeTHUHUX
3MiH BHACIIZOK CTPECOBOI [Iii 3MIHEHOT CUIIU TSDKIHHS, 1[0 MOTJIO IPU3BECTH TAKOX JI0 MOPYIICHb

IMPOOKCHUAAHTHO-aHTUOKCUAAHTHOT' O 6anchy KJIITHH.
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Puc. 6.4.1. Ilporonemua nepuunka Pohlia nutans 3 OpyHbKaMu rametodopiB, sika pociia B
yMOBax TpaBiTallii 1 ocBiTJIeHHs (a); nepHUHKA Pohlia nutans 3 rametodopamu micias 14-g1060Boro

KITMHOCTaTyBaHHS (0).

Ha cporomui pobit, mpoBeaeHux 3 Opioditamu, Npo aKTHBHICTH (HEpMEHTATUBHUX
AHTUOKCHIIAHTIB sK crenupiuynux iHrioitopie A®K B yMmoBax 3MmiHEHOi BEKTOpHOI il cHiIn
TSDKIHHSI HEJIOCTaTHRO. Bi/1oMO, 110 MeTaboIi4HI IEPETBOPEHHS EPOKCUIY Y MOXIB PEryIIOThCS
MEPOKCHUIA3010 1 KaTala30k0, IKi CTUMYJIIOIOTHCSI 10HAMU Ca®’, Cu®' Ta mesKkuME aMiHOKHCIOTaMH
(Barkasdjieva et al., 2009) y 3B’43Ky 3 4UM, MU TIpOaHaJi3yBaJli aKTHUBHICTh KaTalla3d 1 IEPOKCHIA3
13 pi3HOIO CyOCTpaTHOIO CHeU(IUHICTIO.

Karanaza cnemnudiuna nume A0 TEpOKCHUAY BOAHIO 1 BIAMOBIZaE 3a BHUAAJICHHS HOTO
HAJJIMIIKYy B yMOBax OioreHHoro Ta abOioreHHoro ctpeciB (mwutpieB, Kpasuyk, 2005).
MikporpagiTaiisi CyTT€BO BIUIMHYJIa Ha MOAM(DIKAIi0 KaTalxa3HOlI aKTHBHOCTI: Ha MOYATKY
KJIMHOCTaTyBaHHS (2 TO1) 3adiKCOBAaHO aKTHUBHICTh Ha PIBHI KOHTpOIO, 4epe3 24 Ta 48 ron
BCTAHOBIICHO 11 miaBuieHHs B 1,4 — 1,8 pa3ziB 1 Ha 7 100y BIUTUBY 3MiHEHOI CHIIM TSOKIHHS BiIOyBCS
cmajJ aKTUBHOCTI (Tabu. 6.4.1), m10 CBIAYUTH MPO 3MEHINEHHS KOHCTUTYTHUBHOTO IMyly (hepMeHTa.
ToOTto, aHami3yroun JUHAMIKY BMICTY MEPOKCHAY BOJHIO Ta KaTala3Hy aKTUBHICTh, BCTAHOBIICHO
3B’SI30K MIJK TPUBAJIICTIO KIIMHOCTATyBaHHS, KOHIICHTPAIII€I0 TIEPOKCHTY Ta aKTUBHICTIO KaTaJla3H.

[Tepokcunazu — 6araToyHKIiOHANBHI epMEHTH, SIKi OepyTh y4acTh y 3aXHCTiI OpraHizMy
BiJl OKHCHIOBJIBHOTO CTPECY, KOHTPOIIOKITH PICT POCIHH, iX MU(EpeHIialif0 Ta PO3BUTOK
YOPOAOBXK pi3HUX crafiii oHtorenesy (Ghamsari et al., 2007). Bimomo, 1m0 iHAWBiIyalibHI
MEPOKCHUA3U BIAPIZHAIOTHCS 3a CHEIUIYHICTIO 0 CyOCTpary, 10 MOB’sA3aHe 31 3MIHOIO 3apsay 1
KoHIryparii ¢epMeHTa Ta KaTaliTHYHUMH BIACTUBOCTAMHU CyOCTpaTy Ipu pi3HUX 3HaueHHsx pH
(T'azapstH Ta ap., 2006). Y poboti BUKopucTanu 3 TUMU CyOCTpaTy: OCH3WAMH, A0 SKOTO BHIILY
cnenn(ivHICTh MalOTh aHIOHHI MEPOKCUAA3H, TBASKOI — JJIsl KATIOHHUX TIEPOKCHIIA3 Ta ackopoar —
JUTS OL[IHKM aKTHBHOCTI ackopOaTtnepokcumazd. Ha mouaTkoBHX eramax poCTy POCIMH B yMOBax
MikporpasiTalii (2 roj) peakilis rBasKOIMNEPOKCUAA3U Ta OEH3UIUHIIEPOKCHIa3u Oyia MmoaiOHOIo,

34 BUHATKOM HC3HAYHOI'O 3HMXKCHHA aKTI/IBHOCTi, HOpiBH}IHO 3 KOHTPOJICM.
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Tabmuus 6.4.1.
BruiuB KIIMHOCTaTyBaHHS Ha aKTHBHICTh (DEPMEHTIB aHTUOKCHJJAHTHOTO 3aXHUCTY

B maroHax Moxy Pohlia nutans

AKTHBHICTD AKTHBHICTH AKTHBHICTH
. AKTHBHICTD rBasikoJI- OeH3UIHuH- ackopoar-
Tpusanicts
KAMHOCTATY BamHS lcaTamma2 MkM .nepoxcpmasn, i .nepmccnz[asn, ) nmepoKcuaAa3m,
H,0,/mr 6inka/xB | BigH. oa./1 r cupoi BinH. o1./1 r cupoi (MM ackop0. k-
Macu/XB MAaCH/XB TH/MT OiJIKa/XB
Konrpous (6e3 0,198+0,022 32,542,7 16,8+1,8 0,198+0,012
KJIIIHOCTaTy)
2 rox 0,182+0,019 30,1433 13,9412+ 0,269+0,021*
24 rop, 0,362+0,041+* 39,6+3,7 18,2+1,5 0,285+0,019
48 ron 0,273+0,017* 48,9+2,8 17,6£1,8 0,237+0,023*
7 nib 0,169+0,018+* 51,6+2,9+% 11,7+0,9+ 0,189+0,016%
24 ron micns 0,185+0,011 44.2+3,6* 12,4+1,1* 0,19140,002*
KIIIHOCTATyBaHHS

[TpumiTka: * — pi3HULA OPIBHSIHO 0 KOHTPOIIIO CTATUCTHYHO N0cTOBipHA mpu p<0,05.

UYepe3 24 Ta 48 romuH michs KIMHOCTATYBaHHS BiJ3HAYCHO IIOCTYIIOBE ITiIBUIICHHS
MEePOKCUA3HOT aKTHBHOCTI, MPUUOMY aKTHUBHICTh TBAsSKOJIMNEPOKCHIAa3U 30UIbIITyBaIacs iCTOTHIIIE
(Tabmn. 6.4.1). BiaMiHHOCTI y TNepOKCHAA3HIN aKTUBHOCTI BUsBIEHI W Ha 7 A00y BIUIUBY
KJIMHOCTATYBaHHS: 3HWKYBaIacs akKTUBHICTh OCH3UIUH-3aJIC)KHOT TEPOKCUAA3H, TO1 SIK aKTUBHICTh
T'BasIKOJITICPOKCHIA3H 3AJIUIIIATIACS BUCOKOIO.

BigomMo, 1110 rBasKoOIMEPOKCHIA3a JTOKATI3YEThCSA Y IIUTO30JI1, BaKyOJIsIX, KIITHHHIA CTIHIII,
3aisHa y MpOLEecax pocTy M PO3BUTKY POCIMHM Ta BIJIIrpae KIOYOBY pojib y MOJspu3aii KIITHH
SK BIIMOBIb Ha TPaBICTUMYJI, BIUIMBAIOYH Ha PEOPraHizaiiio MiKpogiOpmiI LEeroI03U KIITHHHOL
criaku (Vreeland, Kwan, 1999). IlinBumieHHs1 ak THBHOCTI TBasiKOJIIIEPOKCHAA3H B YMOBaxX 3MiHEHOT
rpaBiTallii CBiTYUTh PO y4acTh MEPOKCUIA3 B afanTallii pOCIHMH 10 TPABITAIlIHHOTO CTPECY 1 MOXKE
OyTH 3yMOBJIEHE SK HApOCTaHHSM IPOIIECIB BIILHOPAIUKAIHHOTO OKHCIICHHS, IO TaKOX OYJIOo
BCTAQHOBJIGHO Y YHCIEHHUX JOCIigax MpH MOJentoBaHHI edekTiB Mikporpasitanii (bapanenko,
2003; Martzivanou et al., 2006), Tak i 3ac000M NPHCTOCYBAaHHS OPraHi3My 10 3MiHH TOJOXECHHS
BiJTHOCHO BEKTOpA TpaBiTailii.

VY rpymi nepokcuaa3 BaXIMBY POk y MiHIMI3allii OKUCHOTO TOIIKOKEHHS 3a Jii CTpecopiB
pi3HOI MPUPOJN BUKOHYE (DEPMEHT acKopOaT-IIIyTaTiOHOBOIO LIMKIY — acKopOaTmepokcuasa, 1o
Karaji3ye BiJHOBJICHHS IMEPOKCHIY BOJHIO 1O BOAHM 3a YYacTIO acKOPOIHOBOI KHCIIOTH SIK
CHenuQiYHOTO JOHOpPA MPOTOHIB. BOHA € 0JTHUM 13 OCHOBHHX (DEPMEHTIB, IO YTHIII3y€E MEPOKCH]T
BogHio B pocimHax (Nakano, Asada, 1981). Peakmis 1iporo ¢epMeHTa Ha BIUIUB 3MIHEHOI CHIIH
TSOKIHHS BIpI3HSJIAcs BiJl KaTala3HOl Ta NEPOKCHJ3HOI aKTHUBHOCTI Ha IOYAaTKOBUX eTamax
KIMHOCTaTyBaHHA. [lokazaHo, 1o y maroHax P. nutans 30UIblyBajacs AaKTHBHICTh

ackopOaTnepoKcuaa3y BiApasy 3 MEpHIMX TOAWH AOCTIAY 1 Jocsraia MakCHMyMy Ha 24 TOIUHY.
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Hapmani akTWBHICTH MOCTYNOBO crmajaja i Bxke Ha 7 100y KIMHOCTaTyBaHHS Oyjia Ha piBHI
KOHTPOJIIO.

CriBCTaBUBIIM IMHAMIKY aKTUBHOCTI aHTHOKCUAAHTHUX (PEPMEHTIB 13 BMICTOM MEPOKCUIY
BOJIHIO Ta IHTEHCHUBHICTIO JIIMONEPOKCHIANIl, SKi BHUSIBIEHO B YMOBaxX BIUIMBY 3MIHEHOI CHIIU
TSOKIHHA Ha pOCIMHHM P. nutans, MOXHa 3pOOMTH BHCHOBOK IIPO CTPECOBY MpPHPOIY Mii
KJIMHOCTATyBaHHA Ta Y4YacThb 3aXMCHOI ()EPMEHTAaTMBHOI CHUCTEMU B ajanTauii poOCIUH A0
rpaBiTaliifHoro crpecy. IHAyKTOpOM aKTHBallli aHTUOKCUIAHTHOI CHCTEMH MOXE OYTH MEPOKCH]
BOJIHIO, OCKUIBKH y HAIllUX KCIEPUMEHTaX MPOCTEXKYBAIOCS CyTTEBE 30UIbIICHHS HOrO BMICTY Ha
MOYATKOBUX €Talax BIUIMBY 3MOZEIBOBAHOI MiKporpaBiTailii. BnpomoBx HocCiigy BHABICHO
da3Huil XapakTep 3MIH MpO-/aHTHOKCHUIAHTHOI piBHOBaru. Jlmsa mepmoi ¢asum (2 rox
KIIMHOCTATyBaHHsI) XapaKTepHO 301IbIIEHHS BMICTY MEPOKCHAY Ta HU3bKA aKTUBHICTh ()EPMEHTIB-
aHTUOKCUJAHTIB. Y npyrid ¢a3i crpecoBoi peakuii (24-48 roj KIMHOCTaTyBaHHS) II€BHA
craluri3yBanacs piBHOBara Mix HakonmuueHHSIM A®DK Ta (yHKIIOHYBaHHSM aHTHOKCHIAHTHOI
CUCTEMH YHACJIJIOK TiJABUINCHHS KaTajda3Hoi Ta MepoKcHaa3Hoi akTuBHOCTI. Lleit mepiox MokHa
pO3IIISIIATH SIK CTaH MiABUIICHOI PE3UCTEHTHOCTI pociuH 10 crpecy. Ilix yac tpervoi dasu (7 nid
KJIMHOCTATyBaHHs) y naroHax P. nutans Bxiatodanacs sropuHHa iHaykuis [10J], sxa nposBunacs sk
y TIOBTOPHOMY 30UNbLICHHI BMICTy NEpPOKCHIY BOJHIO, TaK 1 HAKOMMYCHHI MaJlOHOBOT'O
JIMAJBICTI/Ty, IO CBIAYUTH PO BUCHAKEHHSI PE3EPBHOTO ITyJTy aHTHOKCHIAHTIB. X04a Ha Il cTamii
3a(hiKCOBAHO TIJBUIIEHY AKTHUBHICTh TBAasSKOIMNEPOKCHIA3U, PIBEHb MPOOKCHUIAHTHOI aKTUBHOCTI
BUSIBUBCS JIOCUTh BHCOKUM. Pe3ynbpTaTu aHamily MOKa3HHUKIB aKTUBHOCTI ()epMEHTIB CBIqYaTh, 110
Ha IOYAaTKOBHX €Tanax KJIWHOCTaTyBaHHS (DYHKLIIO JIKBiAamii MEpPOKCHAY BOJHIO BHKOHYBaJa
ackopOaTnepokcuaa3a, a 3HIKCHHS ii aKTHBHOCTI KOMIICHCYBAJOCS aKTHBI3aIll€l0 IHIIMX
MEXaHI3MiB, HacamImepea, MiIBUIIEHOI aKTUBHICTIO Karanasw. OueBHIIHO, KaTayia3l HaJICKUTh
KJIF0YOBA POJIb Yy 3HEIIKO/KEHHI MEPOKCUAY y MaroHax P. nutans, OCKIJIbKY JUHAMiKa aKTHBHOCTI
(epMeHTy 4ITKO BiITBOPIOE 3MiHM KOHIIGHTpALii NEPOKCHIY BOJAHIO y MaroHax pPOCIUH IIiJ] 4yac
KJIMHOCTATyBaHHSI.

Panime ¢a3HicTh 3MiH MPO-/aHTHOKCHUAHTHOI PIBHOBArd CYJIWHHUX POCIIHH TIiJ] BIUTMUBOM
MikporpasiTaiii BcraHoBieHa B.A. bapa6oii 31 cmiBaBT. (1991). ®a3u rpasiTaiiiiHoro crpecy
aBTOpPH TMOPIBHIOBANIM 13 (azaMu 3arajbHOro ajaantamiiHoro cuuapomy I. Cenbe 1 miiinum
BHCHOBKY, III0 MEIaTOPOM 3aITyCKy TaKOi CTPECOBOI peakiii € MpOJTyKTH NEPEKUCHOTO OKUCICHHS
mimigiB. IlomiOHI pe3ynapTaTH OTpUMaHi y BHUNAAKY (OPMYBaHHS TEIJIOCTIMKOCTI  TICHS
KOPOTKOTpUBajoro BIUIMBY rineprepMii Ha pociunu (Kapnen, Komymae, 2009). Otxe, panHi
peaxiiii MOXiB Ha MOPYLICHHS BEKTOPHOI HANpaBICHOCTI CHJIM TSDKIHHS MOMIOHI 10 BIUIMBY Ha
POCIIMHHI OpraHi3MH IHIMNX a0lOTUYHUX YWHHUKIB. OYEeBHIHO, Taka HecTemU(IdHICTh peaKIii
3yMOBJICHA aKTHBAII€I0 CUTHAIBHUX CHUCTEM, 5Kl (DYHKI[IOHYIOTh 3a CHIJIbHUM TPUHIIMIIOM Ta

IHAYKYIOTh BIAMOBIIb POCIMH Ha CTpecopH pi3HOi mpupoau. ToMy 3axucHi peakiii MOXiB MO)KHa
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pPO3TIIAIATH SIK 3pYYHY MOJENb JJIsi €KO(i310JOTIYHUX JOCTIKEHb PO3BUTKY POCIMH B YMOBaX
3MIHEHOT Mii CHJIN TSDKIHHS, BKIIOYAIOYH TPaBIIyTIIMBICTD 1 TPABITPOITI3MHU.

Bapro yBarm i Te, mo micias KIMHOCTATyBaHHS HacTaBajia cradimizalisi CTaHy Mpo-
AQHTHOKCUJIAHTHOI CUCTEMH, (PYHKIIOHAJIbHA AKTUBHICTh KIIOYOBUX (PEPMEHTIB aHTHOKCHUAAHTHOT'O
3axXHUCTy NOBEpTajacs Maike J0 PiBHSI KOHTPOJIO, IO CBIMYUTH MPO pemapariro (izioNoriyHux i
METa0OJIIYHUX KIITHHHUX TMPOIECIB MICIs TPaBITAIIHHOTO CTpeCy 1 MiABUIIEHHS 1HIWBIIYyaTbHOT

CTIMKOCTI 10 3MiHU BEKTOpa TpaBiTAIliHOT CHJIH.
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BUCHOBKH
[TpocTtopoBa opieHTallist OpraHiB raMeTodiTy 1 criopodiTy MOXIB € TpaBi3aJIeKHUM MPOIIECOM.
BusHaueHo 0cOOIMBOCTI TpaBipeakiiii MOXIB Ha PI3HUX CTaJisIX OHTOTeHe3y, sIKi CIPUSIOThH
(bopMyBaHHS HOBOTO (PEHOTHITY 1 MiABUIICHHIO (DEHOTUITHOI ITaCTUYHOCTI. BeTaHoBIeHO, 1110
rameto(iTHA CTadis PO3BUTKY MOXIB aJanTyeThCS 1O TpaBiTaIlii Ta IHIIMX EKOJOTIYHHX
YUHHUKIB YHACIIIOK 3MIHH MOpP(OIOTIYHOI CTPYKTYpH — 30UIBIICHHS 1HTEHCHBHOCTI
ray>kKeHHs, KUTbKOCTI OpYHBOK 1 OpraHiB BET€TATUBHOTO PO3MHOXEHHS Ta MPHUIIBUALIICHHS 1X
YTBOPEHHS, MEPEXOJy padialbHOTO pOCTYy B CHIpaJbHUM, a TakoX (PyHKIIOHATBHOIO
MIHJIMBICTIO, 1[0 Ma€ BUPIIIAIbHE 3HAYCHHS [T aJaNTAI[IHIX PEaKI[iil y MOXIB.
OpienTartiss pocty OOKOBUX Taly30K MPOTOHEMH BH3HAYAETHCS KyTOM IX HAXWJIYy BiTHOCHO
BEKTOpa 3€MHOI'0 TsDKIHHS Ta curHanbHoro cuctemoro IOK. Pyx sapa xoperntoe 3 iHiIiali€eo
HOBOI 30HM POCTY Ta aKTHBHICTIO TyOyJIIHOBOIO LUTOCKEJNETY, a TPaBICUTHAT MPUIIBHIIIYE
MEPEMIIICHHS s1/Ipa 1 MITOTUYHUHN LUK KOMIIETEHTHUX J0 Ty KEeHHS KIITHH.
Bnepiie BcTaHOBIEHO, IO TeHEpaTMBHE (CTaTeBa CTPYKTypa 1 NPOAYKTUBHICTH) Ta
BETreTaTUBHE PO3MHOKEHHSI PI3HUX BHJIIB MOXIB € IpaBi3aJIe)KHUM TpoliecoM. BuzHaueHo, 1o
(dhopMyBaHHS CTAaTEBUX POCIHH Ta OPTaHiB, MEPEBAXKHO YOJIIOBIYUX, € YyTIUBILIINUM JIO0 BIUIUBY
€KOJIOT1YHUX YMHHUKIB — 3MIHU T'PaBiTallil Ta OKUCHIOBAIHHOIO CTPECY, OCKIIBKU MOTpedye
3HAYHUX EHEPreTUYHUX pecypciB. lle — Barome nomoBHEHHs ISl 3°sICYBaHHS MEXaHI3MIB
penpoayKTuBHOI cTparterii 1 Oiojorii po3BUTKY OpiodiTiB B yMoOBax cTajoi 1 3MiHEHOI
BEKTOPHOI i1 rpaBiTaliii.
B ymoBax 3MiHEHOi CHJIM TSDKIHHS BCTaHOBJICHO (Da3Hy 3aKOHOMIPHICTH 3MIHHM IPO—
/aHTHOKCUAAHTHOI PIBHOBArd 3aJIeKHO BiJl TPUBAIOCTI KIIMHOCTaTyBaHHsL. [licis mpunuHeHHs
BIUTMBY iMITOBaHO1 MiKporpasitamii (yHKI[IOHaJIbHA aKTUBHICTh aHTHOKCHUJAHTHOI CHCTEMH
BiJTHOBHWJIACS /10 PiBHSI KOHTPOJIIO, 1[0 CBIYUTH MPO 3BOPOTHICTH (Pi310JIOTTUHUX MPOIECIB SIK
BaXXJIUBOTO (haKTOpa aJallTUBHOI CTPATErii POCIMH Y 3MIHEHUX €KOJIOTIYHUX YMOBaX.
[HIyKTOpOM aKTHBallii aHTHOKCHIAHTHOI CHUCTEMH € TEepOKCHI BOAHIO. Ha modaTkoBMX
eTamax BIUIMBY TpaBITAllIHHOTO CTPeCy aKTHUBHY pOJb Y JIKBIAIli TEPOKCHIY BOJHIO
BHUKOHYBaJa acKopOaTHepoKCHAa3a, a 3rofOoM 3HUKEHHsS il aKTUBHOCTI KOMIIEHCYBAJIOCS
HiBUILEHOIO peakijiero katanazu. OTke, KacKaJHUN XapakTep (hepMEHTaTHMBHUX peaklii €
BXIMBUM (DAKTOPOM PETYIISTHBHHUX MPOIECIB B yMOBAaX 3MIHEHOT CHJIM TSDKIHHS, 8 3aXUCHI
peakiii MOXiB € 3pYyYHOI0 MOJIEIUTIO IS €KO(1310JIOTTYHUX JOCIIPKEHb PO3BUTKY POCIHH B

yMOBaX 3MIHEHOT Jii CUJIM TSOKIHHS, BKIIOYAIOYH IPaBIYyTJIMBICTh 1 TPaBITPOIMI3MHU.
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