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BCTYII

HazemHi opranizmu, rpuOu, MOXH, MAropoTi Ta KBITKOBI POCIMHU, BUKOPUCTOBYIOTH BEKTOPHY
CWITY TSDKIHHSI 3eMJT1 JUTsl ONTHMI3aIlil CBOTO IMOJI0KESHHSI B HABKOJIMIITHBOMY cepenoBwii (Blancaflor,
Maccos, 2003). [Taroau (hOTOCHHTE3YIOUMX OpraHi3MiB HapaBJieHi BBEPX, IO CHPUSE POTOCUHTEIY
(HeTaTUBHUHN T'PaBITPOIN3M), JIMCTKH 1 JIUCTKOBI IJIACTHHKH OPIEHTYIOTHCS TiJ] KOCHM KYyTOM,
3axXMINAI0YM JIUCTKOBI MUIACTUHKU BiJ MPSMUX NEPHEHIUKYIIPHUX coHsSUHUX mpomeHiB (Franklin,
Whitelam, 2005; Mano et al., 2006). Kopinusa abo pu3oinu 3a3Buuail cipsMoBaHi BHU3 (IO3UTUBHUM
rpaBITpOIi3M) abo Mmig KyTOM JI0 BEKTOpa CHJIM TSOKIHHS, 110 JOTIOMAarae poCiauHaM 3aKpiluTUCS Y
cyocrpari (Knight, Cove, 1991; Aloni et al., 2006). He3Baxaroun Ha Te, 1m0 TpHOU HE €
(OTOCHMHTE3YIOUMMHU OPTaHI3MaMHU, TPaBITPOITHA OPIEHTALIS CIIPHUSIE iX POCTY HAJl TOBEPXHEIO IPYHTY
1 momupeHHIo cnop. PocToBl pyxu pociuH € pe3ynbTaToM B3aeMOJIi CBITJIA 1 TrpaBiTallil.
['paBiTponizM BHUIIMX POCIMH 3yMOBJIEHUM BIIYYTTAM TUCKY CTATONITY y KIITHHaxX KOJIyMelu
KOPEHEBOT0 YOXJIMBA MiJ] JI€I0 CHIIM TsOKIHHS. CTaroiiraMu MOXKYTh OyTH BaKKl OpraHiuHi abo
HEOpraHidYHI YaCTUHKH, TaKl SK aMUIOIJIACT abo OopraHeNd, M0 MICTATh Kpucrtaiau Oapiro (Sack,
1991,1997; Braun, 2002). Crtpykrypa 1 (yHKIi CTaTOIMTIB, IO CIPUHMAIOTh TpaBiTalliio,
reHeTu4dHo aerepminoBadi. [Ipu BimcyTHOCTI rpaBiTantii Ha 6opty Space Shuttle Challenger kopiniri
Arabidopsis thaliana pociu y Hampsimi, 3agaHoMy IiJ 9ac po3BUTKY HaciHuHH. Ile miarBepmKye
SIBHIIE «aBTOMOPGO3y», epeadadcHoro e B. [Tdheddepom (Pfeffer, 1897), i BmactuBoro kirituHam
i opranam (Volkmann et al., 1986). Kpim Toro, Bcs muroria3Ma KIITHHH MOXE YHHUTH THUCK Ha
JUCTAIbHY LUTOIUIa3MAaTUYHY MeMOpaHHY cucTeMy. B okpemMux BHIagkax MEXaHOYYTJIMBI 10HHI
KaHaH inenTHdiKyoTh sk rpaBicercopu (Braun et al., 2018). MimMoBipHO, BCi opraHisMu po3BUHYIIH
3/1aTHICTHb BiMYYBaTH HANPSMOK BEKTOPA CHJIM TsDKIHHS 3eMJIl 1 pearyBaTu Ha HbOTO, OUEBHJIHO, 32
BHHATKOM JIy’)K€ Majaux OakTepiil 1 BIpyciB, SKI 3a3HAIOTh OPOYHIBCBKOTO PyXy. MOXJIMBO, IO
MOJICKYJISIPHI MEXaH13MHU TpaBilepIienilii pO3BUBAIKCS MMOBTOPHO H y Kijbka etamis (Hader, 2018).
BrnuB rpasitaiii s pocTy 1 oOpieHTallil pOCIHH SK HaJl, TaK 1 MiJ 3eMJICI0, YCKJIAIHIOE BUSIBICHHS
MEXaHI3MIB CHUTHAJIHTY, $IKi €BOJIIOI[IOHYBAJIM Yy TpaBiTaliiHoMy moji. Perymsimis curHanbHOi
CHUCTEeMH HEJOCTAaTHhO BHMBYEHA, ajieé Iepeadadae KOHTPOJb MOJSPHO JIOKATI30BaHUX AayKCHHIB,
oOinkiB TpancnoprepiB, Ou1kiB PIN, mpoueciB dochopunroBanus (Bengtsson-Palme et al.,, 2018;
Gadala et al., 2018). HoBi mepcrekTiBH i HaJir0 Ha TPYHTOBHI JOCTIKEHHS MOICKYISIPHHX,
KIITUHHUX Ta (I310JIOTYHUX MeXaHI3MIB TpaBiBiIYyTTs I oOpieHTauii poOCIUH HAJal0Th
eKCIIEpUMEHTH B yYMOBaxX MIKpOTpaBiTallil, Ha KOCMIYHUX MIATTIaX («4OBHAX»), CYNyTHHUKAX 1

KOCMIYHHMX CTAHIIISIX Ta 3aBJSKN TEXHIYHUM MPUCTPOSM Ha 3eMITi.



1.1. CYYACHI TEHAEHIII KOCMIYHOI BIOJIOTTi B YKPATHI

Y pi3HI pPOKH TPIOPUTETHHM HANPSIMOM JIOCHIDKEHb KOCMIUHOi OioJsiorii Oyna OioJoris
PO3BUTKY Ta PiCT POCIUH B YMOBaX MiKpO- Ta 3MiHeHO1 rpasiraitii. Big 1988 p. pozmouanacs poboTa
3 TIATOTOBKH OIOJOTIYHUX EKCIIEPUMEHTIB Ha OOpTy YKpPaiHChKOTO OpOITaIbHOTO MOYJIS,
po3pobiienoro HAHY, 1 Ykpaina crana ogHuM 3 TEHTPIB MPOBEICHHS KOMIUIEKCHUX JTOCIIKEHb
010J10Tii KITITHHU B YMOBax MIKpOTrpaBiTallii, iHil[iaTOPOM BUBYECHHS I'PaBIdyTIIMBOCTI, METa0OIIUYHOT
aKTHBHOCTI, (iziozorii, Gioximii 1 Mopdosorii IHAWBIAYaIEHOTO PO3BUTKY Ha OpPTaHi3MOBOMY,
KIITUHHOMY 1 MOJIEKYJIsIpHOMY piBHsIX. ToJl Brepiue KepiBHUK YKpaiHChKOi IpOrpaMu pO3BUTKY
KOCMIuHOTO 610J10T1i JlepkaBHOTO KOCMIYHOTO areHTCTBAa YKpaiHu wieH-kopecnoHaent HAHY,
npodecop, €.JI. Koparom, BuaaTHa BUeHa 1 Ha3BUUYaliHO OaratorpaHHa HayKOBMIIS, 3alpOTIOHyBajia
JOJYYUTH MOXOMOAIOHI B KOMIUJIEKCHY CHUCTEMY EKCIEpUMEHTAIbHUX JOCIIKEHb BIUIUBY
rpaBitamii. Bigroni, B ekcnepumenTti «lIpoToHema», 3rogoM Yy CHUIBHOMY YKpaiHCBKO-
aMEpUKaHChKOMY eKcrepuMeHTi Ha Oopty marmia «KomymOis» 1 moHemaBHa y [liumpoBiit
KOMILJIEKCHIM mporpami HarioHanbHoOT akanemii HayK YKpaiHu 3 HayKOBUX KOCMIYHUX JIOCITIKEHb
MOXH OYyJIM 3pYYHUM MOJCIBHUM 00’ €KTOM KOCMIUYHUX 1 HA3eMHUX JOCIIKEHb POJIi TPaBITAI[IiHOT
CHWJIM Ha PIBHUX CTAMiIX OHTOTEHE3y 1 (OpPMYBaHHS TPaBI3AICIKHHUX AJAaNTUBHUX BIIACTUBOCTEH
POCIIMH Y CTPECOBUX €KOJIOTTYHUX YMOBaX.

VY 3B’S3Ky 3 3aBEpIICHHSIM EKCIIEPUMEHTAIBHUX POOIT y [[U1hOBIH KOMIUIEKCHIN TMporpami
JOTJTBHO 3pOOUTH OTJISi[] pe3yibTaTiB Ta OI[IHUTH iX BHECOK Y PO3BHUTOK CYyYaCHHUX HaIpsMiB
KOCMIYHOT 0i0JIOTii: rpaBiTaniiHoi 6i0y0rii 1 6ioJorii pocnuH. Hayka nmpo )KUTTS B KOcMOcCi HaOya
HOBOT'O 3HAYEHHA y 3B 53Ky 3 IJIaHAMU CBITOBOI CIUILHOTH LIOJI0 KoJioHi3alii Micsis ta Mapca,
BOHH € TpioputeTHUMH B KocMidHuX nporpamax HACA (NASA) CIIIA, HarioHaTbHUX KOCMIYHHX
areHTcTB HiMmeuunnau (DLR), ITamii (ASI), Anonii (JAXA), kocmiunux arenrcrBax Kanamgu (CSA) 1
Opanuii (CNES). YcnimHuii po3BUTOK KOCMIUHOT Oilojorii B YKpaiHi 3aBxau OyB 1, CrIoAIBaEMOCH,
OyZe MOCHIBHOIO JIENTOI IJIs MIATPUMKHU IMITKY YkKpainu sk xocmiyHoi gepxaBu (Kordyum,
Hasenstein, 2021; Koparom, 2023).

B cuity 00’ €KTUBHUX IPUYUH aKTUBHICThH JOCIIKEHb B raixy3i KocMiuHO1 6i0s10rii B YKpaini
CMOBUIbHMIIACA, IPOTE JOCTIPKEHHS, SIK1 IPOBOASTHCS ChOTO/IHI, BPAXOBYIOTh CBITOBI IPIOPUTETH Ta
JOCATHEHHS YKpaiHChKUX HAayKOBIIIB, BU3HAHI HAYKOBOIO IPOMAJICHKICTIO Ta JI0CTaTHBO 3a0e3MedeHi
HayKOBO-TE€XHIYHUM MoTeHIiagoM. bpiodith 3anumaroTbes 00°€KTOM BUBYEHHS poJIi TpaBiTauii y
KHUTTI POCIIMH (Ha MPUKIIAAlI TPOMI3MIB), Y KIITHHHINA 010J0Tii, JOCIKEHHAX POCTY Ta PO3BUTKY
pociauH B yMoBax Mikporpasirauii. [IeBHuil BHecok y HampsiM «PernpogykTuBHa Ta €BOJIOLIIHA
610J10Tis1» 3pOOJIEHO JOCHIKEHHSAMU POJIi TpaBiTallii y BEreTaTUBHOMY PO3MHOKEHHI MOXIB Ta
(dopMyBaHHI CIOp — OpraHiB 06€3cTaTeBOr0 PO3MHOXKEHHS, 3aJISKHO Bl CTPECOBUX KIIMAaTHUYHUX

ymoB (Lobachevska et. al., 2018). Lle mae 3HaueHHs Ui AOCHIIKEHb PO3BHUTKY T'€HEPATHBHUX



OpraHiB pOCJIMH y KOCMIYHUX YMOBax. Bu3HaueHHs MexaHI3MIB BIUIMBY 3MiHEHOI rpasiraiii, Y®
BUIIPOMIHIOBaHHA Ta (PAaKTOPIB KOCMIYHOTO MPOCTOPY HA PENPOIYKTHBHI (PYHKIIii, BaXKIMBI JUIA
3a0e3MeueHHs] ICHYBaHHS JKUTTS, 3aBJSKU 30€pEKEHHIO TEeHETUYHOTO PI3HOMAHITTS Ta HaAIHHOTO
HaCiHHEBOTO (POH]TY, B IUIOMY SIK Ha IUTAHET] 3eMJIsL, TaK 1 7Sl TUTAHYBAHHS TPUBAJIUX €KCIIEPUMEHTIB

y kocmoci (Kopatom, 2016).

1.2. POJIb TPABIYYTJMUBOCTI I TPABIMOP®O3IB B OHTOI'EHE3I EPIO®ITIB
Cuna TSDKIiHHS € TIOCTIHHUM (paKTOPOM TPUPOJTHOTO CEPEeIOBUINA, MOJISPU3ALINHY Ji0 SKOTO

POCIIMHU BUKOPUCTOBYIOTH JIJIs1 KOPEKIIIi CBOTO MOJIOKEHHS 1 popMyBaHHs radbirycy. B eBonromiiiHiii
CUCTEMI1 3apOJKEHHS KUTTS Ha 3eMJl MOXOMNOJIOHI € OJHIEI0 3 HAWAAaBHIIMX TPyl HA3eMHHUX
POCIIMH, a CUJa TSDKIHHS KIIFOUOBUHM €KOJIOTTYHUHM (akTop iX pO3BUTKY — B MPOPOCTAHHS CIIOP 1
IPaBITPOII3MY MPOPOCTKIB, 10 PO3BUTKY raMeTOo(iTHOI JepHUHU 1 opieHTalli cnopodity (puc. 1).
Cucrema ramyXeHHs rameTo(]iTHOT NEepHMHHM MOXIB, (opMyBaHHsS crnopodity Ta ¢opMa HIKKH
KOpOOOYKH CITOPOTOHIB MTepeOyBarOTh M1 KOMILUIEKCHIM KOHTPOJIEM CBITJIa 1 TpaBiTallii Ta B3a€MO il

¢doTo- 1 rpasirponizmy (Jlo6aueBchka 1a iH., 2015; Xopkasuis Ta iH., 2015).

Cnopn (1)
. . — (2) NMpoToHema

CnoporoH e -~
(10, A @ 3

f Xinoua
¥~ pocnuHa

Yonosiva
pocanHa
A

Puc. 1. XXuTTeBuii MK MOXIB 3 YepryBaHHSM HECTATEBOTO 1 CTATEBOTO MOKOJIiHL: 1-2 cropu; 3 —
HUTYACTa MpoTOHeMa; 4 — OpyHbKH rameTodopiB; 5-6 — hepTHIIbHI pocauHu: KiHo4a (5) 1 YooBiUa
(6); 7-8 — rameranrii: wosoBidi (7) 1xiHodi (8); 9 — 3autTst ramert; 10 — rameTodopH i3 CIOPOrOHAMH.

HecraTteBe po3MHO:keHHS BiIOyBaeThes 3a tonomoroto crop (1). I3 mpopocnoi criopu yTBoproeTbes
OJJTHOHMTYACTAa posraidykeHa npoToHema (2, 3). Ha Hiif yTBOprOlOThCsS OpyHbKH (4), 3 SKUX
BUPOCTAIOTh (DePTUIIBbHI 1 CTEPUIIBHI POCTHHU MOXY.

CraTeBe PpO3MHO:KEHHSI MOXIB B1IOYBAa€ThCS BHACHIIOK 3JIUTTS rameT. Ha skiHoumx maronax (5)
YTBOPIOKOTBCS rameTaHrii (mepuxerii) 3 apxeroHismu (8), Ha 4ojoBiuMx (6) — pPO3BUBAIOTHCS
rameranrii (mepuroniid) 3 antepuaismu (7). Ilicns 3amnigHeHHS SHICKITITHHH apxeroHis (8)
criepMaTo30inoM 3 antepumis (9) yrBOpIOEThCS 3Ur0Ta, 3 SKOT PO3BUBAETHCS CIIOPOQIT — CIOPOTOH 3
KOpoOOUKOI0, TOKpUTOI0 KoBmadykoM (10). ¥ xopoGourii BHACTiIOK MEHO3y CIOPOT€HHOT TKaHMHU
yTBOPIOIOThCS Oe3cTaTeBi cniopu (1).
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VYHikallbHa BJACTUBICTh MOXIB Yy TOMY, III0 BOHH CIIPHIMAIOTh 1 pearytoTh Ha CTUMYJI FpaBiTarlii
OJIHIEIO AIMKAIBHOI KIITHHOIO. JIoKanmbHe OOMEXKEHHSI CUTHAJIBHOTO IIISXY BiJl MOJIPa3HEHHS 0
POCTOBOT peakilii B €IMHIi KIITHHI, IO AUIMTHCS, € epeBaroro, nopisusHo 3 Arabidopsis thaliana,
IO 371aBHA € MOJICIIbHUM 00 €KTOM JIOCIIDKEHb I'PaBiIyTIUBOCTI. MOXHM € OJHUMU 3 HaHmepumux
oprauismiB y mociaipkeHHsx rpaeiuyriamBocti (Kordyum et al., 1983; 1984; Sack, Leopold, 1985;
Henyxa, 1986; Jenkins et al., 1986; Sytnik et al., 1989; Sack, 1991; Walker, Sack, 1991; Knight,
Cove, 1991; emkuB u ap., 1997; Chaban et al., 1998; Demkiv et al., 1998; 1999; Ripetskyj et al.,
1999; Sytnik et al., 1999). I'ammoinauii raMeTodiT MOXIB i OJJHOHUTYACTA IOBEHIIbHA MTPOTOHEMHA
CTajlisg PO3BUTKY Hajalll 3aJMIIAIOTHhCS aJeKBATHOIO MOJIEJUIIO JJIi BHUBUEHHS TrpaBiMO(]oO3iB, ix
a/IalITUBHOTO 3HAYEHHS 1 MOJEKYJISPHUX MEXaHI3MIB IpaBIpeaKiliiif, eKCliepuMeHTIB Ha 3emil 1 B
yMOBaxX KOCMIYHOTO NOJbOTYy. Ha chOrojH1 po3MMpUINCS MEX1 HayKOBOTO CIIBTOBApUCTBA, IO
BUOMPAIOTh MOXH JUTS JIOCITIDKEHh MOJICKYIISIPHOT 1 KIITUHHOI Giosorii po3sutky (Goffinet, Buck,
Shaw, 2009), poctoBux peaxiliif Ha fito rpasirarii, mossprocti kiaituH (Demkiv et al., 2003; Kern et
al., 2005; Cove, Quatrano, 2006; Kordyum, 2014; Lobachevska et al., 2022; JlemkiB Ta in., 2009;
Xopxkasimie Ta iH., 2015; Kusxk Tta i, 2016; XopxkaBuiB Ta iH., 2023; Kopmiom, 2023). B
€KCIIEPUMEHTAaX BHKOPHCTOBYIOTH PO3MOBCIO/KEHI 1 J0Ope BHUBYEHI BHUAM MOXIB: CIOYATKY
Ceratodon purpureus (Hedw.) Brid. i Funaria hygrometrica Hedw., a 3rogom Physcomitrium patens
(Hedw.) Mitt., Tortula caucasica Lindb., Barbula unguiculata Hedw., Bryum argenteum Hedw.,
Ptychostomum imbricatulum (Mull. Hal.) Holyoak & N. Pedersen, Pohlia nutans (Hedw.) Lindb.,
Polytrichastrum alpinum (Hedw.) G.L. Sm., Weissia controversa Hedw. TpuBaioTs norauoiacHi
JOCITIJDKEHHS TPaBIuyTIMBOCTI Ta TPaBITPONI3MIB Ha PI3HUX CTAIIsIX OHTOT€HE3Y MOXIB, PI3HOMAITTS
MposIBIB rpaBiMOP(03iB 3aJIEKHO Bl iX KUTTEBOI CTpaTerii Ta €KOJOTTYHHUX yYMOB, OCOOJIMBOCTI
IPaBi3ajeKHOTO PEMPOJAYKTUBHOTO PO3BUTKY Ta MPUPOAU (i310JOTTYHUX aAJaNTHBHHUX PEaKIlii

3axucTy Bify Y® onpoMiHEHHs 1 rpaBiTAIIfHOTO CTpeCy.


http://www.wikidata.org/entity/Q36537162
http://www.wikidata.org/entity/Q64256

2. OB’EKTU TA METOAU JOCJITKEHb

00’ exTamu pociimxkennb 0ynu Opiesi moxu (Bryophyta). B ekcriepuMeHTax BUKOPUCTOBYBAIN
Buau: Barbula unguiculata Hedw., Brachythecium salebrosum (Hoffm. ex, F. Weber & D. Mohr)
Schimp., Bryum argenteum Hedw., Calcidicranella varia (Hedw.) Bonfim Santos, Fedorov & Jan
Kucera, Ceratodon purpureus (Hedw.) Brid., Dicranella cerviculata (Hedw.) Schimp., D.
heteromalla (Hedw.) Schimp., Didymodon rigidulus Hedw., Fissidens bryoides (Hedw.), Funaria
hygrometrica Hedw., Grimmia anomala Hampe ex Schimp., Leptobryum pyriforme (Hedw.) Wilson,
Pohlia nutans (Hedw.) Lindb., Physcomitrium patens (Hedw.) Mitt., Pohlia elongata (Hedw.),
Polytrichastrum alpinum (Hedw.) G.L.Sm., Ptychostomum imbricatulum (Mill. Hal.) Holyoak & N.
Pedersen, P. pseudotriquetrum (Hedw.) R. Spence & H.R. Ramsay ex & N. Pedersen., Tortula
caucasica Broth., T. truncata (Hedw.) Mitt., Weissia controversa Hedw.

Metoau mocnmipKeHb TpaBiTaniiHoi 6ioorii. EkciepuMenTabHl MOXKIMBOCTI TPaBITAIIMHOT
61010111 OOMEXKEH1 TOMYCKOM JI0 BUCOKOBAPTICHUX KOCMIYHHX MOJIBOTIB 1 OpOITAILHUX TUIaT(HOpPM,
[0 CIOHYKAJIO JI0 YJOCKOHAJEHHS TEXHIYHUX 3ac00iB, K1 MAlOTh MOJJIMBICTH JOCSTTH YMOB
MikporpasiTaiii. JlJis BUBYEHHs BIUIMBY IpaBiTallii Ha *UBI CUCTEMHU Ha 3eMJIl BUKOPUCTOBYIOTh
MPUCTPOi, TaK 3BaHI MIKpPOTpaBITAlliiHI CUMYIATOPH — MEHTPU(PYTH I IIIBHUINCHHS PIBHS
rpaBiTarlii Ta KIIIHOCTATH A1 MO AU (DiKaIlii BIUIMBY CHJIM TsDKIHHS Ha 010J10T14H1 00’ exTH. OOepTaHHs
010JIOT1YHUX 3pa3KiB 1O TOPU30HTAJII 200 B JBO- YA TPUBHMIPHOMY PEKHUMI BUKOPHUCTOBYETHCS IS
pangomizaiii eexTy rpaBiTallii 3 METOI0 YHUKHYTH ii BIUTUBY Ha CEHCOPHI MEXaHI3MHU Ta POCTOBI
peakuii. Ha 3emii 3acTocoBYIOTH ckiIafHi HEHTpU(Yru A BU3HAUYEHHS MOPOTOBUX 3HAYEHD
IPAaBIYYTIIMBOCTI XUBHX CHCTEM — BiJ KIITHH J0 IUIICHOTO OpraHiaMy, Uisl JOCIIDKCHb
MOJIEKYJIIPHUX Ta KIITHHHUX MEXaHI3MIB BIAYYTTS 1 BiIMOBiNI B yMOBax rimeprpasitarii (> 1 g),
a6o B KocMmoci, e MoskHa 30UThIITyBaTH piBHI IpaBiTariitHoi cuiu Big 0 g 1o 1 g 1 BuIle, Ta HaBITaKH.

Jl11g BIATBOpEHHS yMOB MIKpOTpaBiTallii MU BUKOPUCTOBYBAIM KIIIHOCTaTyBaHHS (puc. 1, A).
Bich 00epTaHHs IOPU30HTAIBHOTO KIIHOCTAaTy BCTAHOBIIOEThCA min kyrom 90° no Beprukaii, y
3B’SI3KY 3 UMM BEKTOP CHJIM TSDKIHHS Mif 4ac 0O0epTaHHs Ji€ TOMEPEYHO JI0 TOJIOBHOI OCl POCIUHU
napanenbHo 10 3emui. [Ipuctpiii oOGepraeTbes 3a TOMOMOTOI0 CHUHXPOHHOTO EJIEKTPOJBHUIYHA 3
4acToTON 2 06/XB, a BilEHTPOBa cHila He mepepuinye 10°g i € HUKUOIO BiJ IOPOTa YYTIMBOCTI.
Taka x BeMYMHA CHJIM MIKPOTPABITaIlil Y KOCMIYHOMY MOJILOTI HA HABKOJIO3eMHii op6iti (Demkiv

et al., 1999). 3anexHo Bix MeTH AOCTIAY KYJIbTYPH pOCiH Ha KiiHocTaTi Big 1 1o 20 mib.
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Puc. 2. A — ocroBuii 2D kiiHOCTaT 3 OIOKOM KEepyBaHHS ISl TOPU3OHTAIBHOTO OOEpPTaHHS
pocIMHHUX OO0’€KTIB Ha TBepAoMy cepeaoBuill y dvamkax [lerpi. TexHI4HI XapaKTepUCTUKH:
mBUIKICTh o0epTtanHs 0-20 06/xB: kpok 0,5 06/xB. Kyt oci obepranus: Big 0° (mapanenbHO 10
3emui) 1 1o 90° (mepnenaukynsapuo no 3emui). Hampsim oGepranns 3a ab0 MpOTH TOJWHHUKOBOT
CTpUIKU. MakcuMallbHUI AlaMeTp KOoHTelHepa /uid 3pa3kiB: 10 cM. MakcumanbHa Bara 3paskis: 500
r besnepepBHe 00epTaHHs 3an001irae OCIAAHHIO KIIITUHHUX OpraHed, 10 BIATBOPIOE (PYHKIIOHAJIBHY
CUMYIIAIIIO CEPEOBHIIA MIKpPOTpaBITAILIi.

b — nempo3zopi kxonreitHepn BRIC mist BupomnryBaHHS pOCHMH y TeMpsiBi 3 YHIKaIbHOIO
CHCTEMOIO OCBITJIEHHS KOHOT okpemoi yamku [lerpi. ¥ Giuny crinky BRIC BMOHTOBaHI CBITIIOBI
miomu (LEDs), fiki BUTIPOMiHIOIOTH 4epBOHE CBITIO (660 HM, 1 MkMomb-M2-cex™). Take mkepeno
OIYHOTO CBITJIa CTBOPIOE PI3KHI T'PAMIEHT OCBITIEHOCTI 3 BIUTAJICHHSM BiJl HHOTO. Y KOHTEHHEpI
nomimaerbes 6 garmok [lerpi niamerpom 60 MM.

B excnepuMeHTalnbHUX JOCHIKEHHSAX BUKOPUCTOBYBAJIM CTEPHJILHO YHCTY JIaDOpaTOpHY
KYIbTYypY, Ky OTPUMYBAIH 13 criop abo pereHepariiero JUCTKIB 1 ramerodopiB MoxiB. KopoOouku
crepuiizyBasu 0,1% po3zunHoM cynemu | XB., IPOMHUBAIN JIEKUIbKa pa3iB CTEPHJIBHOIO BOJOIO 1
BHCHIIAIM CIOPU Yy OFOKCHK 3 1-2 M mucTuiboBaHoi Boau. CyCIeH31l0 CIOp CTPYIIYBau, MOOH
OTPHUMATH PIBHOMIPHY Macy CHop, 1 BUCIBaJIK y JamkH [leTpi Ha Mo>kKMBHE cepeloBUIIE, Kpai YaIloK
obropranu napapuIibMOM.

PociuHu  BupollyBamu y TOpU3OHTaNbHO po3Mimienux damkax Ilerpi wa 0,75 %

arapuzoBaHomy cepenouii Kunona II 3 mikpoenementamu (Jlemkus, CoiTHHK, 1985; Bopp, 1983) y

2 1

¢itorponi: poronepion — 16 rox, ocsitneHHs — 40 MkMolsb-M“-cek -, Temmneparypa — 20-22° C,
BoJIOTICTh 85-90 %. CeMmuaeHHY NPOTOHEMY 3HIMAIM IPENapyBaabHOO TOJIKOIO 3 arapy 1y BUIJISLII
KJIyOKa MepeHOCHUIIM y HOBI YalllKM Ha CBDKE cepefioBulle, B sike nonaBanu 0,2% riaroko3y. IHKoau
KJIyOKM MPOTOHEMH KJIAJIH Ha 11e€70(aHOBY ILIIBKY, HOKPUTY 3BepXy TOHKUM I1apoM 0,75% araposu.
Ie 3pyuHO, KOU Tpeba MEepeHecTH MPOTOHEMY 3 OJHOTO CEpEJOBHIIA Ha iHIE, HE NOPYIIYIUH il
HAaTUBHOI ITIPOCTOPOBOI CTPYKTYPH.

Yamky nomimaiy y TeMpsiBy ab0 YOpHI MakeTH 1 CTaBWIM BepTUKaiIbHO. Uepe3 5—7 aHIB
YTBOPIOBABCSI MyYOK HETaTUBHO TPaBITPONHHUX MapajelbHUX CTOJOHIB, 10 pociau BBepX. Js
IPaBICTUMYJIALIT BEPTUKAIBHO OPIEHTOBAHI YAIIKM TMOBEPTAJIM B TAHI'CHTAJIBHOMY HAINpPSMKY I10

kpyry Ha 90° (puc.3). I'paBirponHa nporoHema Oyia IOCIIAHUM MaTepiajaoM il eKCIIEPUMEHTIB.
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Puc. 3. Cxema (3aci0) 3MmiHM ToJIO)KeHHsST damiok Ilerpi 3 KyJabTypaMu BIAHOCHO
TOPU30HTAJIBHOI MOBEPXHI 1 BEKTOpa rpasiTaiii: 1 — IpoTOHEMY BHUPOILYBaIM Y TOPU30HTAIBHO
PO3MIILIEHUX YalllKaX; 2 — YalllkKi CTaBWJIM Y BEPTUKAIbHE MOJI0KEHHS U1l OTPUMaHHS IPaBITPOITHOL

MPOTOHEMH; 3 — JUISI TPABICTUMYJISAIIT YAIIKK 3 TPaBITPOITHOIO MPOTOHEMOTO moBepTanmy Ha 90° 1o

KpyrYy.

Jlig aHanizy MOJSIPHOCTI MPOPOCTKIB, CIIOPU BHUCIBAJIU CTEPUIBHO Y
yamku [letpi Ha GakTo-arap, IpUrOTOBJIEHUN Ha MOKUBHOMY CEpeIOBHUIIIL
Kunomna I1 3 0,2 % riroko3010. Yaiiky BCTaHOBIIIOBAIH il PI3HUMHU KyTaMH
1o ropuzoHTali — Big 90° no 0°, BupoIllyBaim NPOTOHEMY Y TEMPSIBI TIPH
temneparypi 20-22° C 1 BigHOCHIi Bostorocti 85-90 %. Uepes no0y cniopu

MPOPOCTaIM 1 yTBOproBaBcs mepiuii poctok. llle depes moOy mosBisBCs

TPy pOCTOK.
Puc. 4. Cxema BUMIpIOBaHHS KYTiB MPOPOCTKIB CIIOP

Kyr MDK BiCCI0O B IUIOIMIMHI YalIKHM Ta HAMPsSMKOM POCTY MEPHIOTO 1 JPYroro pPOCTKIB
BHUMIpPIOBAJIM TPAHCIIOPTHPOM, BMOHTOBAHHUM Y MIKPOCKOTI ,,Jenaval”, B 3eieHoMYy CBITIII.

JlocniKkeHHs: TPOBOAMIIN Y KUTbKOX BapiaHTax:

1) mpu nmoctiiiHOMY moJoskeHH1 yamku mig 90°, 45°, 10° ta 0° 1o ropu30HTaNl MPOTATOM YCHOTO
eKCIIEPUMEHTY; 2) CHOPH MPOPOCTAIN Ha KIHOCTATi Y TeMpsBi; 3) CHOPH MPOPOCTANIM Yy HYalllKax
[Tetpi, siKi CTOSIM BEPTUKAIBHO y TEMPSIBI OJHY 400y, a TO/1 YallIlKH MoBepHYIH Ha 90°.

Jlns aHami3y IUIacTUA CHOpH 3 pocTkamu (apOyBanu Oe3nocepenHbo y yamkax [letpi 0,2%
posuuHOoM Hoay y 2,0% BomHOMy posumHi Homuctoro kamiro oKl (Jensen, 1962). Posmomin i
KUTBKICTh 3adapOOBaHUX IIACTH] aHATI3YBalu Ha Mikpockomi “Jeneval”.

Jlns aHani3y rpaBizaiexxHoro Mopgorenesy crnopodiry, 3i0paHi y npupoai BUIH 3 MOJOAUMHU
crioporoHamMu 0e€3 BHIMMHX O3HAK KOpPOOOYKH, y Jyaboparopii po3fimsud Ha JBi JOCHITHI 1
KOHTPOJIBHY YaCTHHY. Y KOHTPOJI JEpPHUHH POCIH Y HOPMAJILHOMY TOJI0KEHHI, BEPXIBKOIO BBEPX.
OnHy YaCTHHY AOCHITHUX JEPHUH MOXY nepeBepTaiu Ha 1 80°, BepXiBKOIO CHOPOTOHY IOHU3Y, IHIILY

BUTPHUMYBAJIM Ha TOPU3OHTAIBHOMY KIIIHOCTATI 10 HOBHOTO (hopMyBaHHs KopoOouok. Crocrepiraiu
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3a YTBOPEHHSM 1 rpaBiTpONi3MOM KOPOOOUYKH, BUMIPIOBAIM KYTH 3TMHY HDKKH CHOpPOTOHY. Bwmict
Ta PO3IO/ILT aMIJIOIJIACTIB BU3HAYAIN Y PI3HUX 30HaX criopodiry micns ¢papOyBanHs pozunHoM 2Kl
(Walker, Sack, 1990). Jl;st aHasti3y BIJIMBY TOPMOHIB Ha IPABITPOITI3M CIIOPOTOHIB AOCIIHI 3pa3ku
OTIPUCKYBAJIM TPHUYi HA TIDKICHH | MKMOJIB/II po3unHOM ribepenoBoi kuciotu (I'K). ocmiam
MIPOBOJIMIIN y S-KpaTHIl TOBTOPHOCTI, aHANI3YIOUH HE MeHIIe 25% CIOPOTOHIB Y KOKHOMY 3 HUX.

MopdomerpruyHe BU3HAYECHHS JOBXHHU CTOJIOHIB MPOTOHEMHU, JIATEPATbHUX TUIOK 1 AEPHUH
BUKOHYBaJI Ha MOTOpHU30BaHOMY Mikpockomi AXio Imager M1 (Carl Zeiss) 3 BHKOpUCTaHHSIM
nporpamHoro 3abesmedenns Carl Zeiss AxioVision 4.6 ta UTHSCSA Image Tool 3.0,
crepeooOinokymsipi Stemi 2000-C (Carl Zeiss) 3 poTtonacamkoro ta mudposoro kameporo ’Nikon” i
Mmikpockoni MBC-1.

VY IocnipKeHHX B3a€MOJIi CBITNIa 1 IpaBiTallii: 3acTOCYBaHHS MOHOXPOMAaTUYHOIO CBITJIA
pI3HOT IHTEHCUBHOCTI. MOHOXpOMAaTHYHE CBITJIO OJIEPKYBAJIM BiJl JABOX JKEPEN CBITIA: PTYTHOL
mamrmu CBJI-120A 1 100 Bt nmammu poskapeHHs. 31 CBITJIOBOTO TMOTOKY PTYTHOI JIaMmH 3a
noromoroto cBitnopineTpiB - @C-1, CC-5, C3C-8 orpumyBany, BiamoBigHo, ocBitieHHs A = 405
oM, 450 aM 1490 M. CBiTio A = 660 HM BUAUISAIU 13 CBITIIOBOTO MOTOKY JIAMITH PO3KApPEHHS 3a
JOTIOMOTOF0 IHTEP(EPEHIIHHOTO CBITIO(MUILTPA 3 BIAMOBIAHOK JOBXKHHOIO XBWJII Y MaKCUMYyMI
npomyckanHs. BukopuctoByBamu Takok depBoHe ocBiTieHHs y BRIC-kamepi, 13 cBITIIOBUMH
JI0/TaMH, 1110 BUIIPOMIHIOBAIM YepBOHE CBITIIO A = 660 M (puc. 1, b). Jlameko yepBoHE CBiTIO A =
700 aM oTpumyBanu depe3 cucremy cBiTIOoPinbTpiB KC-19+C3C-14. [HTEeHCUBHICTh OCBITIICHHS
peryaoBaid HeUTpalbHUMH cBiTI0GUIbTpaMu HC Ta Bigmaumio MDK JamMmaM 1 KyJIbTypoOIo.
[HTeHCHBHICTH CBiT/Ia BUMiproBaiu criekrpopamiomerpom Li-Cor Li-1800 (USA).

Jlxxepenom Y@ ocBitieHHs Oyna pTyTHO-KBapiieBa jJamia HaaBucokoro Tucky CBJI-120A, 3

ii CBiTJIOBOTrO MOTOKY BUpi3any JiHii 6136k 10 A = 360 HM 3a 10nmoMoroxo ceitnodineTpy YOC-3.

2 1

[HTEHCHBHICTH OCBITJICHHS BUPIBHIOBAJIN J1I0 6 MKMOJIb'M “*CEK ™, @ HEUTpaIbHOTro CcBiTiIa — 70 15,0

2.~—1

MKMOJIb"M “-C ™.

Jl51s Bu3Ha4YeHHsI BIUIUBY (DITOXPOMHOI CUCTEMH Ha IHTEHCHUBHICTh TPaBITPOMI3ZMY MTOYEPTOBO
IpOTOHEMY OcBiTIroBaIu 1 rog Y@ cBiTIOM i 5 XB 1ajleKO 4epBOHMM CBITJIOM (1.4.¢), A = 730 HM:

lron YO +5xB nu.c. + 1 roq YO + 5 xB A.u.c. + ...; 3arajapHa TpUBaJicTh OCBITIeHHs YO 4 rof.
B ycix nocninax yamku 3 KyJlIbTypaMH 3HaXOAWINCS Y YOPHUX MTakeTax a0o y TBEpAMX YOPHHUX
KOpOOKax, a 3BepXy 4epe3 OTBIp MPOTAroM 4 roj MPOTOHEMY OCBIUYBaJU YEPBOHUM ab0 CHHIM
cBiTI0M iHTeHCcHBHICTIO 11 MKMOMB-M2-cex™. Toi OTBip 3aKpHBaIH, HOBEPTAIU KOPOoOKH Ha 90° y
TOPU30HTAJIbHE TIOJIOKEHHS, LIOOM AaKTMBYBATH TPaBITPOMI3M 1 PICT CTOJIOHY a0Bepxy. Jlis
BU3HAYEHHS MICHAAIl CBiTJa Ha TIpaBIUyTIUBICTH BUMIPIOBAIM KYTH 1 JOBXHHY 3THHY Ta
BHUPAaXOBYBaJIM HIBUJAKICTh POCTY SIK YAaCTKY BiJ JUICHHS JOBKMHH MPOTOHEMH ITiCIS 3TUHY Ha 4ac,

3a SIKU{ BIH YTBOPHBCSL.
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Jlns BuU3HAveHHS (OTOTPOII3MY 4YallKd 3 BEPTHKAJIBHO OPIEHTOBAHOIO (TPaBITPOITHOIO)
MIPOTOHEMOIO HACBiuyBaiH 6 To1 GOKOBUM YEPBOHMM 200 CHHIM CBITIIOM Pi3HOT IHTEHCUBHOCTI: Bij
0,25 no 30 mMkmoib-MZ-cex. Bigpasy micis OCBiT/IEHHS BUMIpIOBAIM KyT 3TMHY i aHAi3yBaju
0CcO0JIMBOCTI POTOTPOMHOT PeaKIIii: MiAPaXOBYBAIN KUTBKICTh CTOJIOHIB, SIKI POCIIH JIO CBITJIa, BiJj
CBITJIa, a00 HE BUSBJISUIH KOJHOT peakilii 1 MpoJOBKYBAIM POCTH Y TOMY K HANPSMKY, 110 U JI0
OCBITJICHHSI.

Jlist aHauTi3y B3a€MO/Ii1 CBIiTIIa IPOTOHEMY IOYEPTOBO MPOTATOM 6 T0J1 OCBITIIFOBAIIM YEPBOHUM
1 CHHIM CBITJIOM 1 BUMIPIOBAIM KyTH 3rUHY. B oHOMY nociiai GuIbTpU 3MIHIOBAIM 4epe3 2 rofl, y
npyromy — depe3 10 xB. 3MIHIOBaIM TakKo> MOCTIIOBHICTh YEPBOHOTO 1 CHHBOTO CBITJIA: JOCHIJ
MTOYMHABCA 3 OCBITJIEHHSI YepPBOHUM a00 CHHIM CBITJIOM.

Busnauanu KyTu jaTepalbHHMX Tally30K IPOTOHEMHU 3aJIeXKHO BiJ] BEKTOPHOI Al rpasiTaiii y
JIBOX BapiaHTax JOCTiAy. Y MepIIoMy Yallkd BCTAaHOBIIOBAIN BITHOCHO TOPHU30HTAILHOT TOBEPXHI
mig kyramu Big 0° g0 90° 1 ocBiTIIOBANIM MPOTATOM 3 TOJ YEPBOHHUM CBITIIOM IHTEHCHUBHICTIO 0,2
MKMOJb-M2-ceKk . Hu3pKa iHTEHCHBHICTB CBiTNA Oyna MOTpibHA IS iHIliallii ramy30K y TeMpsBi.
[Ticist OTO YaCTHHY YaIIOK 13 MPOTOHEMOTO MIEPEHOCHITN B TEMPSIBY Ha KJIIHOCTAT, a PEIITY KJIaJIn
TOPU30HTANIBHY MOBEPXHIO, cuia TsoKIHHS 1 g. Uepes 18 roa BUMIproBaiu BETUYMHY KyTa HAXMITY
JaTEepaIbHUX Tally30K BIIHOCHO TOJIOBHOTO CTOJIOHA. B iHIIOMY BapiaHTi Yallkud 3 MPOTOHEMOIO
BHUCTABJISUTM TakK, IMIOOM BEKTOPH CBITJa Ta TpaBiTallii Oynu mapaneibHi abo MepreHIuKyIsIpHI.
YMoBH f0chiay i aHAi3 KyTiB Oyid Ti %K, 10 y TOTIepeIHLOMY BapiaHTi. He BUKoprcTOBYBaIM JTHIIIE
KIIIHOCTAT.

B excnepumenti 3 ¢iroropmonamu 3actocyBanu 1,0 MmkM aykcuny 1 10 MmxkM N-1-nadTun-
¢dranamoBoi kucinotu (HDPK). I'paBitponHy npoToHEMYy MNpoTAroM 7 mi0 BUpPOIIYBaIud Ha
cepenoBuii 3 1,0 MM IOK, a B wamiku 3 npotonemoro poxaBanu 1 mur 10 MM poszunny HOK 1
3JIMIIATIN POCIMHHU B TeMpsiBl Ha 8 rox. [licis mboro yanikd BUCTaBIISLIA Ha OLI€ CBITJIIO HM3BKOL
iHTeHcuBHOCTI (100 1K) 1 yepe3 24 roj aHaNI3yBalM TalyXEHHS MPOTOHEMU Ta BUMIPIOBAIIA KYT
HAXUITy Taly30K.

Jl51g aHani3y BILUTUBY 1HTIOITOPIB ayKCMHOBOTO TPAHCIOPTY BUKOPHUCTA (PITOTOPMOHU

CkopoueHa Ha3Ba PEaKTHUBIB:

IOK — ingomninonroa KMUCIOTa

1-HOK — 1-nadTunonroBa kuciorta

HOK — N-1nadrundranamona kuciora

[IXIMK —p-xnopheHokcuizoMaciisiHa KucjioTa

2,4-]1 — 2,4-muxnoppeHOKCHOIITOBA KUCIIOTa

TUBK —2,3,5 — Tpuiio0eH30iHa KUCIO0Ta
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Po3unHu iTOropMOHIB rOTyBalu Mepes caMUM eKcriepuMeHToM. Yci peaktuBu — IOK, 1-
HOK, H®K, 2.4-]1, TUBK i IIXIMK PO3YHMHSII y eTaHodi 1 poownn 1MM KOHIEHTpaIlilo Ha
JIMCTUIIbOBAHINA BOJII AJ1s1 yCiX (DITOTOPMOHIB. 3 TAKMX PO3YMHIB OTPUMYBAJIM POOOUI KOHLIEHTpALi]
peaktuBiB B mexax 0,1 — 100 MmkM. B ekcriepumeHTax BUKOPUCTOBYBAIH 6-IE€HHY I'PaBITPOIIHY
npoTtoHeMy. YamKe BiIKpHBaJIM y CTEPHIBHHX YMOBaX Ha 3€JIEHOMY CBITJII 1 HaHOCWIN
¢iToropMoHu 3BepXy Ha AepHHHKH. [HKyOamis 3 ¢iroropmonamu tpuBaia 30 xB. Toai mporoHemy
MPOMHUBAIN JUCTHIBOBAHOIO BOJOIO, MOBEpTaiM 4amku Ha 90° s iHimiamii rpaBiTpomismy i
BUTPUMYBAJIHM Y TaKOMY T0JIO>keHH1 6 rof. IlpoTtonemy ¢ikcyBamu 1% po3zunHoM ¢dopmanbieriny,
40 xB mpu KIMHATHIA TeMIlepaTypi; aHaJli3yBajlid IIBHJKICTh POCTY, TTY)KEHHSI 1 KyTH 3THHIB
amiKaJTbHUX KIIITHH.

Jlns BusBieHHs MeMOpaHo-3B’s3aHOTO Ca?* BHKOpUCTaTM (IyOpecHeHTHHH OapBHHK
xnopoterpanukiin (XTL; Sigma, USA) (Xopxkasuis Ta iH., 2002). V 0,5 MM Boauuii po3uns X TL]
Ha 20 XB NepeHOCHIIU MPOTOHEMHI1 JIEPHUHKH, BIIMUBAJIH iX TPUU1 110 5 XB BOJOIO Ta aHAJI3yBaJld Ha
uutoduyopumerpi JIIOMAM-P3. [HTeHCUBHICTD (uiyopecleHIlii BUMIPIOBAIM, BUKOPHUCTOBYIOUH
cBIOduIbTp A = 541HM. BMmicT Kanbli0 BU3HAYaldM 3a IHTEHCHBHICTIO HOTO (uiyopecueHIi B
amikaJpHIA KIITHHI Ha PI3HIN BiICTaH1 B/ alieKca: y BEpXIBIIi, B alliKaJbHIA YaCTUHI KJIITHHHU TTepe]]
SIIPOM, TIICIIS sA7Ipa 1 B OCHOBI.

Jlns BU3HAYCHHS Ca?*-AT®a3H0i aKTHBHOCTI BUKOPHUCTAIN MOJU(PIKOBAHUA METOJ 3
docdaramu azotomis (Burstone, 1962; Jensen, 1962; benssckas, 2008). IIpotonemy dikcyBanu 4%-
HUM po3unHOM napadopmansaeriny y 0,1 M tpuc-maneatHomy 0ydepi pH 7,2 npotsirom 40 xB ipu
KiMHaTHIH Temriepatypi. [Ipenaparu mpomMuBanu npoTsarom 1,5 roa mmum xe OydepoM 1 mepeHOCHIH
y npodimeTpoBany iHKyOaniiHy cyminr takoro ckiamy: 2 MM AT® (Sigma, USA), 2 MM CaCly, 0,4
MM AS-TR (Sigma, USA), 0,4 MM RR (Chemapol, Praha), 10% MnCl,, 0,1 M Tpuc-maneaTHuii
oydep pH 7,2. InkyOyBanu marepian 2 rog 3a 37°C. [licns inky0arii npoToHeMy BiqmuBaiu y Oydepi

npotsaroM 60 XxB i GoromerpyBanu Ha crnekrpodoTomerpi (A = 550 Hm). Peakiis BusBnsnacs 3a

I0SBOI0 UYOPHOTO Ocaay a3obapBHUKA. BimHocHy iHTeHcuBHicTH Ca®'-ATda3 BuMipIOBamM B
amikaJbHIA KJIITHHI, aHAJIOTIYHO SIK MEMOpaHO-3B’sI3aHUM Ca?*, Ta B GOKOBHX OJHOKTITHHHHX
BiJIraly’>KEHHSX: B aneKci 1 011 KINITUHHOT epeIUTKY (MICIle BiIUIEHHS Bil MATEpUHCHKOT KITITHHH).
Koutposem Gyna inky6aniiina cymim 6e3 AT®. Jlns 6nokysanss po6otu Ca?*-mom 3acTocoByBau
OpToBaHaJaT HATpito (BaHAAT).

OproBaHajaT HATPilO 1 Bepanamil BUKOPUCTOBYBAJIN JUIS JTOCHIKEHHS BIUIUBY OJIOKAaTOPIB
KaJIbI[IEBOTO TPAHCHOPTY Ha TpaBi- Ta (GOTOTpONHUH picT. ['OTyBaiM KOHILEHTPOBAaHI BUXIiIHI
PO3YMHH PEAKTUBIB, SIKI PO3BOIMIN Y TUCTUIBOBAHIN BOJI 10 pobounx koHIeHTpauiii 0,01 - 1,0 MM
i mo 0,02 M HaHOCWJIM Ha OJHY JEPHUHKY MpOTOHEeMH. Uepe3 6 roj po3uMHU 3JIMBAJIM, A YaAIIKH

CTaBMJIM BEPTUKAJIBHO HA 8 T0/1 A rpaBicTuMyIsinii. s ¢poroakTHBamii yamku HacBiuyBaiu § roJ
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GOKOBHMM YEPBOHUM CBIiTIOM iHTEHCHBHICTIO 11 MKMOIb-M?-cex™ . Mipsuli KyTH 3TUHIB Ta BU3HAYAIIHI
NPUPICT JTOBKWMHHU 3TMHY alliKaIbHOI KIITHHU (BiZ MICH 3THHY [0 amekcy). BumiproBaHHS
NPOBOIMIIM Ha MiKpockoti ~Jenaval,, y 3eneHomy cBiTii.

Hnst imyHoduryopectueHmii mikpoTpybouok (MT) Bukopucramm meronuky /[I. IlIByxosa,
MoauGikoBany st mporoemu MoxiB (Schwuchow et al., 1990; Demkiv et al., 2003). IIpoTonemy
3HIMAIIM 3 arapy 1 ¢ikcyBaau 3a KIMHATHOI Temreparypu Ha cBitni y 3,7% po3uuHi
napadopmanpreriny. @ikcarop roryBanmm y crabinizyrodomy 0ydepi (Cb) Takoro ckiamy: 50 MM
PIPES (Sigma, USA), SMM MgSO4-7H>O 1 5 MM EI'TA (Sigma, USA); pH Oydepy = 6,9.
3adikcoBany npotoHemy obepexxHo mpomuBaiu 3 pasu mo 10 xB y Cb. Ilicns mporo o6po6sisiiu
KJIITUHHY CTIHKY cymimo 0,5% nemronaszu (Sigma, USA) 1 0,5% nextunasu (Sigma, USA), 0,4 M
ManiTony (Sigma, USA) 1 10% Ttpurony x-100 y Cb. Burpumysanu npotoHeMy y po3uuHi 3-5 XB,
CIIIKYIOYM 3a IOYaTKOM 3BUIBHEHHS 13 KJIITHH MPOTOIUIACTIB. SIK TUIbKM IMOYMHAJa TpicKaTh
KIIITUHHA CTIHKA 1 3 ABJISJIUCS MPOTOIIACTH, 10 (hepMeHTIB npunuHsuin. [Ipotonemy npomusanu 3
pasu o 10 xB y Cb i 3aymmanu y po3unHi 1% tpurony i 5% DMSO (Sigma, USA) y Cb na 6-10
roJi. 3HoBy npomuBaiu nporoHemy 3 pasu no 10 xB y Cb 1 nepeHocunu marepia y nepiii aHTUTLIA,
KOH 10rOoBaHi 110 TyOyminy (Sigma, T-5168, USA). BurpumyBanu nmpoToHeMy y po34nHi aHTUTUT 45
XB - | rog mpu KiIMHaTHIHA Temnepartypi 1 BigmuBanu 3 pasu o 10 xB y ¢pochatnomy Oydepi. Cxitan
tdocdarnoro 6ydepy (Pb) 6y mHacrynuuii: 0,14 M NaCl, 2,7 MM KCl, 6,5 MM Na,HPO4-2H-0, 1,5
MM KH2POg4, 3,0 MM NaN3s (pH 6ydepy -7,3). Toxi Ha 45 xB - 1,5 rog nepeHoCHWIM TPOTOHEMY Y
npyri aatuTtina, ko rorosati 10 FITC (Sigma, F-5262, USA), i npomuBanu y @b 30 xB. [Ipenaparu
3aKJII0YANIH Y TIIIEPUH, po3BeneHuid y ciBBinHomeHH1 1:1 y @b pH 8,0. Yepes 24 roa npenapatu
aHaiizyBaau Ha Mikpockomi ,,AXIO Image M1” 1 ¢dororpadyBanu 3 BHKOPHUCTAHHIM KaMmepu
AxioCam HRm.

Jlna Bizyamizaiii akTHHOBHX MIKpO(LIaMEHTIB BUKOPUCTOBYBAIM (HalOTOKCUH — (hajoinuH
(BHCOKOTOKCHYHUI aNKaJIoin rpuba Amanita phalloides), MIYCHHH FITC
(¢pnyopecuunizoTionianatom; Sigma, P-5282; USA), ta Bukopuctamu meroauku A.Anamca, E.
brnenkedna, K. I'ecincrina (Adams, 1991; Blancaflor, Hasenstein, 1997). Bci mnpouenypu
MIATOTOBKK MaTepiany a0 (apOyBanHs Oynau Ti K, mo i ans MT. IIporonemy BnpoaoBx 3 roj
¢bapOyBanu pozunHoM FITC-danoinuny, sikuit po3soaunmu ¢pocharaum 6ydpepom (1:40), BinmMuBamu
3 pa3u o 15 xB OyepHUM pO3YMHOM 1 MOHTYBaIM npenapatu y ¢pocdar-6ydepi, pH 8,5. Uepes 24
roJl aHaJi3yBaJIM JIIOMIHECIIEHLI}0 aKTHHOBHX (DUTAMEHTIB, OpPIEHTAILIIO 1 BIOPSAIKYBAaHHS B KIIITHHI
aHAJIOTTYHO, SIK MIKPOTPYOOUOK.

Snpa wmapkyBanu (QayopecteHTHUM OapBHUKOM 4',6-miamianno-2-¢peniningon (DAPI;

Chazotte, 2011) 1 BU3HAUanM MICIE3HAXO/KEHHS sJep y KIITHHAX Ta JaTepaJibHUX TUIKax
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MPOTOHEMHOTO cToNoHy. Ilpemaparm mnepermsimamu  y Mikpockormi ,,AXIO Image MI1” i
doTorpadysanu.

PenpoaykTuBHMII  PO3BUTOK  IpOaHATI3yBaU y JBOX 3paskax Ptychostomum
pseudotriquetrum, siki 3i0panu y JIbBIBChKIN 0071. Ta B AHTapKTHIll, Ha 20-IeHHINA TpaBITPOITHIH
nmabopaTtopHid KyJabTypi crocTepiraim 3a (opMyBaHHSIM PH30ITHUX OyIb00YOK, iX KUIBKICTIO 1
MmicieM yrBopeHHs. Y Leptobryum pyriforme migpaxoByBaim KUIBKICTH OyibOOYOK IMiCIis
IPaBICTUMYIIALII 1 KIIIHOCTATyBaHHSI.

BuByanu crateBy CTpYKTypy 1 NPOJYKTHBHICTB JlabopaTopHOi KyabTypu Physcomitrium
patens i Bryum argenteum: migpaxoByBaJd KUTbKICTh KIHOYHMX 1 YOJOBIYMX POCIIHH, CTaTEBUX
opratiB (4YoJIOBIYMX 1 XIHOYMX TaMETaHriiB) Ta CIHOPOTOHIB B yMoOBax cTajoi aii 1¢ 1 micas
KJIIHOCTaTyBaHHSI.

Busnauanu akTUBHICTH ankorodpaeriiporenasu (AIN) y »KIHOYMX 1 YOJIOBIUUX POCIIUH MICIHS
rinokcii 1 kiiHOcTaryBaHHS, [[msi cTUMyNSNii yMOB TiNOKCii 4Yamikyd 3 KyJIbTypamH 3ajuBajil
IMCTHIIBOBAHOIO BOJIOIO, a yepe3 00y YaCTHHY POCIUH TIEPEHOCHIIN Ha KIIIHOCTAaT Ha 12 rox, iHImy
YaCTHHY — 3ajuainy y ¢piroTponi. Bukopucranu crannaptai meroauku (Porterfield et al., 2003, a),
BHU3Ha4YCHHS poOuim Ha criektpodoromerpi Analitic Jena Specord 210 Plus, A = 510 mm.

AKTHBHICTB MTEPOKCH/IA3 BU3HAYAIM MICHIs eKCTpakilii Marepiany B 0,1 M aneratHoMy Oydepi
(pH 5.,4). 'omorenar nentpudyrysamu npotsrom 15 xB 3a 5000 06/xB. AKTHUBHICTH (DEpMEHTIB
BHU3HAYAIU CHEKTPO(POTOMETPUYHO 3 BHUKOPHCTAHHSAM SIK CyOCTpaTy OCH3WAMHY Ta TBAsKONy H
BHpaKaJIM y BIJHOCHUX OJUHMIIIX HA 1 T Macu cupoi pewoBuHH 3a xBuiuHy (Ghamsari et al., 2007;
CriiikicTh Ta ..., 2022).

AKTHBHICTh aCKOPOATHEPOKCHIA31 OLIHIOBAIN 33 3MEHIICHHIM ONTUYHOT I'ycTHHU Tipu 290
HM yHACTiZIOK OKMCHEHHS ackopbary (koedimieHT ekctuHLil € = 2.8 MM-cM 1) Ta Bupaxanu B MKM
ackopOiHOBO1 KuCI0TH Ha MT Oinka 3a XB (Nakano, Asada, 1981). Konnenrpartiro 61j1ka BUMIpIOBaIN
3rigHo 3 Metoaukoro M. bpendopna (Bradford 1976).

INicronoriuny peaxifito 3 OEH3UAMHOM 3aCTOCYBAIM I aHAIi3y 130OopM MEpoKCcHUIa3u Ha
MOJIIaKPUIAMITHOMY Telli 3 BUKOPUCTaHHsIM auckenekTpodopesy (Rothe, 1972; XopkasiiiB Ta iH.,
2009). Monexkynspry macy (MM) nepokcuasHux GopM 3iCTaBISUIN 13 CTAHJAPTHUM MapKepHUM
3pa3KoM OiIKiB.

Jlns  BU3HAUEHHS BMICTY TIEpOKCHIY BOJHIO POCIMHHUM MaTepiall TOMOIEHI3yBalH,
exkcTparyBaim y 50 MM xkamniit ¢pochataomy Oydepi (pH 7,0) ta inkydyBanmu 3 0,1 % Ti(SO4)..
OnTuyHy T'ycTHHY pO34YMHIB BU3Hadaiau Ha crekrpodoromerpi Specord 210 Plus (A = 410 um).
Kontponem 6yB po3uun 3 ma Oydepy i | min nuctuinboBaHoi Boau. BMICT mepokcumy BOJIHIO
NepepaxoByBaJid 3a KaliOpyBaJIbHOIO KPHUBOIO 1 BHPAXaJH y MKMOJB/T MacH CyXoi pedoBUHH

(Gechev, Hille, 2005).
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Jliis Bu3HaueHHs BMicTy oprodocdaris (Pi) i aktuBHOCTI Pocdarasz kiryOku mporoHemH, abo
OKpeMi IMaroHu KyabTUBYBaIX Yy yamkax [lerpi Ha cepenoBuii Kunona 3 0,2 % rir0k03010 1 pi3HUM
BMicTOM ocdopy — 6e3 oprodocdary, 1 50 Ta S00 MxM Pi. Pizuuii Bmict Pi oTpuMyBaiu, 3MiHIOIOUH
y CEepeJIOBUIN KOHIICHTpaIifo oaHo3aMmimieHoi com kamito KHoPOs. BukopuctoByBamm 25 MkM
KOHIICHTPAIIIO JIJIsl BA3HAYCHHSI BITUBY rpaBiTarii i 50 MKM KOHIEHTpaIlit0 — e(peKTHBHY ISl POCTY
1 rpaBi3aNIeKHOTO KyTa JarepaibHuX ramy3ok. JJo cepemosuma Kuona 3 50 mxM Pi gonasamu 1,0
MKM po3unH aykcuHy i okpemo 1,0 MkM po3uuH 3eatuny. J{ist ekcriepuMeHTy Binoupanu 12-neHny
HETaTUBHO IpaBiTporHy npotoHemy. KoHTposem Oyna npoTtoHeMa, o pocia Ha cepenouti Kxnoma
3 ¢pitoropmonamu 1 1 MM opTodocharom. AHanizyBanu BIUIMB (PITOTOPMOHIB 1 TPaBICTUMYJISAIIT Ha
akTHBHICTH (ochaTasu i Ca®'-ATDasn.

AKTUBHICTb KHCIIOi (pocdaTazu BU3HAYAIN B IPOTOHEMI CEKTPOPOTOMETPUUHO, A = 660 HM,
BUKOPHUCTOBYIOUH SIK cyocTpaT mist ¢pocdaras rmnepodocdar HaTpiro 1 Bupaxann y MKkM oNP/1 r
cyxoi peuoBunu (Turner et al., 2001, 2003).

Ca?*-ATda3ny axtuBHicTH Bu3Hayanum 3a Mmetogom (Lichtman al, 1981) samexHo Bin
TpuBaiocTi rpasictumymsinii npotonemu (30 xB, 2 roxa, 12 rox, 24 rox). Konrponem Oyna
HErpaBICTUMYJIbOBaHa MPOTOHEMa, 110 pocia y TeMpsBi. HaBaxky pocauaHoro matepiany (100-200
mr) romoreridyBanu y 0,025 M tpuc-aneratnomy Oydepi (pH 6,5), (cmiBBigHOmEHHS 1:2).
[HkyOarriitHe cepenoBwHIe I BU3HAYCHHS (hepMeHTaTUBHOI akTuBHOCTI MicTmiio: 110 MM KCI, 40
M Tris/HCI (pH 7,0), 20 MM NaCl, 5 mM MgClz, 100 MM EJITA i 125 mxM CaClz. Peakiito
iHiniroBanu goaaBaHHsIM S5 MM po3unHy AT® Tta npoBoaunu 3a 38° C mpotsarom 30 xB. VY KiHIIi
nonaBanu 10 % TpuXIOpOUTOBY KHCIOTY, ocan Bigausum uentpudyrysanusm (20 xs, 5000 g). B
cylepHaTaHTi Bu3Hadaim Heopraniyauii ¢ochop (Pi) 3a merogom O. Jloypi Ta JI. Jlonesa (Lowry,
Lopez, 1946; Pearse, 1962). OnTu4Hy rycTHHY pPO3YMHY BHMIPIOBAIM Ha CIEKTPO(OTOMETPi
»opecord 210 Plus”, A = 660 um. KonueHrtpaiito HeopraHigHoro ¢ochopy BHPaxOBYBalId 3a
KaiOpyBaNbHOIO KpHUBOIO, Ky moOynyBanu 3a KH2PO4 1 Bupaxkanu y Mr/Kr Macu cyxoi pe4oBHHH.
AxtuBHicTE AT®a3u Bupaxkanu B MKM Pi/ron/mr Oinka.

JUis OLIHKM CHCTEMH HPOOKCHIAHTHO-aHTHMOKCHAAHTHUX peaklii B yMoOBax 3MiHEHOI
rpasiTanii (rpaBiTalifHOTO CTpecy) BU3HAYAIM MEPOKCUIHE OKUCHEHHS JIMiIB, SKE OLIHIOBAIM 3a
nieHoBuMu Koo 'toratramu (JIK) 1 mamonoBum muanpaerimom (MJIA), akTHUBHICTH KaTamasu 1
MEPOKCU/Ia3, 3arajibHy aHTHOKCUJAHTHY aKTUBHICTh, BMICT PO3UYMHHHMX ()E€HOJIB 1 ()1aBOHOINIB,
aHToliaHiB 1 KapoTuHOiniB (Mycienko Ta iH., 2001). Buxopucranu TakoX CTaHIapTHI 1
Moau(IKOBaH1 METOIUKH, eTalbHO onucani y MoHorpadii (JlobaueBcbka Ta iH., 2022).

Jnis aHanizy BIUIMBY emireHeTWYHUX 3MiH (piBeHb MerwmoBanHs [IHK) nHa Biguyrts,
30epeKeHHs 1 pealti3allifo IrpaBiCUTHAIY BU3HAYMIN T'paBidyTIuBicTh mpotoHemu Polytrichastum

alpinum 3 AurapkTuku ta ramyxenns Physcomitrium patens (Hedw.) Mitt. i3 JIbBiBCbKOT 0071. TIiCTs
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BIUIMBY iHIri6itopa MmetwmoBanHs JHK 5-azaumtuaumny. CrepunbHy nab0opaTOpHY KYJIBTYPY
OTPUMAJIH 31 CIIOp a00 pereHepauiero JUCTKIB raMmeTodopiB. ['paBicTUMYIIALIO 1 KIIHOCTATYBaHHS
MOXIB TPOTOHEMH TIPOBENIH AHAJIOTIYHO, SK ONHUCAHO Y TMONEpPeAHIX METOIMKaX 1 CTaTTAX
(JIobaueBchka Ta iH., 2015; Xopkasuis Ta iH., 2009). B ekcrpakrax 1,0...1,5 micsuyanx ramerodopis
P. patens cnekTpooTOMETPUYHO BHU3HAYMIIM AKTUBHICTH MEPOKCHAA3M 1 aHAII3ZYBAIU 130(pOpMH
(dbepMeHTa TICIIs BIUTUBY S-a3aluTUANHY. [ ICTONOTIUHY peakiliro 3 OCH3UINHOM 3aCTOCOBYBAIH JIIS
aHaITi3y 130(pOpM IMEPOKCHIA3H Ha TOJIAKPHIAMITHOMY I'eJll 3 BUKOPUCTAHHSIM JUCK-EICKTpodopesy
(Passard, Cosio, 2005; XopxkaBuis Ta iH., 2009). Monekynspany macy (MM) nepokcunasnux ¢popm
P. patens crmiBcTaBisuH 13 CTaHAAPTHUM MapKEPHUM 3pa3KoM OLIKIB.

Jlia 3’sicyBaHHsSI (peHOMEHY KIIITHHHOI MaM’siTl Mpo 30epeKeHHs rpaBiCTUMYIy 1HILIFOBaIH
3MIHM y METHJIFOBaHHI 3a y4acTio S-azanutuauny (Malik et al., 2012). Busnauwim temmeparypHi
yMoBH (t = 12...4°C), mo 6J0KyBaJIl piCT IPOTOHEMH, aJie HE BIUIMBAIIM Ha CIIPUIHATTS CTUMYITY.

B oaHoMy BapiaHT1 10CIily IPOTOHEMY, IO POCHIA Y TOPU30HTAIBHO PO3MIIIEHUX YallIKax,
nepes rpaBiCTUMYIIAIIEI0 (Ha cTafii nmepreririi) 0opoossin 50 MKM po34MHOM S-a3allUTUIMHY 32
temreparypu +2...4° C y XoJOAWIBHIM Kamepl HmpOTAroM 5 roj, B IHIIOMY BapiaHTi — MiCHs
rpaBicTUMYIIAMIT (Ha cTaii TpaHCayKIii rpaBicuraany). [lporonemy y gamkax 5 pa3iB mpoMHUBaIIA
JTUCTUILOBAHOIO BOJOIO, TepeHocwn B ymMOBH + 20-22° C 1 BHUCTaBISUIM BEPTUKAIBHO TSI
IpaBICTUMYJIALIl, a00 BUKOPHCTOBYBAIW KJIIHOCTAaT. BHpogoBX eKCIEpUMEHTY 4Yallkd 3
IIPOTOHEMOIO 3HAXOAUIIUCS y TEMPSBI.

Uepe3 5 roa aHamizyBaJid TpaBITPONHUIN PICT amiKaIbHUX KIITHH MPOTOHEMHU: JTOBXKUHY
pPOCTKa, IO YTBOPHUBCA ITCIAS TPaBICTUMYISIIIT HAa XOJIOAI 1 BEIWYMHY TPaBITPOITHOTO KyTa.
Bu3HauuBIIM JOBXHHY pPOCTKAa 1 3HAIOUM MIBHJKICTH POCTY IPOTOHEMH, OL[HWIM TPHUBAIICTbH
30epeKeHHs KIIITUHHOT 1aM’SIT1 TIPO TPaBICTUMYIL.

VY KOHTpOJI aHalli3 NMPOBOAMIM 3TIAHO 3 MPOTOKOJIOM JIOCHILY, HE BUKOPUCTOBYIOUH 5-
a3alUTUANH. Y KOXXHOMY BapiaHTi mpoaHanizyBanu no 200 rpaBiTpONHUX CTOJIOHIB MPOTOHEMH, SIK1
BUOMpAJIN CTOXAaCTUYHO 13 12 OKpeMHUX JA€pHUH, 1110 POCIH y pi3HUX Yamikax. Jlociaiiu noBToproBaid
NIBI4i.

B ycix nmpoBefeHuX AOCHIIKEHHIX TOCIIIN MOBTOPIOBAIN TPUUl, 1T MOPHOMETPUUHUX
BUMIpPIOBaHb Y KOKHOMY BapiaHTi €KCIEpPUMEHTY aHaii3yBaiu He MeHuie 25 — 200 3paskis
INPOTOHEMHUX CTOJIOHIB, ramerodopis, JepHUHOK. OTpuMaHi pe3yabTaTH OIpalbOBaHi
CTaTUCTMYHO 3a JONOMOror mucnepciiHoro axanizy ANOVA, makeTiB NpUKIaJHUX Hporpam
Microsoft Excel (Microsoft Corp., Redmond, Washington, USA) 3 BupaxyBaHHSM CTaTHYHHUX
KpHUTepiiB Bapialii 1 piBHIB cTaTucTHUHOI 3Hauymocti p < 0,01 3rigHo 3 koedinienTom CThroi€HTa

(depkau, 1963; Jlaninos, 2019; OcuoBw ..... Koponrok, 2021).



19

3. IPOTOHEMA SIK MOJEJIbHUHN OB’EKT JOCJIKEHHS
I'PABITPOIIIBMY

3.1. AHAJI3 I'PABIYYTJIMBOCTI TA BIABIP HOBUX BUIIB MOXIB JJIs1
EKCHEPUMEHTAJBHUX JOCJILTKEHb T'PABITALIIHOI BIOJIOTTi

VYnepiie pocToBi peakilii Ha BIUIMB I'paBiTailil BUSBHIN Yy IPaBITPONHUX OpraHax (maroHax i
KopeHsx) kBiTkoBuUX pociuH (Knight, 1806), mi3Hime Oyio BCTaHOBIEHO, IO HE TUIBKH BHIII
pociuHH, a i BOJOPOCTI pearytoTh Ha aito rpasiraiii (Pfeffer, 1897; Biinning, Mohr, 1955; Pilet,
1971; Edelmann et al., 2002). 3 yacoM KUIbKICTh OO’€KTIB PO3IIMPHIIACSA 3aBISKU BU3HAUEHHIO
qyTIUBOCTI J0 rpasiraiii moxiB (Demkiv et al., 1997; Jlemkus u ap., 1997; Chaban et al., 1998).
XapakTepHa 0COOIMBICTh MPOTOHEMH, KOJIU CIPUMHATTS 1 peakllis Ha rpaBICTUMYJ BiIOyBalOThCS B
OJIHIN amiKaJbHIN KJIITHHI, CIIPUsIIa IIMPOKOMY BIIPOBA/KEHHIO 11 y JOCIIKEHHIX IPaBITPOII3MY,
ne Haivactime BukopucToByBanu Ceratodon purpureus, srogom Funaria hygrometrica, Tortula
caucasica, Pohlia nutans (Chaban et al., 1998; Cove et al., 1978; Xopkagiiis, Jlemkis, 1999; [Tyn sk
Ta iH., 2002). B ekcnepuMeHTAIbHUX JAOCTIPKEHHIX BIUIUBY TPaBiTaIlii 3aCTOCOBYBAIM OOMEKEHY
KUIBKICTh BHUJIIB MOXIB, OCKUIbKH HE BC1 BUJIM MOXIB pearyioTh Ha rpaBiTalliiHUN CTUMYII.

BaxxnuBo Oyno BCTaHOBUTH HOBI BHIIW, NMPUJIATHI JUTsl BUBUECHHS TPaBIUYTIMBOCTI Ha PI3HUX
cTamisx oHToreHesy. Jlms 48 noci He mpoaHami30BaHWUX BHUIIB JIMCTKOCTEOMOBHUX MOXiB (36
BEPXOIUTITHUX BUIIB 1 12 OOKOIUTIIHMX) OTPUMYBAIM CTEPUIIBHY KYJIbTYPY IPOTOHEMH 31 criop. I3
JOCITIDKEHUX MOXIB BHSIBHJIM TPaBIdyTIMBI BEpXOIUTiAHI BUuau: Bryum argenteum, Ptychostomum
imbricatulum (Mall. Hal.) Holyoak & N. Pedersen (B. caespticium), Ptychostomum intermedium
(Brid.) J.R. Spence (B. intermedium), Leptobryum pyriforme (Hedw.) Wilson, Dicranella
heteromalla (Hedw.) Schimp., Calcidicranells varia (Hedw.) Bonfim Santos, Fedorov & Jan Kucera
(D. varia), Tortula truncata (Hedw.) Mitt. OmiHtoBaau rpaBiYyTIMBICTH BHIIB 3a TaKUMHU
napaMeTpamu K KUIbKICTb TPaBITPOIMHUX CTOJIOHIB y MPOTOHEMHIN NEPHHHI, KYT T'PaBiTPOIHOTO
3TUHY CTOJIOHIB, HIBUAKICTb TPaBITPOMHOI peakilii Ta MOPIBHIOBAIM X 13 TAKHUMH XK IMOKa3HHUKAMU
rpaBiuyTinBoro Buay Ceratodon purpureus, sk KOHTPOJTIO.

Jis 8 HOBHX TpaBIUyTIMBUX BHJIIB JOCHIIMIN KOPEIALII0 MDK KUIBKICTIO, PO3MOALIOM
aM1JIONJIACTIB Ta TPABITPOITHUM POCTOM aIlIKAIBHUX KIITHH (Tabxa. 1). AMminomiacTu B amikajabHIH
KJIITUHI MaJIM Pi3H1 po3MipH Ta (opMy: BiJ OKPYIIIUX 1 OBAILHUX JIO BEPETEHOMOIIOHUX, BiJl BETUKUX
(2,5-3,0 mxm) o apiduux (0,3-0,5 Mxm). IlnacTuau Mo-pisHOMY PO3MIIIYBATUCS Y KITITHHAX: OKPEMO
OJIUH Bl OJJHOTO, a00 IIUIBHO, YTBOPIOIOYM KJIACTEPHI CKYIMUYEHHs. Benuki oKpyrii aMuloIuiacTH
HaifuacTilie nepepo3noaUIsUIMCS i Yac TPaBiCTUMYJIALIT 1 epeBaXXHO OyNIu 30Cepe/keHi B 30H1
CeMMEHTaIlii, a qpiOHi, KPYTJi Ta BEPETEHOMNOIOH1 MaiKe He 3MIHIOBAIM CBOTO TOJIOKEHHS 1 HE
ocimanu. Y OUIBIIOCTI TOCTIKEHUX BUIIB BepXiBKa amKallbHO1 KIIITUHU Oylia BUIBHOIO BiJ IJTACTH/.

YcranogieHo, 1o y Ceratodon purpureus (Sack, 1991) y it 30H1 3HaX0AATHCS TUTbLS [ 0JIBIKI, SIKi
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MOCTAaYal0Th €K30LUTO3HI BE3UKYJH Ul POCTY KIITUHHOI CTIHKM B aleKCi BEPXIBKOBOI KIITUHU. Y
Dicranella cerviculata, Leptobryum pyriforme, Ptychostomum intermedium y 30Hi BepXiBku
amiKaJIbHOT KJIITHHH, ]I HE CIIOCTEPIrajii CeIMMEHTAIIi], 9aCTO 3HAXOAUJIN OJIMH BEIMKUH, PiJlIie 18a
aminoriactu, aHanoriydo sk y C. purpureus (Schwuchow et al., 2002; Jlo6aueschka, 2006).
I'paBirponina mnporonema Dicranella cerviculata naituacrime (m0 50 %) Mama BepXiBKOBHiA
aMmiIomIacT B amiKalbHIA KIITHHI XJIOPOHEMH 1 KayJOHEMH, TOJAI SK B IHIIUX MOXIB TaKUX
amiomIacTiB He 3HaxoMwid. HasBHICTP BEpXIBKOBHX aMUIOIJIACTIB HE BIUIMBAJIa HA CTYITiHb
TPaBIUYTIIMBOCTI KJIITUH 1 CEIMMEHTAIIIIO TUTACTU/I. B amikanbHUX KIIITUHAX BUSBIICHO 30HU IJIACTHUI,
SIK1 HE CEIMMEHTYBAJIU T1]] Yac TPaBICTUMYJIALIT 1 3HAXOMIIHCS Oa3alibHIIIE BT MICIIb CeTUMEHTAIll]
amutoruiactiB. Y C. purpureus i Physcomitrium pyriforme BOHHM pO3TallloBaHl TEPENl 30HOIO
cemqumenTartii (Schwuchow et al., 2002). ¥V Bcix rpaBicTHMYJIbOBaHUX BUJIB CIOCTEpIraiu OidHY
CEeAMMEHTAIlII0O aMUIOTUIACTIB /10 HWXHBOT CTIHKM B3JIOBX amiKajdbHOI KIITHHH (OChOBa
ceanuMeHTaIlisl). Y MOXIB 13 BHUIIOK TPaBIYYTIMBICTIO BHUIUISIIACSA 30HA CEIUMEHTAIlll BETUKHX,
kpyraux miactun. Cepen TOCTIKEHUX BUIIB CEIUMEHTAIlls aMUTOTUIACTIB HallKpale BUpaKeHa y
Dicranella cerviculata, Leptobryum pyriforme, Bryum argenteum. V suais Calcidicranella varia, D.
heteromalla, Ptychostomum intermedium ceauMmeHTarlis TUIaCTHI Majia BUTJISA BY3bKOT IOJIOCKH
IIUTO30JII0 B3JIOBX BEPXHBOT KIITHHHOT CTIHKH a00 CKYMYECHHS CEIUMEHTYIOUMX TUTACTH/I Y JTIISHIT
nepen sapoM. B amikanbHUX KIITHHAX BEPTHKAIBHOI TPABITPOIHOT MPOTOHEMH aMIIOTUIACTH
CEeAMMEHTYBAIM Y3JI0OBXK OCI KJIITHHU Yy HampsMi JI0 s7pa, 1 B )KOAHOMY BHITAJIKy HE CIIOCTEpIrain
OCiTaHHs TUIacTU JOHU3Y. [liApaxyHOK aMiToIacTiB B amiKadbHUX KIITHHAX IOKa3aB, IO iX
KUIBKICTh ICTOTHO HE BIAPI3HSIACS MDK BHIAMU 1 HE 3ajieXasa Bifl CTYIEHs IPaBIqyTIMBOCTI MOXIB
(tabm. 1). [IpoBeaeHi JOCTIKEHHS MIATBEPKYIOTh AYMKY, 110 KUTBKICTh aMUJIOTUIACTIB HE BU3HAYAE
IPaBIIYyTIMBICTD BUIIB. Pe3yabTaTi rpaBITPOITHOT peakilii 1 KyTiB IPaBITPOITHOTO 3THHY alliKaJbHUX
KIITUH mpoTtoHemu micna 18-20 rox crumynsuii HaBeneHi y Tabm. 1. Ha migcraBi oTpumaHux
pe3yNnbTaTiB MOXKHA CTBEPKYBATH, 110 TPABIYYTJIMBICTh MOXIB KOPEIIOE 13 30UTBIICHHAM JTOBKUHU
30HU CeIMMEHTALll]l aMUIOIUIACTIB 1 3MEHIIIEHHAM BEJIUYMHU CIIIBBIIHOLIEHHS NOBKUHU KIITUHU 0
JOBXUHU 30HU 3 aMmitomuiactamu (D/d) (tabm. 1).

Criopu OUIBIIOCTI JOCITIHKYBaHUX MOXIB He mmpopocTtany y rempsii. Y Pohlia elongata Hedw.,
Brachythecium salebrosum (Hoffm. ex, F. Weber & D. Mohr) Schimp., Didymodon rigidulus Hedw.,
Fissidens bryoides Hedw. criopu mpopoctanu nuiie Ha 5-7 IeHb, TPOPOCTKH POCTH MOBUIBHO 1
HENOJISIPHO, TOOTO HE3aleXHO BiJ il rpaBicTUMyny. llepeBakHO NMEpBUHHI POCTKU LMX BHUJIIB
IIBUJIKO TPUIHMHSIM picT 1 moctynoBo Bimmupanu. Y BumiB Dicranella cerviculata, Leptobryum
pyriforme, Ptychostomum imbricatulum i B. argenteum min 4ac mpopoCTaHHS CIOP MEPIIN POCTOK
1 Ti POCTKHM, IO YTBOPWJIMCS MIi3HIIIE, pOCIM HeratuBHO rpasitpomHo. Jlns Buaie Dicranella

heteromalla i Calcidicranella varia. varia xapakrepHa BUCOKa IUCIIEpCis KYTiB 3THHY SIK HETaTHBHO,
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TaK 1 TO3UTUBHO I'PABITPOITHUX MEPBUHHUX POCTKIB. Y KOXKHIN CIIOPi IEpe]] MPOPOCTaHHAM OyIIo S5—
8 aminoxmoporiactis (Tab. 2). Ilig vac hopMyBaHHS POCTKIB, 3aBJSKH MOAUTY IUIACTHI, 3arajbHa
KUIBKICTh aMUIOXJIOPOIIIACTIB Y CIIOpi 301IbIIyBanacs. 3rojoM BOHHU MEpPEMIIIaIncs y NepBUHHUI

pu3oin i xoponemy. JlaHi rpaBidyTIMBOCTI Ta MapaMeTpy POCTY MPOTOHEMH HaBeJeHi y Tao. 1.
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Tabmuus 1
IMoka3Huku rpaBivyTIMBOCTI anmikaIbHUX KJIITHH MOXiB yepe3 18-20 roa micJisi rpaBicTuMy asiii

Kyt [Bunkicte | JloBxkuHa JloBxx1Ha 30HU K-ctp
Hasga Buny TPaBITPOITHOTO pocrty, KITITHHA CeIMMEHTAIL i1 aMUIOIUIACTIB, D/d

3THHY MKM/TOJ1 (D), mxm | amutontactiB (d), MKM HITYK
Ceratodon purpureus 85,5+6,5 30,0+2,4 189,6+10,8 113,248,0 32,315 1,67
Dicranella cerviculata 66,8+3,2 25,1+1,2 185,2+12,0 80,0+4,1 27,5+4,0 2,31
Leptobryum pyriforme 65,9+1,8 24,2410 211,2+14,9 88,5+4,3 26,0+4,5 2,38
Tortula truncata 65,6+2,9 20,0+0,9 198,0+9,6 94,0+8,0 27,1£3,2 2,10
Bryum argenteum 41,1453 10,7+0,3 129,2+4,7 54,9+4,3 24,3+1,1 2,35
Ptychostomum imbricatulum 37,2417 18,0+1,1 130,0+24,1 54,0+3,2 25,1+1,3 2,41
Ptychostomum intermedium 33,3+3,4 17,3+1,4 110,746,0 44,8+16,0 25,8+1,8 2,47
Calcidicranella varia 36,7£1,6 15,2+1,4 101,5+2,0 36,4+2,0 23,5+1,5 2,79
Dicranella heteromalla 36,2£1,7 23,3£1,8 167,3£5,7 39,2£17,5 24,0+1,4 4,20
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Tabmurs 2

Po3nogis amisioxsioponsiactiB y npopocTalyux copax rpaBiuyTJiuBUX MOXIB

KinpkicTh aMiIOXJIOPOILIACTIB, IIT:
. y IIPOPOCITiit
Hassa Buny y criopiHiepel Cropi 3 1BOMa Y HICPBHHIIX
IIPOPOCTAHHAM pocTKax
pocTkamu
Bryum argenteum 41+0,3 52+0,3 57104
Ptychostomum imbricatulum 46+0,3 59+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 56+04 6,7+0,4 7,2+0,2
Calcidicranella varia 49+0,3 55+0,4 6,7+0,4
Tortula truncata 8,2+0,4 9,9+0,5 12,1+0,5
Ceratodon purpureus 7,5+0,4 10,1+ 0,4 11,6 £0,5

Bumun mik coboro i Bim Ceratodon purpureus, sk MOICIBHOTO 00’€KTY IOCTIIKCHB
IPaBIIYTIMBOCTI, BIAPI3HAIOTHCS 32 KUTBKICTIO Ta NIBUJIKICTIO YTBOPEHHS IPaBITPOITHUX POCTKIB 132
BEJIMYMHOIO TPABITPOIHUX KYTIB (Tabma. 1). ['paBiuyT/IMBICTh MpOaHaTi30BaHUX BUIB 3MIHIOBAIACs
3QJIGKHO BiJ CTajiii po3BUTKYy ramerodiry. JIMCTKOCTEOJ0BI TAaroHW BHSIBUIUCS MEHIIE
rpaBiayTiuBuMu (32,3+1,3°), HbK mpoTtoHeMa. ['paBidyTIMBICTH MPOTOHEMH, IO YTBOpHJACS Yy
TEMPsIBi 3 MaroHiB, Ha BiAMIHY BiJ IPOTOHEMH 31 CITOp, 3HIKYBanacs y Bryum argenteum (39,2+4,1°)
i Calcidicranella varia (24,9+1,8°). Toxi sx y Ptychostomum imbricatulum (59,9+1,5°) i Pottia
truncata (70,6+2,1°) rpaBiuyTIMBIIIMMUA BHUSBHIKCS CTOJIOHM NPOTOHEMH 3 maroHiB. Y P.
imbricatulum yrBoproBaacsi BeMKa KUTbKICTh IPABITPOIHUX CTOJIOHIB y310BXK marona (33,8+3,7
IT.), a B IHIIMX BHUJIIB PereHEpaTHBHA MPOTOHEMA YTBOPIOBAIACS MOJISPHO — JIMILE HAa BEPXIBIl 1 B
OCHOBI ctebna, ane He Outbine 10 crosoniB Ha 1 marin. YV mabopatopHiii kyaeTypi Dicranella
cerviculata i D. heteromalla rameTo(opiB yTBOPIOBAJIOCS Majlo, BOHU MOBUIEHO PO3BUBAIIUCS, TOMY
BU3HAYUTH iX TpPaBIUYTIUBICTH HAM He BAajocs. ['paBidyT/MBICTP NPOTOHEMHM 3 MaroHis P.
imbricatulum 36inbiryBanacst 3 MiIBUIIEHHSIM MIBUAKOCTI 1X pocty (25,5 MKM/Tox), MOpiBHSIHO 3i
cronoHamu 3 mportoHemu (18,0 mxm/rox). V Tortula fruncata mBHAKICTH POCTY TPaBITPOMHHUX
cToNoHIB 30umbIryBanacs Big 20,0 Mkm/ron Anst mpoTOHEMH 31 cmop 10 22,3 MKM/TOn Hjis
pereHepaTUBHOT MPOTOHEMH 3 MAroHiB, TOAI SK HIBHJIKICTH POCTy mpoToHemu naroniB Dicranella

varia 3HmKyBajacs Mmaibke BaBiui — Bimx 14,1 mxm/rox mo 7,8 Mkm/ron BiamoBimHo. Ha ocHoOBI
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MOPIBHSUILHOTO ~ aHAI3y POCTY TPABITPONHUX CTOJOHIB BCTAHOBJICHO, MO IiJBHUIIEHHS
IPaBIUYTIUBOCTI IPOTOHEMH 3 ATOHIB KOPEIIOE 3 MIBUILEHHSAM MIBUIKOCTI POCTY CTOJIOHIB.
OTxe, Ha OCHOBI aHATI3Y TPaBIYYTIMBOCTI PI3HUX BU/IB MOXIB, BUSBICHO 8 HOBUX UyTJIIMBHUX
70 TpaBitamii BHIIB, SIKi MOXKYTh OYTH 00’€KTaMU JOCIIKEHBb TpaBitalliiiHoi Oiosorii. Ile Bryum
argenteum, Ptychostomum imbricatulum, P. intermedium, Leptobryum pyriforme, Dicranella
cerviculata, D. heteromalla, Calcidicranella varia, Tortula truncata. Bwusnaueno, 1mo
IPaBIYyTIMBICTE BUJIB 3MIHIOETHCS 3aJI€KHO BIJ CTallil PO3BUTKY HPOTOHEMHM, a IIBHUJIKICTh
YTBOPEHHSI TPABITPOMIHOTO 3TUHY TMPSMO KOPEIIOE 13 JOBXKWHOK 30HU CEAMMEHTAIli
aMUIOXJIOPOIUIACTIB Ta iX po3mipamu. [[i1st rpaBiuyTIMBUX anlikadbHUX KIITHH IPOTOHEMH KUIbKICTb,
pO3MIpH 1 PO3MIIIEHHS IUJIACTUJ B KIITUHI 3MIHIOIOTBCS 3aJIEKHO BIJ XJIOPOHEMHOTO YU
KayJIOHEMHOTO THUITy CTOJIOHIB, 3aJIE)KUTh BiJ TPUBAJIOCTI il rPaBICTUMYIY, IM BJIacTHBa BHCOKa

MIHJIMBICTh Ha PI3HUX CTaJIIX OHTOTEHE3Y.

3.2. PEAKII KJITAH MPOTOHEMU HA TPABITAIIIO

Pocnunu cnipuitmarots HaliMeHnni 5—10° BigXuaeHHS B BEKTOpa CHIIM TSDKIHHA 1 HIBUAKO 32
1-2 xB pearyioth rpaBitpornHuM 3runom (Merkys, Laurinavicius, 1990). Iuaykitito mosspu3ariii
Hal3py4HIIIe JOCTIKYyBaTH Ha TOOIMHOKUX KIIITUHAX, sIK1 TOYATKOBO aroJIIPHI, HAPUKIIA]] 3UTOTH
Bogopocreii Fucus i Pelvetia (Bentrup, 1984; Cove, Quatrano, 2006), nunkoBux 3epuax (Hepler et
al., 1970), copax moxiB ([Iemkus, CeiTHuk, 1985). HeratuBHuii TpaBiTpoIisM MPOTOHEMH MOXIB
BBKAIOTh QMANTHBHOI (YHKIIEI BHIY, SKa CIPHSIE HAHIIBUIIIOMY BUXOJY HOTO POCTYYHUX
amikanpHEX KIiTuH Ha cBiTio (Chaban et al., 1998; Chaban et al., 1999; Demkiv et al., 1999). Cepen
MOXIB OJHHMM 3 HAW4YyTIMBINIMX IO Tpairaiii Ha craaii mporonemu € Bua Ceratodon purpureus
(Hedw.) Brid. 3araasHOmpuiiHATO, 1110 TPaBICEHCOPHOIO CHCTEMOIO IIPOTOHEMHU MOXIB € aMLIOIIJIACTH
— BiJl OKPYIJIHX JIO €NINCOIAHNX, AlaMeTpoM 2-3 MKM, sKi IepeBaKHO 30CePeHKEHI B cyOarikanbHil
30Hi amikanpHOI KinitiHA (Sack, 1993). Ilix yac rpaBicTUMYJISILii aMiIOIIIACTH CEAUMEHTYIOTh Ha
HIDKHIO CTIHKY KIIITHHH, IO KOPEIIOE 3 MOCTYIIOBUM HEraTUBHO Tpasirponnum 3ruHom (Walker,
Sack, 1990; Young, Sack, 1992; ITyuask Ta iH., 2002). Oco0IUBICTIO IPOTOHEMH € T€, 10 HA CBITII1
BOHa POCTe MO cyOCTpaTy 1 He pearye Hi Ha CBITJIO, aHI Ha IpaBiTalito, Xoua obuiasa (akropu
OpIEHTOBaHI OJJMHAKOBO MEPIEHIUKYISIPHO A0 IJIOMIMHU pocTy. JIuine B TeMpsBi anikaibH1 KIITHHU
MiIHIMAIOTBCSL HAJ arapoM, BUSBIISIIOUM HETaTUBHUHM rpaBitpomnisMm. [loHM)XKeHa 4YYTIUBICTbH
OpOTOHEMH N0 il rpaBiTalii BJIacTHBa PO3MOBCIODKEHOMY CBITJIOMOOHOMY BHIy Funaria
hygrometrica Hedw., mo poOuTts mpoOieMaTHYHIM MPOPOCTAHHS CIIOP B €KCTPEMAIbHUX YMOBaX
94acTKOBO ab0 MOBHOTO 3aTiHEHHs. B miTepaTypi HeMae TaHUX MPO TPaBITPOII3M MPOPOCTKIB CIIOP,

X042 BOHU MICTATh KPOXMaJb 1 MOXKYTh MOJISIPHO IPOPOCTATH Y TOJSPU30BAHOMY OLIOMY CBITIi, a
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TAKOX ITiJ] BILTHBOM JIaTepaIbHOTO OCBITICHHS 1 enekTpudaHoro mouis (Jlemkus, CoiTHHK, 1985; Cove

et al., 2006).

3.2.1. E®OEKT I'PABITALIIMHOI'O MOJISI HA OPIEHTAIIIO ITPOPOCTKIB
CIIOP MOXIB
OMHOKIITHHHI CIOPH, TaK CaMO SK OKpeMi OpraHd i LTl POCIWHH, PEaryioTh Ha 0
rpaBitaniiHoi cuiu. IIpopocTaHHs crop JUCTSHUX MOXIB IHIYKY€EThCS €HIOT€HHO, OJIHAK MOJIsIpHa
BICh MPOPOCTKIB KOHTPOJTFOETHCS €K30I'€HHO — CBITJIOM 1 rpasitartieto (Sytnik et al., 1989; ITynasxk ta
iH., 2002). BruuB rpasiraiiii Ha MOJIIPU3AII0 MPOPOCTKIB JUIS pi3HUX BUJIB, Hampukiaa, Pohlia

nutans, Ceratodon purpureus, Funaria hygrometrica neoanakoswuii (Tadi. 3).

Tabmuus 3

OpieHTarrisi IpOPOCTKIB CIIOP MOXIB ITi/T BIUTMBOM T'paBiTaIlii

Hanpsim pocty npopocTkin
Hassa Bt [IpoanamnizoBano
ny CTONOHIB HerarusHo ITo3utnBHO
rpaBiTPONHO, % rpaBiTpoNHO, %
Funaria hygrometrica 200 95,0+ 0,7 50+0,1
Pohlia nutans 175 70,0+1,0 30,0+ 2,2
Ceratodon purpureus 145 473+21 53,8 +1,9

Ha crazgii mpopocTaHHs cHop rpaBiuyTIMBICTH MHpopocTKiB Funaria hygrometrica Gysa
HaiBuIow, 95 % 3 HUX MPOPOCIU HETaTUBHO I'paBiTpomnHO. Bucokouyrnusoro Oyna 1 P. nutans —
70 % cnop pocnu rpasirponHo iyuiie 50 % cnop C. purpureus npopearyBajiy Ha JIif0 TPaBiCTUMYITY.
TakuMm YMHOM, MPOPOCTAHHS CIOP PI3HMX BHUAIB — I clienudiuHa poCTOBA PEAKIliS 3 BEIUKHM

Jiarma30HOM MIHJIMBOCTI TPaBITPOMI3MY MPOPOCTKIB.

3.2.2. I'PABITPOIII3M ITPOPOCTKIB FUNARIA HYGROMETRICA 3AJIEZKHO BIJ
KYTA BEKTOPA I'PABITAIIII

Opienrarttito popoctkiB crop Funaria hygrometrica min BruimBoM rpasitailii aHami3yBau
3aJIe’KHO Bijl OJIO’KEHHs yamok [leTpi 3 KynbTypaMu BITHOCHO TOPU30HTAIBHOT MOBEPXHI. 3a TAKUX
YMOB BEJIMYMHA I'PaBITALlIfHOT CHIIM, KA 1HAYKYE MOJIAPHICTh MPOPOCTKIB, BiApi3Hsiacsa. Yamku
BUCTABJISJIM M1J1 KyTaMu J10 ropu3oHTali Bix 90° o 0°, a uepe3 100y criopu NpopocTaiu i y TeMpsiBi
YTBOPIOBABCS MEPIINI POCTOK, a 111 yepe3 100y — Apyruil.

Y KOHTpOJII B TOPU3OHTAJIBHO PO3MILIEHUX YalllKaxX CIOPU B TEMPSBI MIPOPOCTAIH 13 PI3HOIO

IIBUJIKICTIO 1 B PI3HUX HAIIPsIMKaX, TOOTO YaCOBO i MPOCTOPOBO IeTepOTreHHO. SIK MpaBUiIo, CIIOYaTKy
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3aKJIa/IaBCsl PU30IIHUNA POCTOK, a 3r0JIOM XJIOPOHEMHHUH, YacTO MiA PI3HUMH KyTaMH OJUH IPOTH
OJIHOTO, aJie mepeBaxcHo mix kyrom 180°.

SIKImo mepes mpopOCTaHHIM CIIOP YalIKK CTaBHIIM Ha PeOpo Mil pi3HUM KYTOM JI0 TIOBEPXHI,
HEePIINA PU30ITHUI POCTOK OPIEHTYBABCS, K MPABHJIIO, JIOHU3Y IO3UTUBHO IPABITPOITHO, i KYTOM
167,5 + 3,7° o BepTHKai i3 cepenHbor0 aucnepciero KyriB ¢ = 34,3°. HactynmHuii XJI0pOHEMHHHA
POCTOK OpIEHTYBABCsl MEPEBAKHO HETATHBHO TpaBiTporHO min kytoMm 354,1 + 1,7° i3 cepeanboro

mucnepciero KyTiB 6 = 18,1° (puc. 1, 3 a).

a 0 B
90° *
n=153 167,037 3540+1,7 171.0+33
45°
n=126 170,0+38 358024 171,048
10°
n=144 13474 33.0x55 2240+64

Puc. 5. Tictorpama KyTiB MOYaTKOBUX HaIpsMKIB pocTy mepmoro (a) i xapyroro (0)
npopoctkiB criop Funaria hygrometrica ta xyrie Mk HuMHU (B) B yamikax [leTpi, po3MillieHuX i

PI3HUMHU KyTaMH JI0 TOpU30HTaMI (3BepXy noHU3y — 90°, 45°, 10°). Benuunna n — 06’em BUOIpKU

B ymoBax, xomu vamku Ilerpi Haxwisnu mig KyroM 45°10 ropu3oHTaidi, HAmpsiM pOCTY
MIPOPOCTKIB ICTOTHO He 3MiHIOBaBcs: KyT ctaHoBUB 170,0 + 3,6° nist mepioro poctka i 358,3 +2,4°
IUIsL IpYToro pocTka (puc. 5). Y BcixX BUMaaKax 30UIbIIMIIACS TUCTIEPCis KyTiB, 0COOIMBO MK 000Ma

POCTKaMH.
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Konu cmopu mpopocranu y HaxwieHUX dYamkax mig kyrom 10° g0 ropusoHTasi, mepimi
MPOPOCTKH, MEPEBAKHO, OPIEHTYBAJMCA 1O MOBEPXHi arapy AoHH3Yy mig kyrom 134,0 + 7,4° a
OUTBIIICTh JAPYTrUX XJIOPOHEMHHX POCTKIB — BBepX mia KyroMm 331,0 + 5,5°. Pizko 30utbIIyBamacs
Bapia0eNbHICTh KyTiB MiXK IPOPOCTKAMH, CEPEAHINA KyT MK SKHMH cTaHOBUB 224,0 + 6,4° (puc. 1,
3 B). MiHiMaJIbHE 3HAYCHHS CEPEIHBOTO KyTa MK 000Ma POCTKAMU CIOpU OYJIO0 Y TOPU30HTAIBHO
PO3MIIIEHNX YamKax a0 MiCIisl KIIHOCTaTyBaHHS.

SIK1io micnsg BUCIBY CIIOp Ha ApYry 100y YalllKy MOBEpTaad BepTUKaJIbHO Ha 90°, y TakoMy
MOJIOXKEHHI JIPYruil XJIOPOHEMHHM POCTOK BUpOCTaB joropu mig kyrom 20,0 £ 3,8° BiTHOCHO HOBOT
BepTukaii ta mix kyrom 70,0 = 4,2° (¢ = 35,6°) 1o nepuoro pu3oigHOro poctka (puc. 2; puc. 3, B).
[Ticnst Toro, sk YamIku 31 copaMu NOBEpHYNIH Ha 360°, Apyruil poCTOK 3aKIIaIaBCs MapayIebHO JI0

niepmioro (puc. 3, T).

270 90

e
Puc. 6. TNicrorpama HampsMKy POCTY APYroro XJopoHEMHOro mpopoctka F. hygrometrica,
KOJIM TICJI YTBOPEHHS MEPILIOro pH30ila Yaliky 31 cropamu MmoBepHylu Ha 90° y BepTUKaIbHII

IUIOILIMHI.

Puc. 7. IIpopocmi ciopu Funaria hygrometrica: a) criopa i3 mepiiiM HEraTUBHO IPaBITPOITHUM
MpopocTkoM; ©0) cmopa 3 JABOMa MPOPOCTKAMH — PHU30IIHUM, HETATUBHO TPAaBITPOMHUM i
XJIOPOHEMHUM, TTO3UTHUBHO TPABITPOITHUM, [0 OpieHTOBaHI mix KyToMm 180° ouH BITHOCHO O/THOTO;
B, T') 3MiHa MOJIOKEeHHA Yamok Ha 90° 1 360° iHIyKyBalia HOBY BIiCh POCTY JIPYrOro XJIOPOHEMHOTO

poctka . llltpux = 100 MxMm.
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Mo>KHa JIOTYCTUTH, IO IICJIA YTBOPEHHS PU30i1a, YaCTHHA CIIOPH 3aJIUIIANIACS HEMOSPHOIO,
OJlHaK HalyBaJia 3/J1aTHOCTI JI0 MOJISIPHOTO MPOPOCTaHHS i BILUTMBOM rpasitaiii. I'paBiraniiiHuii
CTHUMYJ TIPU3BIB JIO 3MiHM TOJSIPHOCTI IMTOIUIA3MH 1 yYTBOPEHHS HOBOTO POCTOBOTO WLEHTPY 1
opieHTaIii MPOpPOCTKa BIINOBIMHO 10 BekTopa rpasitamii. OTOX, TpaBiTamis SK MOTYXHHHA
MOJIIPU3YIOUHN (haKTOP KOPETye €HAOTCHHY IpOTrpaMy pO3BUTKY, BIUTMBAIOYM Ha IHIIIiallil0 HOBHX
JIOKAJTbHUX 30H POCTY 1 quQepeHIianio pu30igaabHuX 1 XJIIOPOHEMHUX KITITHH.

BruuB rpasiramnii Ha nonsipusairo criop F. hygrometrica smeniyBaBcsi, SIKIIO MiCIist TOCIBY
YalllKy MOMILAINA Ha KJIIHOCTAT Ha 24 roj, a MOTIM CTaBUJIM BEPTUKAIBHO JJIs rpaBicTUMyisii. B
0o0MJBOX BapilaHTax JOCIIAY YalllKHU 13 CIIOpaMH 3HAXOJAWJIMCS Yy TeMpsBl. PuzoigHuii nmpopocTok
OpIEHTYBABCSI MEPEBAKHO HEraTHBHO TPaBITPOIHO, @ PICT XJIOPOHEMHOTO POCTKAa Yepe3 HHU3BbKY
IpaBiYyTIAUBICT, He OyB BepTHKanbHMU (Tabn. 4). KpiM Toro, MeHIMH pO3KUA KYTIB pOCTY
XJIOpOHEMHHUX pOcTKiB (6 = 18,1°), mopiBHsHO 13 pusoiguumu (¢ = 34,3°), B ycix BapiaHTax
€KCIEPUMEHTY CBITUUThH MPO HUXKUY TPaBIYyTIMBICTh PU30iNiB, HUK XiopoHemH (puc. 1). Ha takii
ctanii audepeHiianii MpopoCcTKIiB rojioBHA (YHKIIS XJIOpPOHEMH — HaWIIBHALIE BUOpaTucs Ha
MMOBEPXHIO TPYHTY, 1 11€ COpHsUIo O 3aKiagaHHI0 OPYHBOK, PO3BUTKY raMeTO(OpiB 1 IEPHUHU MOXY.

Mu n1oTpuUMy€EMOCS TAKOTO OOTPYHTYBAaHHS BUIIO1 IPABIIYTIMBOCTI XJIOPOHEMH.

Tadmuus 4
BruB rpasitartiiftHoro mostst Ha mpopocTtaHHs criop Funaria hygrometrica
VMOBH IIPOBEJEHHS JIOCIiTY, [TonsipHICT TPOPOCTAHHS:
MOJIOXKEHHSI YAoK BiTHOCHO
BEKTOPA rpapiTaiii PH30ITHHX POCTKIB, % | XJIIOPOHEMHHX POCTKIB, %
KoHnTpons, rpaBicTUMyIsLis 946+19 99,0+1,0
Kninocrar—rpaBicTuMyniis 71,2 +1,8* 30,5 + 2,5*

Ipumimxa: * — 03HAYEHO BEIIMYMHH, 1110 JIOCTOBIPHO Bifpi3HsIUCSA Bix KoHTpOro, p < 0,05

V HabyOHsBiTMX cnopax Funaria hygrometrica nepen ix mpopocTaHHsIM I100pe TPOTIISIATICS
3ahapOoBani 12KI Benmki kynscti aminominacta (puc. 3, a). Y BepTHKaJIbHOMY IOJIOKEHHI YallloK
IleTpi mepex mpopocTaHHS CIOp, 1 KOJM MEPIIMH pPOCTOK TUIBKH CPOpPMYBaBCs, MOXHA OYIo
BUSIBJIITH CEMMEHTallll0 aMitoruiacTiB (puc. 3, a, B). Po3moain miactua y cmopax 1 pocTkKax

Mpe/ICTaBJIeHHH B Ta0I. 5.
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Tabnuus 5

Posmnoin aminomactiB y criopax i poctkax Funaria hygrometrica

) KinpKicTh aMinoIuacTiB, mt
Cranii npopocTaHHs :
y cropi y POCTKax
Henpopoci criopu 6,6 £0,2 —
Criopu 3 OJHUM POCTKOM 7,2+0,3 3,1+0,2
Criopu 3 1BOMa pOCTKaMH 8,2+0,2 94+0,9

Bi3yanpHO ociiaHHS MIacTH] HalKpallle BU3Hauaiu, Koju yamku [leTpi 3 BUCIIHUMU ciOpaMu
posmintyBanu mix kyrom 90° no ropusoHTanmi. Y TOPU3OHTAILHOMY TOJIOKEHHI, SIK 1 TIpH
KJIIHOCTaTyBaHH1, aCUMETPIs TJIACTHA MiHIMaJIbHA 1 HANPSIMOK OCimaHHs — BumaakoBuid. Ilig gac
(dbopMyBaHHS POCTKIB 3arajibHa KUIBKICTh aMuIoIuIacTiB 30uTbIIyBajiacs (Tabn. 5). Acumerpiro
PO3MOJILTY aMUIOIUTIACTIB Y CIIOpax MpeCTaBIeHo y Tabi. 61 7.

Tabnuus 6

CenuMenTallis aMUTOTUIACTIB Y HEITPOPOCIKX cropax Funaria hygrometrica

yepe3 20 roJ1 micis BUCIBY

' — - - —
KyT HAXHJTy HAIIOK BiIHOCHO YacTka criop i3 pi3HOIO CEUMEHTALIEI0 aMUTOIIacTiB, %o

l"OpI/I3OHTaJ'IBHO'1' IUIOIIHWHU, I'paa

ceaumeHTatis (+)

CeIMMEHTAaIis BiCyTHS (—)

90 55,0+5,0 45,0+5,0
10 38,0+49 62,0 +4,9
0 26,0 £4,4 74,0 £ 4,4
Tabmuus 7

AcumeTpruHHiA PO3MOIUT aMionacTiB y ciopax Funaria hygrometrica

Ha JpYyry A00Y Micis IpOPOCTaHHS

Kyt Haxuny gamok
BIZIHOCHO
TOPHU30HTAI, TPaj

K-cTp aminormiacris,
10 IEPEMICTHIIHCS
B3JIOBXK OCI pOCTY

NEPIIOTO pocTKa, %

K-c1h aMiomnacTis, 1110
po3TalioBaHi
NEePIEeHIUKYISIPHO 10 OC1
NEPIIOTO pocTKa, %

Acumertpis
BIZICYTHS, %

90 57,0+5,0 33,0+5,0 10,0 =3,0
10 33,0+5,0 47,0+5,0 20,0 + 40
0 33,047 42,0 £5,0 25,0 + 4,3
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Omxe, mossphicth crmop F. hygrometrica samexuth Big TPOCTOPOBOTO PO3MIIICHHS
amioriactiB. PesynbraTe JOCHIDKEHb ceAMMeHTanii rmiactun crmop Funaria hygrometrica
MIATBEPUKYIOTh (DYHKIIIIO aMIJIOIJIACTIB SK CTAaTONITIB 1HIYKIil rpaBidyTauBocTi MoxiB (Moor,
Evans, 1986). 3naTHicTh ciop pearyBaTu Ha BEKTOpP I'paBiTallii BIUIMBAE HA PO3BUTOK JIATEPATBHUX
rary30K i BapiaOenbHICTh 3aKJIaIlaHHs Ta BiCh pOCTY pOCTKiB. ToMy B TeMpsIBi 3aJI€)KHO Bi OpieHTAaIi1
gamok [leTpi mon0 BekTopa rpasiTailii MOKJIHMBI SKICHO BiAMIHHI BapiaHTH PO3IMOJUTY KYTiB MK
MIPOPOCTKAMH:
1) sik1io opieHTarrist yaniok [leTpi BepTukaibHa BiIHOCHO TOPU30HTAIBHOT IUIONMHH, CepeTHIN
KYT MK pocTkamu ctaHoBHUB 180°;

2)SIKIO YallKy TOoBepHYIU Ha 90° y BepTUKAIBHIN IUIONUHI Yepe3 100y micis BHCIBY, abo
PO3MICTUIIM TOPU3OHTAJIBHO, UM Ha KJIIHOCTAaTi, KyT MDK pOCTKamMH cTaHOBUB 90°; sKIo
3MIHUJIU TOJIOKEHHSI Yanok Ha 360°, Apyruil pocToK yTBOPIOBaBCS MOPS 3 MEPIIUM 1 BiCh
ioro pocty 3MiHIoBanacs Ha 360°.

BBakaroTh, 1110 aMLTOIUTACTH MOXYTh OyTH HE JIMIIIE MTAaCHBHOIO Macoto crtaToruTis (Kordyum,
Guikema, 2001), a BHKOHYIOTH CKIAQIHIIy POJb: KOHTAKTYIOUH 3 KJIITHHHHM SIPOM MOKYTh
nepeaBaTi IPaBITPOIHMI CUTHAI, IO i€ K moispusyrounii pakrop (Kordyum, 2014). ITix gac
npopocTanus crop F. hygrometrica sapo 3HaX0IUThCS TOCEPEANHI KITITHHA MK aMiIoIIacTaMu, 1€
BHCOKAa MHTOMa Maca IUIACTUJ MOJKE CIPSIMOBYBAaTHM N0 HBHOTO (DYHKIIOHAJIbHY 1 IPOCTOPOBY
iH(bOopMaIrito.

Ile k. xenkic i3 cmiBaBTtopamu (Jenkins et al, 1986) BcranoBwiu, IO MPOTOHEMA
F. hygrometrica nabyBae 4yTaMBOCTI 10 TpaBiTaltii Juiire micis audepeniiamnii kaynonemu. OqHaKk,
Ha cTajii mpopoctaHHs cropu F. hygrometrica pearyriors Ha TpaBiCTUMYJI 1 MOJSPU3YIOYa JIist
rpaBitanii AeTepMiHye MPOCTOPOBY OPIEHTALI0 CIIOYATKy PU30iJHOTO, a Mi3HilIe XJIOPOHEMHOIO
poctkiB (ITynnsk Ta iH., 2002). B3aemHO meprneHAUKYAsSpHA Opi€HTAIlis] POCTKIB MICS MOBOPOTY
yamku Ha 90° y BepTUKaIbHIN MIOIIKHI, a00 3aKIaJaHHs IPYroro pocTka MOps 3 MEPLIUM MiCst
nepeopienTanii yamku Ha 360° CBiTUUTH, 11O BiCh POCTY MOKHA 3MIHUTH BIANOBITHO IO BEKTOpa
rpasitaiii. OTxxe, B3aeMo/iis TpaBiTaIifHOTO (hakTopa 3 eHAOTCHHUMH MPOIIECaMU CIPUS€E aKTUBAIII]
HOBHX 30H POCTY 1 KOHTPOJIIOE€ IPOCTOPOBY BICh POCTY MPOPOCTKiB. OTpUMaHi pe3yabTaTu CBiI4ATh,
10 IpaBiTallisd 1€ TOTYXHUHA (akTop Mossipu3alii KIiTHH, JeTepMiHalii oceil pocTy i opieHTaril
MPOPOCTKIB.

Sk 1 B rpaBiuyTnuBHX KiiTHHax iHmmx rpyn pociuH (Merkys, Laurinavicius, 1990),
I'PaBICEHCOPHOIO CUCTEMOIO MPOTOHEMH MOXIB € aMmiorutacTy. I1i1 BiiMBoM rpasiTanii amijioniactu
CeIMMEHTYIOTh, M0 MPU3BOAUTH JO AaHI30TPOMIii KIITHHHU, $SKa BH3HAYa€ BICH TMOJSPHU3AILii.

HaGy6usaBini ciopu F. hygrometrica mictsath Bemiki 8—10 MKM aminoriacTd, sKi Maiike OBHICTIO
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3aIOBHIOIOTH CIIOPY. B yMOBax BEKTOPHOI rpaBiTAiHOT CHJIH aMUIOTUIACTH OCIIAI0Th HA HUKHIN 01K
CTIOpH, a BEPXHS YacTWHA 3AJIMIIAEThCA Oe3 amimomactiB. IlmacTuam cenmMeHTyIoTh HE B YCiX
TOTOBHX JI0 TPOPOCTAHHS CHIOpax, MPOTE MEPIINI MPOPOCTOK YTBOPIOETHCS Ha OOIIi 3 MAKCUMaJTbHIM
BMICTOM aMiJIOILIACTIB.

B imimiamii XJIOpOHEMHOTO pocTKa Oepe y4acTh TOM caMHii MeXaHi3M CeIuMeEeHTaIii
aMiJIoIIacTiB, MO ¥ B pu30igHUX KiiTHHAaX. CeIUMEHTAIIEI0 MIACTHA, IPOTe, BAKKO MOSICHUTH
TUQepeHIialiio XJIOPOHEMHHUX 1 PU30IIHUX POCTKIB, 30KpeMa, iX MPOTUIIEKHO HalpaBlIE€HUN pICT.
Pe3ynbratu 1OCHIIKEHb CBIIUATh, 1110 HAIPSIM POCTY KOPEIIIOE 13 KOMIETEHIIIEI0 KIIITUH pearyBaTH
Ha 3MIHH, 3YMOBJICHI JI€I0 TPaBICTUMYJY, aJ€KBATHO JO MporpamMu (POPMOTBOPUYUX MPOIIECIB.
CenumenTallis aMUIOIUIaCTIB 3a/111Ha HA IPOMDKHUX JaHKaX 1 PyHKIIOHYE SIK TPUT€PHUI MEXaH13M
peaizaitii Takoi mporpamu. O4eBUIHO, 110 HE3IATHICTH MepIIoro mpopocTka crnop F. hygrometrica
BIUIMBATH Ha IPOCTOPOBY OPIEHTAIII0 HACTYIMHOIO, 3yMOBJIEHa HEUYTJIMBICTIO PHU30iliB (QyHapii

BOJIOTOMIPHOT, SIK 1 IHIIMX JTOCTIDKEHUX BUIB, 10 rpasitarii (Chaban et al., 1998).

3.2.3. PO3BUTOK I TPABIYYTJIMBICTh TIPOTOHEMHM TORTULA CAUCASICA,
MOPIBHSUIBHUM AHAJII3 30HAJIBHOT'O PO3IIOALTY AMIJIOILJIACTIB

B ATIIKAJIGHIV KJIITUHI MOXIB
VY niTeparypi € paHH1 OMMCH 1 KOPOTKI OBIAOMIICHHSI TIPO TPABIUYTJIMBICTh MPOTOHEMH MOXIB

(Nemec, 1900; Bischoff, 1912; Czapek,1898; Pringsheim, 1936) ta rpaBirpoIi3mM TpbOX BH/IIB MOXIB
— Ceratodon purpureus, Physcomitrium patens, Funaria hygrometrica (Hartmann, 1984; 1986 a;
JemkuB u ap., 1997).

Coopu moxy Tortula caucasica mpopocTaroTh Ha CBIT/Ii, POPMYIOUH CTOJIOHH XJIOPOHEMHOTO 1
KaynoHeMHoro tumy. Kiitiau xmoponemu T. Caucasica 3amoBHEHI KYISICTUMH XJIOPOILIACTaMH i
BIIUNIEHI OJIHA BiJ OJHOI MPSMUMH NOMEPEYHUMH MepeTUHKaMu. KaynoHeMHi KIITUHU 3 KOCUMH
KIITUHHUMH TEepeTUHKaMU, CHepUUHUMHU 1 BUJIOBKEHHUMH aMUIOIIACTAMHU Ta 3HAYHOIO KUIBKICTIO
BaKyoJiei. XJIOpoHeMa 3i CIIOp € MEePBHHHOIO MPOTOHEMOIO, 110 Ha CBITJII POCTE IUIATIOTPOIIHO I10
MOBEPXHI CYOCTpary, rally3uThCs, a y TEMPSIBI IPOSBIISiE HETATUBHUHN IPaBITPOII3M.

Judepeniriaiis kaynonemu T. caucasica BigOyBa€eThCs i3 XJIOPOHEMH, YHACTIIOK YTBOPEHHS
KJIITUH 3 KOCHUMHU IONEPEeYHUMH NepeTuHkamMu. Uepe3 6-8 mHIB micis MOCIBY CIOp HAa NMPOTOHEMI
dbopMyroThCcsi OpyHBKH TaMeTo(OpiB BUKIIOYHO HA KayJdOHEMi, HEMmoJallik Bl CHOpH, 1 3 HHUX
po3BHUBarOThCs JIMCTKOCTeOM0B1 maronn (Goode et al., 1994). ¥V Buais Funaria hygrometrica i
Physcomitrium patens (Bopp, 1965) rametodopu GpopMyroThes Mi3Hile Ha 8—9 KITIITHHI Bl ClIOpH 3
OOKOBHX TalIy30K KayJIOHEMH, KOJU BEMTUYMHA JEPHUHKU Jocsirae kputuyHoi macu (Bopp, 1965;

Jenkins et al. 1986; Cove et al., 1997).
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KaynoHeMHi CTOJIOHH Y TEMPSABI OPIEHTYIOTHCS HETATHBHO IpaBiTponHo. ['ameTodopu modpe
pereHepyoTh 1 YTBOPIOIOTH ci1a00 po3ralykKeHy BTOPHUHHY KayJIOHEMY, L0 pPOCTE HEraTHBHO
rpaBirpormHo (puc. 8, a, 6). [30b0BaHI JUCTKH TamMeTO(OpPIB TEK PEreHepyITh, YTBOPIOIOUYU

TpaBIUyTIUBY BTOPUHHY IPOTOHEMY (pucC. 4, B, T).

Puc. 8. a, 0) — perenepyrots Mostoi ramerodopu Tortula caucasica BropunHa perenepatuBHa
KayJIOHeMa yTBOpHUJIAcs 13 KJIITHH cTebJIa 1 JIMCTKIB raMeTo(dopiB Ta pOCTE HETATUBHO TPABITPOITHO Y

TempsiBi (a, 0, B, T). llItpux: a = 500 MmxmM, 0, B, T =250 MKM.

Sxio vamku 3 KaynoHeMoro moBepHyTH Ha 90°, 3a 1-1,5 ro moYnMHAETHCS BUKPUBIICHHS, 1
yepe3 6 Troja yTBOPHOETHhCS UiTkuil 3ruH (puc. 9). BepTukanpbHO BBEpX KayJIOHEMHI CTOJOHH
MepeoPiEHTOBYIOThCA uepe3 1 100y, yactimie yepe3 2 m00u abo i mi3Hille, a MBHIAKICTh POCTY Y
TEMpSIBi CTAHOBUTH 28 MKM/TO/I.

AnikanbpH1 KJIITHHU BTOPUHHOT KayJIOHEMU MAIOTh XapaKTepHE pO3MILIEHHS IJIaCTU/, B yMOBaxX
1 g Buninsaoth 4 30HU. 30Ha | — 3aiimae amikanbHY YaCTUHY KJIITHHU 1 3alIOBHEHA MOOJIUHOKUMH
wiactugamy, ii gosxkuHa 20-30 mkm. CybGamikansHa 30Ha |l, aGo 30Ha cemumenTalii miacTum,
JIOKaJi30BaHa y cyOarikajabHIi YaCTHHI KIITHUHU, Ma€ BEJUKI CepUUHI aMUIOIUIACTH, 10 OCITal0Th
TOPU30HTAIIBHO JI0 HUKHBOT KIIITUHHOT cTiHKH. 30Ha |1 mokanizoBana mix 30H010 I1 1 simpom, MICTUTE
YHCIIeHH] 3HAYHO MEHIl amuTomiacTy, Hik y 30Hi Il. 3ona IV — 6a3anpHa, po3MmilieHa MK SAPOM 1
KJIITUHHOIO CTIHKOIO 1 MICTUTh BeNMKY Bakyosb. [Imactuan y IV 30H1 BepeTeHONOAi0H1 1 MEHIII1, HIK
B IHIIMX 30HAX, HE CEIMMEHTYIOTh. 30HANBHICTh MIACTHA JOCHTh TUHAMIYHA, OCKUIbKH TUIACTUAM
MITPYIOTh 3 OJIHIET 30HU JIO 1HIIIO1, III0 BCTAHOBJICHO BiIEOCTIOCTEPEKEHHAM. HacoBa O1iHKa OCiTaHHs

aM1TOIJIACTIB JJISl KIIITUH Y TOPU30HTAILHOMY 1 BEpTUKAIBHOMY IOJI0KEHHI HaBeJeHa Ha puc. 10.
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Puc. 9. Kaynonema Tortula caucasica: amikaiabHi KIITHHH 1 HETATUBHO I'PABITPOIHUAIN CTOJIOH.
[TpoToHeMy noBepHy: M Ha 90 i BUTpUMAaIHN y TakoMy noJioxenHi 0 xB, 18 xB, 40 xB, 90 xB, 3 rox, 6
roja i 24 roa. 3o0HanbHI 30HA aMUIOIIJIACTIB BU3HAYEHO Bipa3y Micis mepeopieHTarii mpotonem, 0
xB. CeqMMEHTAIls TJIaCTU PO3MOYHMHANACSA Yepe3 18 XB 1 TpuBama BIPOJOBXK T'PABICTHMYIIALLIL.
[Tomin amikaJIbHUX KIIITHH 1 YTBOPEHHS KOCHX NEPETHHOK (IMO3HAYEHO CTPUIKOI0 Ha pHC. S)
BiOyBaBcs 4vepe3 6 1 24 roxa micas 3MIHM TOJOXKEHHS 4YaIloK 3 TPOTOHEMOI. AMUIOIUIACTH
dhapoysanu 12KI.

AnikaJibHI KJIITHHH BTOPUHHOT KayJIOHEMH MalOTh XapaKTepHE PO3MILIICHHS TUIACTH, B yMOBax 1 ¢
BUIUISIIOTh 4 30HU. 30Ha | — 3aiimae amikanbHy YacTUHY KIITHHU 1 3allOBHEHA MOOJMHOKHMHU
wiactugamy, i goexkuHa 20-30 mkMm. CybGamikansHa 30Ha |l, abo 30Ha cemumeHTarnii miacTum,
JIOKaNi30BaHa y cyOarikalbHIi YaCTUHI KIITUHU, Ma€ BEJIHUKI chepryuHi aMUIOIIIACTH, 10 OCIIal0Th
TOPU30HTAIILHO JI0 HUKHBOT KIIITUHHOT cTiHkH. 30Ha |1l mokanizoBana mix 30H010 I1 1 siipom, MICTUTh
YHCIICHH] 3HAYHO MEHII aMiTomiacTy, HiK y 30Hi Il. 3ona IV — 6a3anbHa, po3milieHa MiX SIpoM i
KJIITUHHOIO CTIHKOIO 1 MICTUTh BeNUKY BakyoJib. [Imactuan y IV 30H1 BepeTeHONOAi0H1 1 MEHIII1, HIK
B IHIIMX 30HAX, HE CEIUMEHTYIOTh. 30HANBHICTh IJIACTHA JOCUTh JUHAMIYHA, OCKUIBKU TUIACTUIN
MITPYIOTh 3 OJIHIET 30HU JI0 1HIIIO1, III0 BCTAHOBJICHO BiIeOCTIOCTEpE)EHHAM. YacoBa OIliHKa OCiTaHHs

aM1TOMJIACTIB /IS KIIITUH Y TOPU30HTAILHOMY 1 BEpTUKAIbHOMY IOJI0KEHHI HaBeJeHa Ha puc. 10.
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Puc. 10. KineTtrka rpaBiTpomizMy KayiaoHeMHu Tortula caucasica micis mepeopieHTarlii ganok
3 mpotoHemoro Ha 90° y BepTuKanbHiil mIomuMHi. Y mepmri 8 ro yTBOPEHHS IPpaBi3sTHHY Mae JiHiiHy

3aJI€KHICTb.

Sxmo npotoHemy nosepryTH Ha 90°, uepes 10-15 XB B amikanbHUX KTiTHHAX y 30Hi || BinOyBamacs
ceauMeHTalis amigoruiactie. Yepes 40 xB cequmenTarntis po3nounHanacs y 111 30ni, a yepe3 90 xB
YTBOPIOBABCSI BEPTUKAIBHO OPIEHTOBAHUM TpaBITpOIHUiA 3ruH. [1ix yac cenuMenTariii aMiIomiacTu
HE OITyCKaJIUCS Ha HWKHIO IJIa3MaTHYHy MeMOpaHy, a Oy/nH BiJIUICH] BiJl HET TOHKOIO CMY)KKOIO
[UATOTIIIA3MH, ITI0 3a3BUYAN 3HAXOJUTHCS i TUIacTHAaMH. HasBHICTH MUpIIOi, BUTBHOT BT TIJIACTH
UTOIIIA3MHU Y BEPXHIN YaCTHHI KJIITHHH, TOPIBHAHO 3 HUYKHBOIO YacTHHOO y 30H1 11 1 I11, cBiquuTh
PO CETUMEHTAIII0 aMUIOIIACTIB. Y TOPU30HTAIBHOMY 1 BEPTUKAILHOMY IOJIOKEHHI KayJTOHEMH Y
301 |l 1 Il amimommacTi po3MilIyrOThCS B3IOBXK almiKaIbHOT KIITUHH. KIIITHHH BEpPTHUKAIBLHUX
crosioniB (puc. 11; 0 xB) mMaroTh OUIbINE aMiTOILIACTIB OUIA sapa, a iHBEpTOBaHI (NEPEBEPHYTI
JIOHU3Y) — B amikayibHii yactuHi krituHu y |l 30H1 (puc. 11, 0 xB, mopiBHsAHO 3 60 XB).

CenumeHTallilo aMuIOINJIACTIB KIITUH, epeBepHyTHX Ha 180°, Bu3Hauanu yepes 60 xB., xo4ya
IJIACTUIM TIOBHICTIO HE OCiJajdM Hi B ameKkci, Hi y BepXHid 4YacTuHI KIITUHU. B iHBepTOBaHiil
nmpoTtoHemi aminomnactd ceauMentyBanu i3 |l 3omm y Il 3omy, Tak camo, gk BinmOyBanacs
CeMMEHTAIlis MIacTua 10 ocHOBH Yy 30H1 Il. OTxe, aMinomIacTd CeAUMEHTYIOTh B3JIOBXK KIITHH,
OJIHOYACHO BiIOYBa€eThCs epepo3no A miactux Mok 3oHamu 1 1 1.

Panie BCcTaHOBIEHO, IO B yMOBaX MIKporpasitalii mpoTsrom 7—14 1HIB 30HAJIBHICTb
iactn B kiitnHax Ceratodon purpureus 36epirasacsi, po 10 CBiAYUTH IPyIa MIACTH Y BEPXIBIL,
takox y 3ouax Il i 1II (Kern et al., 2001; 2005) (puc. 11, 12). Micus ocinanus i Gpopma CKym4eHb
(kmacrepu) miactun y BepTHKaIbHUX (A) 1 mepeBepHyTux (/) iituHax 3miHIOBamucs (puc. 8).
CkymueHHs TUIaCTH]l YTBOPUIIMCS B aliKadbHUX KIITUHAX OIS BUTBHOT BiJI MJIACTUI 30HU B YMOBAxX

Mmikporpasitanii (b, B), a Takox micns kiiHocTaryBanHs Ha 3emi (I).
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Puc. 11. I'pasirpomiam mporonemu Tortula caucasica i ceguMeHTaIlisi aMiIOIIacTiB B
amiKanbHUX KIITHHAX KayJIOHEMHHUX cToJoHiB. [IpoToHeMy mepeBepHynn Ha 180° i ciocrepiramm 3a
Her 0 xB, 60 xB (mrpux = 100 Mxm), 27 rox 1 50 rox (mtpux = 50 Mm). Aminormiactu (hapOyBau
I2KI. Koci momepeuHi KIITHHHI CTIHKM IOKa3aHO CTPUIKOIO; fl — SIPO B amiKaJdbHIA KIITHHI.

CenumMeHTallis IUTacTU]] Yy MEPEBEPHYTUX KIIITHHAX BifOyBanacs BHU3 Yy HANpPSIMKYy amekcy.

[IpoananizoBano 20-30 kimituH. [Tpux = 0,5 Mmm.

VY Pohlia nutans 3a HasBHICTIO 4M BiICYTHIO IUIACTH 3 BUCOKHM BMICTOM KPOXMAJIIO B alliKaabHHX
KIIITUHAX BUAUIEH1 4 30HU aminomuiactiB (puc. 13). KoxkHa 30Ha MICTUTH Pi3HY KUIBKICTh MIIACTH,
Kl MalpTh MOAIOHY ¢dopMy 1 po3MipH, 1 JIMIIE y 4YETBEPTi 30HI iX ¢dopMa 3MIHIOETHCS Ha
BepeTeHonoAiOHy. [InacTuam nuHamivHi, IBUIKO MEPEMIIIAIOTHCSA M1 BILIMBOM I'PaBICTUMYISALIT 1
cBiTiia. [HTEHCHBHE OCiIaHHS aMUIOIJIACTIB BiOyBalocs y TPETii 30Hi, e iX HaWOuIblIe, M0 Aae
MOXIIUBICTh TMPUIYCTUTH, IO Maca 1 CEIUMEHTAIlsl IUlacTu] (PYHKIIOHAIBHO TOB'I3aHi 3
IpaBIiCTUMYJIOM. B OKpemMHX CTOJOHaX MOBXKHMHA KOXHOI 30HM 1 KUIBKICTh Yy Hill aMUIOIUIACTIB
3MIHIOBQJIUCA B MIMPOKUX MeXKaX, TOOTO Il€ HEMOCTiHHI BEJIMYUHU 1 BUIUIMTH YiTKI 30HU
amiroriactiB y P. nutans BgaBanocs He 3aBkIH. B okpeMuX CTOJOHAaxX JOBKWHA KOXKHOI 30HH 1
KUIBKICTh Y HI aMUTOIJIACTiB 3MIHIOBAJMCA B HIMPOKHX MeKaX, TOOTO 11€ HEeMOCTiHHI BETUYHUHU 1

BUJIUTMTH YiTKi 30HU aMmijomiacTiB y P. nutans BraBanocs He 3aBxkKIH.
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Puc. 12. Po3noin miuacTu/1 B amkaabHUX KITITHHAX KayimoHemu Ceratodon purpureus 3anexHo
BiJl BIUTUBY rpaBiTalliiiHoro nojusi: A — cramionapii ymosu 1 g; b, B — 7—14 ngHiB y KOCMiuHOMY
exciepumenti (NASA Shuttle missions, STS-87 i 107); I' — ma kminocrari; JI — Ha 3emui y
nepeBepHyroMy Ha 180° BIIHOCHO TOPHU3OHTAIBHOI MOBEPXHI MOJIOKEHHI. Benukumu crpuikamu
MO3HAueHI1 sapa; Mati cTpuiku (g A i ) BKa3yroTh Ha BEKTOP CHIIM TSDKIHHS; BEJTMKI HAKOHEYHUKA
CTPUTOK TIOKa3ylOTh CKYIMYEHHS IUTACTHJ, TapHI Majl HAKOHEUYHHUKH CTPUIOK BKa3ylOTh Ha
posTtanryBaHHsl 0a3aibHO1 KOCO1 KiIiTHHHOI mepeTuHku. tpux = 25 mxMm. PucyHok HaBemeHo 3

106’ s3n0r0 M03BOJy B. Kepna (Kern et al., 2005).
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Puc. 13. Po3moin aminormiactiB y BepxHiii yacTuHi amikaneHOi Kiituau Pohlia nutans. 3oxu

PO3MOILTY MIIACTHA Mo3HaueHo gk [ —IV.

Takum YMHOM JOCHIIKEHHs TPaBITPOIi3My IpoToHeMH Tortula caucasica aano MOXJIUBICTH
BU3HAYUTU TPaBITPOIHI peakiii HOBOro BHUAY, SK Il MONEpPeIHbO 3pOOJIEHO IS IHIIHMX
rpaBiuyTnuBuX MoxiB (JlemkuB u ap., 1997; JlobaueBcrka, 2006; Sack, 1991; Chaban et al., 1998;

Kern t al., 2001). ETanu Mmopgooriunoi audepeHiiamii KIIiTHH i pO3BUTKY IPOTOHEMH T. caucasica
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BIJIPI3HSAIOTHCS B IHINIUX BUIIB MOXIB, Ha BiAMiHY Bin rpaBirpomnizmy (Bopp, 1965, a, 6; Knoop,
1984; Kit, Ripetskyj, 1991).

Oco0OnuBicTIO 6aratbOX BHJIB MOXIB € BHCOKAa pereHepaiiiiHa 37aTHICTh 1 YTBOPEHHS
MIPOTOHEMH, BKITIOYAIOYH BTOPUHHY KayJIOHEMY, III0 HA/Iali PO3BUBAETHCS aHAIOTTYHO SK IPOTOHEMA
i3 criop (Bischoff, 1912; Allsopp, Mitra, 1958; Jlazapenko, 1959; Giles, Soutar, 1971; Goode et al.,
1994). IlepBuHHa KayjaoHEMa Pi3HUX MOXIB POCTE I'PaBITPOIHO, MOYMHAIOYH 3 MIPOPOCTAHHS CIIOP,
BTOPMHHA KayJIOHEMa YacTO YTBOPIOETHCS BHACIIIOK pereHeparii BereTaTUBHUX Mpomaryn i
npotoHeMHux aepHuH (Hartmann, 1984, Jenkins et al., 1986, Walker, Sack, 1990, Schwuchow et
al.,1995). Hami 1aHi € epium ommMcoM rpaBiTpoIi3My IPOTOHEMH Ha CTalil BTOPUHHOT KayJIOHEMH,
sika chopMyBaiacs yHACIAOK AudepeHIrialii xJopoHemMu abo perenepariii maroHis i JIMCTKIB.

[IBHIKICTh TPaBITPOMHOTO pOCTy KayidoHemu Tortula caucasica Hmk4va, HDK KayJIOHEMH
Ceratodon purpureus, oxnak Buia, Hibx Physcomitrella patens i Funaria hygrometrica (Jenkins et
al., 1986; Kern, Sack, 1990; Schwuchow et al., 1995). CrinpHOMO peakilito MpoaHaTi30BaHUX BH/IIB
MOXIB Ha TPaBICTUMYJISIIIIIO € CEAMMEHTAIllS aMIUIOTUIACTIB y cyOamikanbHiM 30HI. CeaumeHTaIis
IUTACTH]T PI3HUX BUIIB TOCHTH BapiabenbHa (Schwuchow et al., 1995), mo Bu3Ha4YeHO 3a HAsIBHICTIO
BUTBHOT BiJT TJIACTH/I JUISTHKH [IUTOIIA3MU B aIliKaJIbHOMY JIOMEH1 BEpXIBKOBOT KIIITHHH.

AMUIOTUIACTH CEMMEHTYIOTh HE TUTBKH, KOJIM MPOTOHEMA 3HAXOJUTHCS y TOPU3OHTATHHOMY
MTOJIOXKEHHI, ajie KoJu ii mepeBepHyTH Ha 180° anekcoM noHu3y. Te, 10 aMUIOIIIACTH HE MAal0Th JI0
OCHOBM 30HH CEIMMEHTAIll CBIAYUTH, IO JOJATKOBI (hakTOpy OOMEXKYIOTH CEIMMEHTAII0 1
HMIATPUMYIOTh 30HAIBHICTh TUIacTU[. [lomiOHWIT KOMIUIEKC CEeIMMEHTAIll IUIACTH]] OTMCAaHO IS
Ceratodon purpureus i BCTaHOBJIEHO, IO MIKPOTPYOOUYKH 3armo0iraroTh OCITaHHIO aMiTOILIACTIB
B30k KiaituH (Schwuchow, Sack, 1993, 1994). Ile nimirye mnepemilieHHS IIaCTHA B3IO0BK
amniKaJdbHUX KIITHH IPOTOHEMH 1 PI3KO KOHTPACTYE 13 CEAMMEHTAIliI0 aMUTOTUIACTIB BUIUX POCIIUH,
a TakoX y crnopodiTi MOXiB, KOJIU yCi aMUIOIJIACTH OMYCKAIOThCA B KJIITHHAX CTATOLMTIB Y HDKIIL
crioporony (Petschow, 1933, Sack, 1991).

Takum 4uHOM, BCi YOTHMpPH TpaBiuyTiaMBi BHau MoxiB — Funaria hygrometrica, Ceratodon
purpureus, Tortula caucasica, Pohlia nutans wmaroTe croemiamizoBaHi 30HH CEIUMEHTAILIL.
C. purpureus Bimpi3HA€ThCS BiJ IHIIMX BUIIB TPYNOK IJIACTHA B amikadbHIA YacTUHI, 110 HE
CeIMMEHTYIOTh, OKpIM TOrO, TakKi MapaMeTpu s[K CTYHiHb OCIaHHS 1 KUIbKICTh aMUIOIUIACTIB
BIIPI3HAIOTHCA MK BUAAMH 1 € BUCOKO MIHTUBUMU. [IpoTe, ceaumMenTallis BigOyBa€eThCsi MPUOIN3HO
B OJIHIH 1 Tiif ke cyOanikaibHil YacTHHI KJIITUHH, a y Funaria hygrometrica i Physcomitrium patens
OJIHAKOBO OCIZalOTh IUIACTHAM B3J0BXK amikanbHoi kimitmam (Schwuchow et al, 1995).
HaitimoBipHile, MBUIKICTb TPABITPOIIHOTO POCTY B YCIX MPOAHATI30BaHUX BUAIB MOXIB HE KOPEJIIOE

3 po3MipaMH 1 KUTBKICTIO IJIACTHA B 30HI ceauMeHTarii. J[ns yciX BHIB XapakTepHO, IO
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aMUTOIIaCTH CEIUMEHTYIOTh IICIIsl TOTO, SIK po3noyascs rpasitpornnuii 3run (Walker, Sack, 1990;
Schwuchow et al, 1995).Taka koHCepBaTHBHA 30HA CEAMMEHTAIlli KOPEJIOE i3 CIEIiaTi3allieo 10
IpaBiUYTIMBOCTI caMe€ Ti€l YacTUHU  amliKalbHOI KIITHHH. BHCHOBOK  MiITBEPHKEHO
eKCIIEPUMEHTAIFHO, KOJM Ticis OasumneranbHoTo IeHTpudyryBanHs npotornemu C. purpureus,
BIJJTHOBJICHHS I'PABITPOMI3MY KOPEITIOBAJIO i3 MIrpalielo aMiIOIUIacTiB Ha3a/[ i CEAUMEHTAIIEI0 Y il
3oni (Walker, Sack, 1991). lle y3ro/ukyerbcsi 3 BHCOKOIO KUIBKICTIO TOBEICHHX KOPESAIIHHAM
aHaAJII30M pe3yJbTaTiB, WLI0 MIATBEP/KYIOTh B3a€EMO3B’A30K THCKY MacHh aMuIOIJIACTIB 3

rpaBiayTIuBOCTIO pociuH (Sack, 1997).
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4. BIIJIUB TPABITALIMHOI CUJIN HA JTU®EPEHIIALIIIO 1
ITPOCTOPOBY OPIEHTALIIO CIIOPO®ITY

[IpoananizoBaHO BIUTMB IpaBiTalii Ha MPOCTOPOBY OPIEHTAIlII0 Ta MOP(OreHe3 CHOPOTrOHIB
MoxiB. JlocmipkeHHs TpoBoavIK 3 BuaamMu Funaria hygrometrica, Bryum argenteum, B. capillare
ta Pohlia nutans, 1o Biipi3HAIOTHCS rpaBi3alie’kHOIO TPOCTOPOBOIO OPIEHTAIIIEI0 HDKKH CIIOPOTOHA
i gopmoro kopoOoukw. BusHaueHO, 1m0 CrOpOroHU (HOPMYIOTHCSA SK OIMOJSIpHA CTPYKTypa 3
amikalbHUM 1 0a3aJbHUM LEHTPaMU POCTY, HANpPSAM SIKOTO 3MIHIOETHCS BIAMOBITHO /10 BEKTOpa
rpasitanii. Ha mouyartky cnopogitorenesy Ba)kKO BH3HAUMTH TIpaBI3alieKHICTh POCTY. YHACIIOK
aKTUBHOCTI 06a3aJIbHOTO POCTOBOTO LIEHTPY CIIOPOTOH BPOCTaB y TKAHUHU rameTo(diry, a amnikaibHa
BEpXIBKa CHOPOTOHY IOCTYIOBO pocja Bropy, ToOTO ii picT OyB HEraTuBHO TI'PaBITPOITHUM.
AXTHUBallig amiKaJbHOTO POCTOBOTO IIEHTPY CHIBMajajia 3 MPUIMHEHHSM aKTHBHOCTI 0a3aJbHOIO
pocTy 1 epeopieHTalli€l0 MO3UTUBHOT IPaBITPOIHOT peakilii Ha HeraTuBHY (JIo6aueBchka, 2006).

VY GaraTh0oXx BHUAIB KOPOOOUKH BIIXWUJISUIMCS BiJl BEPTHKAIBHOIO POCTY, a y JIESAKUX CTaBaIH
3BHCAIOUUMH 1 KyT 3ruHy focsras 185°. V sunis poxis Bryum Hedw. i Pohlia Hedw. Ta 6arathox
THIUX 111 3MIHU BiMOYyBaJIMCS YHACTIIOK 3TUHY HKKHU crioporony (bauypuna, Menpanuyk, 1989). ¥
Funaria hygrometrica 1o 3ruHy nmpuuyeTHa HE JIMIIE HDKKA CIIOPOTOHY, a i cama KOpoOouKa, sKa y
nporieci popMyBaHHS CTa€ aCHMETPUIHO-IOP30BEHTPATBHOIO.

Ha 3adap6oBanux JoKJ mosoaux crmoporoHax aMijIoTuIacTH MEPEBaKHO HATPOMADKYBAJUCS Y
KJIIITHHAX CTONM 1 BEPXHIM aIiKaJIbHIA pPOCTOBIA 30HI. AMIIOIUIACTH IO JIOBXKHHI CIIOPOTOHY
po3MillyBajMcad 30HAaMH, a MAaKCUMaJbHE IX HAarpoMa/UKeHHs 1 IEepepo3Nojaul CTaTOLUTIB
BiIOyBaIMCS y KJIITHHAX IMHUHKKA KOpoOOUukH mepen hopMyBaHHAM KopoOouku. Hanmani y miit 30H1
HDKKa CIIOPOrOHY 3rMHajiacs 1 opMa KOpoOOUKH 3 MPAMOCTOSIUO] EepeTBOPIOBajIacs Ha HaXWIEHY
(puc. 14). Ha wiii cranii Hall6G1b1Ia KUTBKICTh aMUTOILIACTIB 3acepe/PKeHa Ha OMyKIIi CTOPOHI HIKKH
CIIOPOTOHY, Ji¢ Oimblla MIBHAKICTh POCTY MOPIBHSHO 3 BBICHYTOIO, 1 3aBASKH KPUBU3HI 3TUHY
Opi€HTalllsT KOPOOOYKM 3MIHIOETHCS 3 BEPTUKAIBHOI HA TOPU3OHTAIBHY 3BUCAO4y. Y 30HI
I'PaBITPOIHOIO 3TMHY CIIOPOTOHY BU3HAaUeHO HaiBuiy akTuBHICTh IOK 1 0kcua3Ho -nepokcu1a3Hol
cucremu [OK, 10 cBiTUUTH PO y4acTh (PEPMEHTIB Y POCTi KIITUHHOT CTIHKM HDKKHM CLHOPOTOHY 1 Mij
vac popmyBanHs 3runy (Sack, 1991; Braun et al., 2018; Glime, 2017; Lobachevska et al Lobachevska
et al., 2022).

Mu He BUSBWIM BIIMIHHOCTEH Yy KUIBKOCTI YM BEJIMYMHI aMUIOIUIACTIB y KIIITMHAX HIDKKH
crioporony. OJTHaK aCHMETPUYHE PO3MIIIICHHS CIIOPOBOTO Millika B kopobouri F. hygrometrica ta ii
JOP30BEHTPAIIBHICTE MOXYTh CBITYHMTH, IO (OPMYBAHHS KOPOOOUKH, ii MPOCTOPOBA Opi€HTAIlis
JIETePMIHYIOTbCS Ha pPaHHIX eTanax pO3BUTKY crnopo¢iry. B iHIMX BUAIB Taka acUMeETpisi He

cnioctepiranacsa. OyHKIIOHAIbHUNA 3B’A30K MOp(doreHe3y 3 NepeopieHTAIli€l0 TpaBiTpPONi3My Jae



40

MOJKJIMBICTh HPHUITYCTHTH, IO 3TMH HDKKHA CHOPOTOHY 3/IMCHIOETHCS Y KOMIIETEHTHHUX KIIITHHAX

CTaTOLUTIB. Y MpOIIeCi 3rUHY BiOYBaBCs MEPEPO3MOALT aMUTOTUIACTIB 1 iX PEIYKIIis.

\77*

Puc. 14. IlocTynoBuii rpaBiTpONHMIA 3TMH cioporoHa Bryum argenteum ; crpiikamu o3HaveHi

MICISl HATPOMAa/KEHHS KpOXMallio y muitii kopobouku. [ltpux = 200 Mxm.

B nabopaTopHux ymMoBax COpPOTOHHM PO3BUBAIUCS HOPMAJIbHO. YHACHIIOK 3TUHY HDKKA PIiCT
CIIOPOTOHY BIAXWJISIBCS BiJi BEPTUKAIBHOTO, HETATUBHO TPaBITPOIHOIO, 1 IMOCTYNOBO CTaBaB
MMO3UTHBHO T'PABITPOITHUM, a TIPOCTOPOBA OpIEHTAIlIST KOPOOOUYKH 3MIHIOBAJIACs BiJ TOPHU30HTAIBHO
naxuienoi y Rosulabryum capillare (Hedw.) J.R. Spence, Funaria hygrometrica, g0 moHuk/oi B
Pohlia nutans, abo mosucioi y Bryum argenteum. ChopmoBani Bugocnennidai KOpoOOUKH HeE
BIIpI3HSUTHCS Bif 310paHuX y npupoi. B ymMoBax, Koiu AepHUHKH NiepeBepHyH Ha 180° BepXiBKOIO
CTIIOPOTOHY BHHU3, BOHU 3aBEPIIYBAIU CBIiil PO3BUTOK, alie YTBOPIOBAIHCS NMPSIMOBHCHI CHMETPHYHI
KOpPOOOYKH.

'opu3oHTaNBHE KIIIHOCTATYBAaHHSI KYJIBTYP MO-PI3HOMY BILTUBAJIO HA IPOCTOPOBY OPIEHTAIIO
it hopmy kopobouku. Y Funaria hygrometrica i Pohlia nutans yreopuircs mMaitke mpsiMi KopoOOUIKH
0e3 BUAMMOIO 3TMHY HDKKHA CHOporoHy. Y Bryum argenteum yTBOproBajucCsi CHMETPHUYHI,
BUJIOBKCHO-IIMIIIHAPUYHI KOPOOOUYKH, a TaKOXX BHKPHBIICHI, KYJACTi, TOJAL AK y MpHUpoAl gopma
KopoOouku Oyra mpaBHIIbHA, 3 KOPOTKOIO 3yTOI0 muiikoto. [IpoctopoBa opienTalis kopobodok R.
capillare 3minroBanacs menme. HaiiOiipmie 3miHeHux ¢opm kopobodok Oymo y Funaria
hygrometrica. KninoctaryBaHHsS 3HIDKYBAJO HE IHIIE PEOPIEHTAIF0 HDKKH CIIOPOTOHY, a M
iHridyBano audepeHuiamnifo TKaHUH KOPOOOYKH, II0 POOMIIO HEMOXIIMBUM TOBHHM PO3BHUTOK
CIOPOTroHY. 330BHI CIIOPOTOHM BHIVIAJANU SIK 3puli, ane 3 HeAu(epeHLIH0BaHOIO CIIOPOTreHHOIO
TKaHUHOIO 200 CTepUILHUMU CIIOPAMHU.

BusnaueHo, 110 mijx yac pocTy Ta PO3BUTKY COPO]ITY 30UTBIIYETHCS KUTBKICTh CTATOLUTIB 1
BiZIOyBa€ThCS X MEPepo3NOJUT Y HDKIII CIIOPOTOHY. 3TMH HIKKM YacoOBO 1 JIOKAIBbHO 30iraeTbcs 3

HarpoMa/pKEeHHSIM MaKCHUMaJbHOT KUTBKOCTI aMIIOIUIACTIB y CEHCOPHIM 30HI Ha MeXi Mepexoay
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HDKKH B KOpPOOOYKy. Pe3ynbpTraTé NOCHKEHb CBiUaTh, IO MPOCTOPOBA PEOPIEHTAIs] BEPXiBKH
cropodiTy 3 HETaTUBHO I'PABITPOITHOTO HA MO3UTUBHUN TICHO TOB’s3aHa 3 POCTOM i (pOpMyBaHHSIM
KOPOOOYKH Ta TIEPEPO3TOIUIOM aMUTOTUIACTIB Y KIIITHHAX CEHCOPHOT 30HH CIIOPOQITY.

OTtxe, TpaBitaniiiHe mosie BIUTUBAaE Ha (pOpMyBaHHS BHIOCIEIH(IYHIX KOPOOOUOK MOXIB.
[IposiBnsieThCS 1€ IO-PI3HOMY: B OJTHUX BH/IIB I'PaBITAIliA Jli€ HA TPOCTOPOBY OPi€HTAII0 KOPOOOUKH,
B iHIIUX 1 Ha 1i popmy. PeienTopamu rpaBicTUMYITy € aMiJIONIIACTH, SKi (POPMYIOTHCS BJKE Ha paHHIX
CTalligX pOo3BUTKY criopodiTy. MoxiinBa ciBy4acTh (pITOrOPMOHIB y TpaBiMOpdoreHesi cnopodiry.
Brnepiie nmokazano, 110 akTHBAIlIS alliKaJIbHOTO POCTOBOTO IEHTPY CIIOpodiTy BiAOyIacs yHACTIIOK
MOCTYIOBOI PeAYKIIii 0a3aJIbBHOTO POCTY, 110 3yMOBUJIO TPOCTOPOBY TPaBi3ajekHy MEPEOPIEHTAIIIIO
pOCTy 3 MO3UTHUBHOTO Ha HEraTWBHUU rpaBiTpomizM. XapakTepHi Mopdosoriui, (i310J0rHi 1
PENpPOAYKTHBHI BJIACTUBOCTI MOXOMOJIOHUX € MPUCTOCYBAHHSAM, IO JA€ iM 3MOTY IMOCENITHCA 1
BIDKMBATH y PI3HMX yMOBaxX. BrutmBaroum Ha mpocCTOpoBY opieHTarliro (puc. 15) Ta Mopdorenes

cropo ity rpaBiTailisi pO3MHUPIOE AMILTITYIY POCTOBUX PEAKITIH 1 ajanTaIlito MOXIB.

Rosulzbryum capillare — subulata Hedw.
(Hedw.) J.R.Spence

Puc. 15. I'paBiTpornisM CHOpPOTOHIB JIUCTSHUX MOXIB Yy MPUPOJHUX YMOBAaX: MO3UTHBHUN Y
Rosulabryum capillare i Bryum argenteum; cnoporonu Tortula subulate ue pearyrors Ha rpaBiTariiro
i pocrytb (¢oroTpornHo BBepx. Dotorpadii B3sTto 3 monorpadii J.M. Glime, 2017 (Bryophyte
ecology. Chapter 5-9. Ecophysiology of development: Sporopohyte, pp. 2-48). ®oto 3pob6ieHo
Michael Luth i David T.Holyoak.

Oxpim Toro, mo Mopdosoriyaa ¢popma KOPOOOUYKH € TaKCOHOMIYHOIO BUAOCHEIU(DIUHOIO
03HAaKOI0, CXWJIEHa KOPOOOUKa Y MPUPOTHUX YMOBAX Ma€ YiTKy aJlalTUBHY (QYHKLIIO. [3 HaXuiieHnx
KOpPOOOYOK CHOPH BHCIBAIOTHCS MOOIM3Y OaTbKIBCBKUX JEpHUH, TOMY BHIM MOXIB-IIIOHEPIB,
MOCEJISIOYNCh Ha TIOPYIIEHUX CyOCTpaTax, 3aBJsKU JIOKAIbHOMY LIBUAKOMY 3aKPIIUIEHHIO JIEPHUH
Hajall IHTEHCHBHIIIE pPO3pOCTalOThCcsl Ha OutblMx TepuTopiax (JloOaueBchka Ta iH., 2022).
IlepeBaxHO 11e Me30(]iTH, TPUYPOUEHI 0 3BOJOKEHUX MICIb 1 CIPUATIUBUX AJIS IPOPOCTAHHS CHOP.
OTxe, BIUIMBAIOYHM Ha PO3BUTOK MOXIB B/l IPOPOCTAHHS CIOP /10 GOPMYBaHHS CIIOPO(ITY IpaBiTarlis
IHTErpyeThes y 6araToeTarnHui Mpoec JOKAIbHOTO HOMIMPEHHS 1 3aCeJICHHS HOBHUX MICIIb, 1110 MOXe
MaTH 3HaYeHH Ui MOp¢oJIoriyHo1 eBomonii (peHOTUMY 1 MpUKIaAHOT ekoJorii Opiogitie (Hurtado

et al., 2022).
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5. HPOTI'PAMA NOCJIZKEHb MOXIB Y KOCMOCI,
PE3YJbBTATHU EKCIIEPUMEHTIB

Hayka rnpo uTTs B KOcMOCi Ha0yiia HOBOTO 3HAYSHHS Y 3B 513Ky 3 IIJITAHAMU CBITOBOi CHUTBHOTH
o0 ocBoeHHA Micsts Ta Mapca, )KUTIOBUX MOCEIEeHb Ta pOOOTH MEPCOHATY CTaHIiH. Binkpuruii
KOCMOC, SIK 1I00p€e BiTOMO, € TOKCHYHHUM JIJIsl BCHOTO )KHUBOTO, TOMY KOCMOHABTH JKUBYTH 1 IPAIIOIOTh
y LITYYHOMY CEpEeJIOBUIi, CTBOPEHHS Ta MIATPUMKA SKOTro 3a0e3nedyeTbcs (PI3UKO-XIMIYHUMHU
cuctemamu (Koparom, Yennmen, 2007; Koparom, 2023). Butiii pociauHu sK IpKepenna KUCHIO, iCTIBHOT
MacH Ta OHOBJIEHOI BOJAM € KIIOYOBUMH KOMIIOHEHTaMH TakuX cucTeM. DyHmaaMeHTambHi
JOCTIIKEHHSI MEXaH13MIB aJlanTallii )KUBUX CUCTEM JI0 YMOB KOCMIYHOTO MOJIBOTY, 30KpEMa TPUBAJIOi
Iii  MIKporpaBiTallii, € TEOPETUYHOI OCHOBOIO OIOMEIUYHOro 3a0e3Me4YeHHs] KOCMOHABTIB,
HaJIIHHOCTI TPUBAIHX TOJIBOTIB Y TaJIEKOMY KOCMOCI.

BaxumBuM HampsiMkoM TiporpaMu kocMigHoi Giosorii NASA € Oiosoris pociuH: picT Ta
¢13i0510ris1, peNpoayKTUBHA Ta €BOJIOLIIHA 010JIOTis, BIUIMB KOCMIYHOIO MOJILOTY Ha MPOLECH
PO3BUTKY. 3aJIe)KHO Bil 3aBJaHb KOCMIYHOI 010J10T1i MPUHIMUIIOBE 3HAYCHHS 3aBXIU Ma€ 00’ €KT
nocmipKkeHHs. Jls eKCIepruMEeHTIB 3 pOCIMHAMH 4acTo BUKOpUCTOBYIOTH Arabidopsis thaliana L.
Heynh., Triticum aestivum L., Brassica rapa ., Pisum sativum L., Lepidium sativum L., Phaseolus
vulgaris L. /Io KOMIUIEKCHHUX IOCTIIKCHb TPaBidyTJIMBOCTI JOJYYalOTh TaKOK KYJIBTYPH Kiacy
HaWUIMPOCTIMNX JPKTYTUKOBHX, BOJOPOCTEH 1 MOXIB.

[lepeBaru MOXiB SIK 3py4YHOI €KCIEPUMEHTAIbHOI MOJEN JalOTh MOXJIMBICTH MpPALIOBaTH 3
BEJIMKUMHU BUOIpKaMHU KIIITHH TramMeTo(iTy, 30KpeMa y JTOCIIDKEHHIX TpaBi- 1 poToTpomnizmMy, KoJau
MePIENIlis 1 TPAHCAYKIIS CTUMYJY BiOYBAa€ThbCsl B OJHINA alliKaJIbHIM KIITHHI TpPOTOHEMH. Byio
3amponoHoBaHo JaBa Buau MoxiB — Ceratodon purpureus i Tortula caucasica. C. purpureus
BUKOPHCTOBYIOTh y JOCHIDKCHHSIX MEXaHI3MIB TIpaBirpomismy, T. caucasiCa mepeBaXKHO s
BHUBYEHHS MoOp(doTreHe3y 1 uepryBaHHs MOKOJIHb SIK 3MiHY rameTo(iTHOi Ta crnopoditHOI cTafiii
onrorenesy (Puneuxuii, 1985). O6unBa ekcriepuMeHTH JOBOJII MPOCTI, IPOTE IHHOPMATHBHI.

3rilH0 3 MPOTOKOJIOM EKCIEPUMEHTY OyiM 3aljlaHOBaHI Pi3HI BapiaHTH BHPOLIYBaHHS
npotoHemMu Ha depBoHOMy cBitimi (UC) i y TempsBi (puc. 16). 3aBmaHHAM €KCIIEPUMEHTY OYJI0
BU3HAYMTU: YU B yMOBaX MIKporpasitauii (OTOTpOIi3M 1 TpaBiTPOINi3M B3a€MOJIIOTH 32 HU3BKOT
IHTEHCUBHOCTI CBiTJa, K BiAOYyBa€TbCS  OCIIaHHSA aMmuIONJacTiB, (OPMYBaHHS TpPOII3MIB Ta

mudepenuiaris IpOTOHEMH.
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TpuBajicTb eKcriepuMeHTY, 1004

Puc. 16. [Iporpama excriepuMeHTy Ha KOocMidvHOMY Kopabimi ,,Columbia™: 1) kontpons, aHIB
tempsBu + ¢ikcanid; 2) 7 nHiB YC + ¢ikcanis; 3) 7 quiB UC + 7 nHiB TempsaBH + Qikcanis; 4) 7
nHiB TempsiBu + 2 a1 UC + dikcaris.

BcranoneHo, mo B yMoBax MikporpasiTailii qudepeHItiaiis KITHH XJIOPOHEMHU y KayJTOHEMY

2

BinOyBanacs 6e3 3MiH Ak 3BMYaiiHO Ha 3emii. Bucoki inTeHcHBHOCTI 1,5 MKMOIBM 2 ¢ 1 4epBOHOTO

CBiTJIa TIPUTHIYyBaNM TPaBIiTPOMi3M i HABiTh HAa iHTEHCHBHOCTI >140 HMONBL ‘M 2-C 1 mepeBakaB
dotorponizm. B ymoBax cranoi BemuumHu 1 Qg Ha 3emii TpaBiTPONI3M MPOSBISABCS, SKIIO

2.¢71, B mexax 17-70 umonb M %-¢ L. Ha

IHTEHCUBHICTh OCBITJIICHHS Oyna HMXk4a, HDK 140 HMOJIB M ™
TaKUX IHTEHCHUBHOCTIX (HOTOTpOMi3M Ha 3emMyi OyB HEUITKHH, ajle BUPA3HH B yMOBax peajabHOT
MikporpasiTaiii. Yactora HeratuBHO (OTOTPONHUX CTOJIOHIB 3MIHIOBajacs 3aJIEKHO Bi
IHTEHCHUBHOCTI 1 TPUBAJIOCTI OCBITJICHHS Ta IMOJIOXKEHHS aIliKaJbHOI KIITHHU ITiJ] 4aC OCBITJICHHS.
OTxe, B3aEMOJiSI MDK TpaBITPONI3MOM 1 (OTOTPOMI3MOM, K 1 KOHKYPEHIlI MDK TpOIi3ZMamMHu
3JICKUTD BiJ] IH-TEHCHBHOCTI OCBITJICHHS 1 IpaBiTAIliifHOT CHIIM, IO CIIUTBHO BIIMBAIOTH HA MPOSBH
rpaBirponizmy i ¢ororpomiaMy Ta moJsipHicTh pocty (Hdemkus u mp., 1997; Kern, Sack, 1999;
Kordyum, Guikema, 2001; Kern et al., 2005; Kopatom, Uenmen, 2007; Xopkasiis Ta id., 2015).
Cnig 3ayBaKUTH, IO OpIEHTAIlil POCTY amiKadbHUX KIITUH 1 OCIJaHHS IUJIAaCTUIl Yy
MIKpOIpaBITallitHOMY TPOCTOPI BIAPI3HSUIMCS BiJ Ha3eMHOro KOHTpoito. Ciig IOMyCTUTH, ILIO
rpaBiTallig Ha 3eMJli KOMIIEHCYE CKPUTI BHYTPIIIHI MEXaHIUHI CHUJIM, SIKI 10T Ha aMiIOIJIacTH.
oo mpocTOpoBOi opraxizaiii pocTy MPOTOHEMHU, OUYEBUIHO, PICT 3YMOBJICHUN 010€TeKTPUYHOIO
JieTepMiHAIlIEI0 MOJIIPHOCTI, OPraHi3ali€lo eJIeMEHTIB LIUTOCKENEeTy Ta MIKpo(iOpui Lemoa034, Ha
SK1 BIUIMBA€E 3eMHE TsOKIHHS. BaklIMBi Tak0k JTaHi IPO PO3MIIIIEHHS Ta MUIbHICTh BE3UKYI [ 0JIb K1
i yac 3MiHM popmu pocTy. JlochikeHHs y KocMOCI HaBOAATh i Ha TyMKY PO CTPYKTYPHI 3MIHH

1aCcTua Ta B3a€MOI[iIO MDK IIacTuiaMu Ta dApoM, 10 KOPECJIIoE 3 TpOHi3MOM MMPOTOHEMHU.
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6. OCOBJMBOCTI B3AEMO/III ®OTO-/ TPABITPOII3MY POCJIMH

CBiTiI0 MOTY)KHUH (DAaKTOP KHUTTENLUIBHOCTI POCIHH, (POTOCUHTE3Y, (Pi3i0JI0TUHUX MPOLECIB,
pocty i po3BUTKY. BekropHa nis cBiTia BaxumBa i (GoToTpomizMy, hoToMopdorenesy, HIyKIIil
mudepenmiantii crop Ta 3uror.

I'paBiTaniss Mae SBHO BHUPXCHY MOJSIPH3YIOUY M0 1 CTally BEIWYHMHY, IO y Oyab-sKii
KOHKPETHIM TOYIli IPOCTOPY MPAKTHYHO HE 3MIHIOETHCS BIIPOJIOBXK YCHOTO PO3BHTKY POCIHMHHOTO
opraniamy. BiAmoBinHO, pOCAMHM PO3BHHYJIM POCTOBI pyXH, 30KpeMa (OoTO- 1 IpaBiTpONi3M Ta
MEXaHI3BMHM Ui iX (YHKIIOHYBaHHS, fKi JAalOTh MOXJIMBICTH CTBOPIOBAaTH HOBI OCi pOCTYy Ta
KOPEKTYBAaTHU CBOE IOJIOXKEHHS y MPOCTOP], BUKOPUCTOBYBATH IMOXHBHI PEYOBUHM 1 YHUKATH Aii
HECHPUITIUBUX (PakTopiB. PociaMHM KOPUTyIOTH CBIM PICT BIIHOCHO CBITJIa Ta rpaBiTallii 3aBAsKU
($hoTO-, TpaBi- 1 aBTOTPOII3MY, a pe3yJbTaTOM B3a€MOJIIi CBITJIa 1 TpaBiTallii € 30BHINTHIA BUTJIS
pOCHHH, IO TMepeayciM BHU3HAYAETHCS THUIIOM TaTY)KCHHS TOJOBHMX 1 OOKOBHX TUIOK, SIKi
3aKJIaJJAl0ThCS M1l IEBHUM KYTOM, IO 3aJI€XKUTh BiJl OJISIPU3YIOUOT Jii rpaBiTallii.

[IporoHemMa MOXIB € 00’€KTOM JOCHIIKEHHS TPOMI3MIB 3aBISKH YHIKaIbHOMY IMOEIHAHHIO
MePIEIlii CTUMYJIIB 1 pOCTOBOT aKTUBHOCTI B Me&XaX OJHI€T amikaapHO1 KiiTuau. Ha Oitomy cBiTii
MPOTOHEMa POCTE IUIATIOTPONHO IO TOBEpPXHI CcyOcTpaTy, 3a HAsSBHOCTI Tpaji€HTa CBiTia —
MMO3UTHBHO (DOTOTPOITHO, Yy TEMPSBI pearye Ha rpaBiTallifo 1 pocTe HEraTUBHO T'paBITPOIHO. Taki
dhopmu pocTy, 3alIeXH1 Bifl CBITJIA 1 rpaBiTailii, cTaiau 00’€KTOM BUBUCHHS B3a€EMOBIUIUBY (PaKTOPiB
Ha IPOCTOPOBY OPIEHTAIIIIO TPOTOHEMHU.

butbmricte hoTomMopdooriyHrX eheKTIB POCIHH OTIOCEPEIKOBAaHI aKTUBHICTIO YEPBOHOTO 1
CHUHBOTO CBITJIa Ta TX peLenTopaMu — (pIroXpoMoM 1 KpUIITOXPOMOM. B 3BHYaifHUX CBITIIOBUX yMOBax
POCIIMHHM OJHOYACHO TepeOyBaroTh MiJ i€ JCKUIPKOX 30BHIMIHUX IMOJSPU3YIOUUX (HaKTOPIB.
Bunukae nutaHHs SK BiOYBa€ThCS B3a€MOis MDK HUMH i 4ac POCTY 1 PO3BUTKY POCIHH.
[IpoBeneHo unMano MOPIBHSUIBHUX JOCHTIIKEHb BIUIMBY CBITJIa 1 rpaBiTallii Ha MPOLIECH POCTY 1
Tpomizmu opranis pocinud (Jlemkus u ap., 1997; Kelly, Leopold, 1992; Digby, Firn, 1995; Hangarter,
1997; Lin, Sauter, 2018; Sato et al., 2015; Manzano et al., 2020, 2021, 2022; Roychoudhry et al.,
2022). Po3MilieHHs JIUCTKIB TPaB’ STHUCTUX POCIMH BU3HAYAEThCSA TpaBIiTAIlifHUM MosieM 3eMmill.
Tomy Mop¢osioriuHO BEpXHS CTOpPOHA JIMCTKA MOBEPHEHa JI0 BEPIIMHH POCIMHM 1 JI0 CBITiA,
BIJIMOBIJTHO ¥ 10 BEKTOpA CUIIM TSDKIHHA. SIKIIO MEepeBEpHYTH POCIMHY BEPIIMHOIO BHU3, a CTE0JIO HE
MO’K€ BUTHYTHUCS BBEPX, TOJII IUCTKH MOBepTaroThcst Ha 180° 1 3HOBY PO3MIIIYIOTHCS BIAMOBIAHO /10
nii 3emHoro TspkiHHS (Sinnott, 2015). BcraHoBieHO, 1m0 HampsiM POCTY TPOTOHEMH MOXIB
KOHTPOJIIOEThCS IIOHAIMEHIle TphbOMa CTHMYJaMH, BIiIMOBIJaJIbHUMH 3a (OoTO—, TIpaBi— Ta
aBTOTPOII3M, a B3a€MOJIis I'paBi— Ta (POTOCTUMYJIIB 3aJICKUTh Bil INTEHCUBHOCTI 1 CIIEKTPY CBiTIIa,

30KpeMa CHHbBOTO 1uepBoHoro ([emkuB u ap., 1997; Demkiv et al., 1998; Xopkasuis, Jlemkis, 1999).
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His doTtomopdoreHely MoxiB (pyHKIIOHAILHO aKTUBHINIMM € YEPBOHE CBITIIO, HA BIAMIHHY Bil
KBITKOBHX POCJIHH, Y IKMX CTUMYJISIIS (POTOTPOII3MY BitOyBaeThesi B CHHIN 06acti criektpa 400 —

470 MKM 1 Ha HU3bKHX IHTCHCUBHOCTSIX ocBiTiieHHs ([emkuB, CoitHuk, 1985; Leopold, 1964; Mohr,

Schopter, 1992).

6.1. AHAJII3 BILIUBY YEPBOHOI'O I CHHbOI'O CBITJIA HA TPABITPOIII3M
MMPOPOCTKIB CIIOP CERATODON PURPUREUS I FUNARIA HYGROMETRICA
BidyansHuM pe3ynpTaToM B3a€MO/I11 CBITJIA 1 TpaBiTallii € OpieHTallid Tponi3MiB. JJocnimkyoun
npopocTanus crop Funaria hygrometrica i Ceratodon purpureus Ha 4epBOHOMY i CHHbOMY CBITJIi
BCTAHOBJICHO DPI3HUI e(eKT cBiTJa Ha TIpaBIYYTIMBICTb MPOPOCTKIB, YHACIIJOK HEOJAHAKOBOI
MOTJIMHAIBHOI 3MaTHOCTI KapoTuHOimiB kiitmHamu C. purpureus i ¢iroxpomy kiituHamu F.
hygrometrica (ITyuasx Ta in., 2002). TlonspusoBaHe Oile CBITIIO 3HMXKYBAJIO TI'PABIUYTIUBICTH 1

OPIEHTAITIIO TPOPOCTKIB CIIOP, IO MIATBEP/HKYE TATBMYIOUY J1F0 OCBITJIICHHS HA TPABITPOITHI peaKIlii.

Tabmums 8
Brume micnsnii cBiT/Ia Ha rpaBizalieXkHy MOJSPU3AIIIO XJIOPOHEMHHX ITPOPOCTKIB CIIOP

Ceratodon purpureus i Funaria hygrometrica

[TonsipHa opieHTaIlisl IPOPOCTKIB BITHOCHO
YMOBH OCBITJIEHHS, BEKTOpa rpasiranii, %
11 mrMoIB M2 cex™ : :
Ceratodon purpureus | Funaria hygrometrica
0 (TempsiBa) 75,2 +£3,8 99,0+1,0
CHHE CBITIIO 65,0 + 4,6 52,5+ 2,3*
0 (TempsiBa) 78,8 £5,7* 99,0+1,0
UepBoHE CBITIIO 53,0+ 6,7* 61,8 + 3,8*

Ipumimxa:* — NO3HAYEHO BEJIMYMHHU, 110 JOCTOBIPHO BIIPI3ZHAIOTHCS Bi KOHTpouto, P < 0,05

SIk yepBOHE, TaK 1 CHHE CBITJIO JIOCTOBIPHO 3MEHIIYBAJIO BILIMB IpaBiTallii Ha MOJSPHU3AIIIO0
criop F. hygrometrica (ta6:n. 8). Pict nmpopoctkiB criop C. purpureus BiTHOCHO BEKTOpa TpasiTariii
3MIHIOBaBCSl M1l BIUIMBOM CHHBOTO CBiTJIa 1 OyB paHIOMIUYHMI Ha 4epBOHOMY cBiTiIi. MoskHa
OPUITYCTUTH, L0 JJIsI TpaBi3aieHOro npopocTanns crop F. hygrometrica nominyroue 3HaueHHS Ma€e
¢biToXpoMHa cuCTeMa, sKa INOINIMHae uepBoHe 1 cuHe cBimio (HemkuB u nap., 1997). ¥V
rpaBi3aiexxHOMY npopocTanHi criop C. purpureus akTUBHUMH € KapOTHHOIAM, IO MOTJIMHAIOThH

YepBOHE 1 HE MOTJINHAIOTH CHHE CBITIO (JleMkuB, ChITHHK, 1985).
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6.2. {Is1 YEPBOHOI'O CBITJIA PI3HOI IHTEHCUBHOCTI TA CIIPSIMOBAHOCTI HA

TAJYKEHHSI TPOTOHEMH CERATODON PURPUREUS I TORTULA CAUCASICA
JIyis BU3HAYCHHS B3a€MOJIii MDK CBITJIOM 1 TpaBiTaIli€l0 y TOCHiTaX BUKOPUCTAIHA PI3HY
IHTEHCUBHICTh YEPBOHOTO CBITJIa 1 HANPaBJICHICTH O0KOBOTO OCBiTIeHHA ([lemKiB Ta iH., 1999; Kern,
Sack, 1999; Ripetskyj et al., 1999). Ha um3bkiif inTencurocTi — Bix 0,2 10 1,0 MKMOMBE-M2-cex™
BapiabenpHICTh (HOTO- 1 TpaBiTpoIi3My Oyiia BUCOKA, ajle CTATUCTUYHO IEPEBAKAB T'PaBITPOITHUAN

! iHri6ypanu BIIMB rpapitamii Ha

pict. IaTeHCHBHOCTI OCBiTIeHHs BuIIi Bix 0,2 MKMOJb-M >-CeK
¢doToTpomnizM. Ha BUCOKHMX IHTEHCHBHOCTSIX OJIHOHAIIPAaBJIEHOTO YEpBOHOTrO cBiTaa (15 MKMOIb M
2.cex’t) mpoTonema Ceratodon purpureus pocre poToTporHoO 6e3 6YIb-IKOTO IIPOSIBY IPABITPOIIZMY.
I'paBitanis 3HHWXKYe MOPIr YyDIMBOCTI (OTOTPOMIZMY, IO BHU3HAYEHO B EKCIIEPUMEHTax Ha
KocMiuHOMY Kopabui ,,Columbia” (Demkiv et al., 1999; Kern, Sack, 1999; Kern et al., 2005).
AdoroTporanit (HedoTouyTnuBuil) mytant C. purpureus pearyBaB Ha Mif0 TpaBitailii Ha
YepBOHOMY CBITJI, ajie BTpayaB I'PaBIdyTIUBICTh, AKIIO (ITOXPOMHY (DYHKIIIIO MyTaHTa BiTHOBUIH
ex3orenHumM OitiBipaurHoM (Lamparter et al., 1997; 1998). Ile miaTBepuKye HasBHICTH Bix €MHOT
KOpemsiii MbK TpaBi- 1 (HOTOTpOMi3MOM. 3a pe3ylbTaTaMH TOPIBHSUIBHUX JTOCHIKEHb BIUIMBY
YEpBOHOTO 1 CHHBOTO CBITJIa Ha TPaBITPONI3M BCTAHOBJICHO, IO YEPBOHE CBITIIO IHTi0OyBaio
IPaBITPONHMI picT Oinmble, HDK cuHE. 4-ron ekcrmosuilis mpotonemu Ceratodon purpureus Ha
YEpBOHOMY CBITJI1 3aTpUMYBaJla TpaBIpeaKilito, MOPIBHIHO 3 TEMPSBOIO, Ha 24 TOJI., @ HA CHHbOMY —
Ha 12 rox. (Xopkasuis, Jlemkis, 1999; 2009). ITicisiais 4epBOHOTO CBiTJIa TAaKOXK Oysia TPHBAIIIIOO
BiJI CHHBOT'O, & TPABITPOII3M BiJHOBJIIOBABCS IIBUIIE ITICIIS OCBITIICHHS CHHIM CBITJIOM.
PesynbraTty aHaizy B3a€MOBIUIMBY CBITJIa 1 T'paBiTallii CBiI4aTh MPO 3aJEKHICTh PO3BUTKY
npotoHemMu Tortula caucasica Big IHTEHCHBHOCTI OCBITJCHHS 1 TOJIOKEHHS POCIHMH BiTHOCHO
BekTopa rpasitauii. Ilim Yac OCBITIIEHHS TpPaBICTUMYJIbOBAaHOI MPOTOHEMH, OPIEHTOBAHOI SK

BCPTHUKAJIbHO, TakK 1 FOPHU30HTAJIbHO OJHOHAIIPABJICHHUM 4YCPBOHUM CBITJIOM IHTEHCHUBHICTIO 3

2.1

MKMOJIb-M “-C™", TaTy)KeHHsI Ta 3akKJaJaHHd OpyHbOK rametodopiB BimOyBallocsi Ha OCBITIEHII
CTOPOHI, (OTOTPOITHO JI0 JKEpEIa CBiTa.

[HIIIi pe3y/bTaTH OTPUMAITH HIC/Is OCBITJIEHHS IHTEHCUBHICTIO 2 MKMOIb-M2-ct. Ha ocBiTseHiit
CTOpPOHI BEPTUKAJIbHO OPIEHTOBAaHOI MpoToHeMH 96,9 + 2.2 % OYHMX Tramy3ok 1 OpyHBOK
ramerodopiB pociu (GoToTpomHO. SKIIO0 TpaBiCTUMYNIBOBAHY MPOTOHEMY OCBITJIIOBAIM 3HH3Y,
tpetuHa (31,9 £ 5,5 %) Binramyxenb Ta OpyHbOK raMeTo(opiB pOCIH HETaTUBHO (POTOTPOITHO, L0

3YMOBJICHO BIUIMBOM rpasitailii (puc. 17).
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Puc. 17. Bruius uepBOHOTO CBITJIa Ha rajly)kKeHHsI TpaBiCTUMYILOBaHOI TpoToHeMH Tortula caucasica
3aJIe)KHO BiJ OpI€HTAIII] YalllOK 3 pOCIMHAMU BITHOCHO HAIPSIMKY OCBITJIEHHSI 1 BEKTOpa rpaBiTallii;
{HTEHCHBHICTH OCBIiTIEHHS 2 MKMOIb-M >-c: | — BepTHKaIbHO OpPi€HTOBAHA IPOTOHEMA, OCBITIICHA
300Ky; 2 — TOPU30HTAIBHO OPIEHTOBaHA MPOTOHEMA, OCBITIIEHA 3HU3Y; @ — KUIBKICTh (DOTOTPOITHO
HEraTUBHUX OOKOBHMX BIArajly’k€Hb NMPOTOHEMHU Ha 3aTiHEHOMY OOIll MPOTOHEMH; O — KUIbKICTb
(hOTOTPOTTHO MO3UTHUBHUX TaTy30K HA OCBITIICHOMY OOIl1 MPOTOHEMH.

VY Bunmaaky 60KOBOTO OCBITJICHHSI BEPTUKAJIBLHO 30PIEHTOBAHOT IPOTOHEMH YEPBOHUM CBITIIOM
iHTeHCHBHICTIO 1 MKMOJB-M2-c!, TpeTHHa GOKOBHX BiframykKeHb yTBOPIOBAJIACS HA 3aTiHEHOMY 6O
CTOJIOHIB TIPOTOHEMH 1 pocia HEraTuBHO (HOTOTPOMHO. XapaKTEPHO, MO MPH OCBITIICHHI 3HU3Y
TOPU30HTAIBHO OPIEHTOBAHOT MPOTOHEMH, TIOPIBHSIHO 3 OCBITJICHHSM BEPTUKAIHHO OPIEHTOBAHOL

MpoTOHeMH 300Ky, OUIbIIEe HIK Yy JIBa pa3u 30UIblIyBajiacs KUIbKICTh BiAraity:keHb — 76,9 + 3.4 %

npotu 31,7 + 3,9 % (puc. 18).

o
J

(o2 le el (o]
[N e)
L

o
|

KinpkicTh ramysox, %
NI
o o
L L

=N W
[N e NeNe]
|

1 2

BapianTtu exciepumMeHTy

Puc. 18. Biuus rpasirallii Ta 4epBOHOTO CBiT/JIa iIHTEHCHBHICTIO 1 MKMOIb-M2-c”! Ha ramyxeHHs
npotoHemu Tortula caucasica. 1 — BepTHKaIbHO OpPIEHTOBAaHA MPOTOHEMA, OCBITIIEHHS 300KYy; 2 —
TOPU30HTAIBHO OPIEHTOBAHA MPOTOHEMA, OCBITICHHS 3HU3Y; @ — KUIbKICTh ()OTOTPOITHO HEraTUBHUX
OOKOBHUX BiAraly)k€Hb MPOTOHEMH Ha 3aTIHEHOMY OOIll MPOTOHEMH; O — KUIBKICTh MO3UTHBHO
(OTOTPOIMHUX TATY30K Ha OCBITJICHOMY OOIIi MPOTOHEMH.
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Pesynprati CBim4aTh Mpo CTUMYNIIOIOUMH e(eKT B3aeMOJIi rpaBiTallii i HU3bKUX IHTEHCUBHOCTEH
4yepBoHOro cBiTIa. HeratueHo (oToTponHo pocte npotoHema Ceratodon purpureus Ha uepBoHOMY
citii HU3bKOi iHTeHcHBHOCTI (Kern, Sack, 1999), a takoxx mim uyac pereHepariii i30Jb0BaHUX

npotorutactie Physcomitrium patens (Cove, Knight, 1987).
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Puc. 19. Brume 4epBOHOTO CBiTNA, iHTEHCHBHICTH 1 MKMONB-M2-c, Ha PiCT TOPU3OHTATHHO
PO3MIIIeHOT IPaBICTUMYJIbOBAHOT MpoToHeMH TOortula caucasica 3anexHo Bi HAIPSIMKY OCBITICHHS.
1 — ocBiTIIEHHSI 3BepXy, 2 — OCBITJICHHS 3HHU3Y; @ — KUIbKICTb OOKOBUX BiTaIy’)KeHb Ta OpYHBOK
rameTodopiB Ha 3aTIHEHOMY 001l IPOTOHEMH; O — Ha OCBITIICHOMY 0OIli IPOTOHEMH.

OcBIiTIIEHHS TOPU30HTAJIBLHO OPIEHTOBAHOT MPOTOHEMH YEPBOHHUM CBITJIOM HH3bKOI1 IHTEHCHUBHOCTI
3HU3Y CTUMYJIO€ Taly)KCHHS Ha BEPXHbOMY (T'paBiHEraTMBHOMY) OOIll CTOJIOHIB OuIbIe, HDK
oCBiTIIEHHS 3Bepxy, 76,9 + 3,4 % mpotu 62,9 + 3,1 % BianosigHo (puc. 19). Peakuito moxxHa

MOSICHUTH 3MIHOIO TPAJIIEHTHY OCBITJICHHS, 3HIDKCHHS KOTPOTO IMOCUJIIOE TPaBiTalliiHY itO.

6.3. BILIMB CBITJIA HA TPABITPOINI3M ITPOTOHEMM POHLIA NUTANS I
CERATODON PURPUREUS

I'paBictumynsoBana mporoHema P. nutans mBuako pearye (uepe3 15-20 xB) Ha OGokoBe
YepBOHE CBITJIO, @ MAaKCUMaIbHUM (OTOTPOMHUI 3TUH Mifg KyToM ~ 80° yTBOoproBaBcs uepes 8§ rof.
Peakiiis Ha cHHE CBITJIO MOBUIBHINIA, HDK HA YEPBOHE CBITJIO, 1 KyT 3TUHY HE MepeBUIyBaB 12°.
Jlaneke 4epBOHE CBITJIO TakoX iHAyKyBano (ortopeakiito Pohlia nutans, cmabury, HiX 4YepBoHe
CBITJIO, KYT He mepeBuiLyBas ~ 51° (puc. 20). Te, o npotoHema P. nutans Ha CHHLOMY CBITJIi pOCTe
1 ramy3uThCsl, NMpOTE IIBUAKICTb (POTOTPONMHOI peakiii HU3bKA, O3HAya€, II0 CHHE CBITIIO
MOTJIMHAETHCA HE JIHIIE (PITOXPOMHOIO CUCTEMOIO, JI€ HEBETIMKHI MK y CHHbOMY CHEeKTpi. B peaxiiii

Ha CHHE CBITJIO 3aJisH1 AB1 (poTOCHCTEMH, TPUIOMY OOU/IBI peBEepCIHHO B3aEMOIIOTH MK CO0O0IO.
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100

KyT 3TUHY , TPa/l.

1 2 3 4
CIIEKTp CBITJIA

Puc. 20. BrutuB cBiT/Ia pi3HOTO CHEKTPATBHOTO CKIIAAY HAa BETUYHUHY (POTOTPOITHOTO 3THUHY

amikanpHUX K1iTuH Pohlia nutans: 1 — Gine cBitiio, 2 — 4epBOHE, 3 — AaCKO YepBOHE, 4 — CHHE.

MoxnuBo, 110 BTpaTa YyTJIMBOCTI I0 CHHBOTO CBITJIa KOPEJIOE 3 BIOPSAIKYBAHHAM (POTOPELIENTOPIB
(bitoxpomy, siKe pi3HE B arieKC1 pOCTOBOT 30HU 1 B3JIOBXK TUIa3MaJIeMH 110 repudepii KIIITHHHOT CTIHKH
(Xopkasuis, Jlemkis, 2003). Ctrononu P. nutans Ha yepBoHOMY 1 CHHbOMY CBITJI1 pOCJIA TO3UTUBHO 1
HeraTuBHO (OTOTPOIHO, a 3HAYEHHS KYTIB 3rMHY MO3UTHUBHOIO 1 HeraTuBHOro ¢otoTpomnizmy P.

nutans i C. purpureu maii>xe He BiPI3HSIUCS 1 OyJIM HAMBUIIIMMH Ha YePBOHOMY CBITJI (Tadm. 9).

Taomuus 9

B cBitia Ha gortorpomizm Pohlia nutans i Ceratodon purpureus: iHTEHCHBHICTH 0i10TO

2 2

cBiTia 40 MKMOJB'M2-cek ™, uepBOHOT0 i cMHBOTO 11 MKMOJIB-M 2 ceK ™}, TPHBAJIiCTh OCBITIIEHHS 6 TON

dboToTpomizM ¢, rpaj
Csitiio P. nutans C. purpureus
NO3UTUBHUHN | IO3UTUBHUHI HEraTUBHUU
bine 30,3+4,0 320+1,8 0
YepBoHe 46,6 + 2 50,1+4,2 53,7+4,9
Cune 211+1 206 £1,9 21,3+17

[Iporonema C. purpureus HEOJHO3HAYHO pearyBaja Ha /iI0 CBITJIAa 1 HAa HHU3BKUX
IHTEHCUBHOCTSIX CTOJIOHHM POCIIHMH JIO JPKepesa CBITJa, a Ha BUCOKHUX — Bil Hboro (puc. 16). dopma
¢doroTponHOro 3ruHy Oyna pPi3HOK: Ha YEpBOHOMY CBITJIi 3ruH OyB pI3KUil, HA CHHBOMY —
YTBOPIOBABCA MOBiIBHIIIE i MIaBHO. [TiIBUIIIEHHS IHTEHCUBHOCTI OCBITJIEHHS 10 25 MKMOIIb'M 2-CeK™
! crumymoBano yreopenHst (hOTO3rMHY Maifke il IpAMUM KyTOM Ha GOKOBE YepBOHE CBITIIO i il
kyTom 70-80° — Ha cune ([emxuB u ap., 1997 [lemkiB Ta iH., 1999). HoBoto peakiiicto Ha yepBOHE
CBITJIO OyJI0O TeEpeMillleHHs POCTOBOI 30HM BEPXIBKOBOi KIITHHM 3 amekca Ha OOKOBY CTIHKY

IMPOTOHCMHU, LIC SIBUIIC BiI[OMC SIK POCTKYBAHHS.
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Kyt 3runy kiitud npotoHemu C. purpureus Ha inTeHcuBHOCTsX 0,25 — 0,5 MKMOIB M 2-cek™
CHHBOTO CBiTyIa OyB Manmii, 3 MiJBHIIEHHAM iHTEHCHBHOCTI cBitaa Bix 1,0 — 1,5 MkMomb-M2-cex™

CrioCTepirainy CTUMYJIAIII0 HeraTUBHOTO (poToTpomnizmy (puc. 21, Tadmn. 9).

100
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Q 40 . X3
S 20 BIICYTHIH
g 0 )
=) HeraTUBHMIA
25'0-370’0914 0 NO3UTHBHUH
IntencuBuicTp, 1.0-1,5
MKMOJIb*M 2-ceKt 0,25-0,30

Puc. 21. BB pisHHX IHTEHCHBHOCTEH CHHBOTO CBiTJa Ha ()OTOTPOTI3M amiKaabHUX KIIITUH

npotonemu Ceratodon purpureus.

Jlnst Bu3HavueHHs €(EeKTHBHOCTI Mii CBITJIa 1 TpaBiTamii AOCTIIPKYBAJId BIUTMB MOYEPTOBOTO
OCBITJICHHS TPaBICTUMYIIbOBaHOT MpoToHeMH P. nutans i C. purpureus cuHiM 1 YepBOHHUM CBITIIOM. Y
JIOCITiJT1, KOJIM POCIIMHH POCIIH 110 2 TOJ] HA YePBOHOMY CBITJIi, TOJIl HA CHHROMY 13HOBY Ha Y€PBOHOMY
a00 MOYaTKOBO OyJO CHHE, TIOTIM YEPBOHE i 3HOBY CHHE, YEPI'YBaHHS HE BIUTMHYJIO Ha HAIPSIM
dboTtoTponizmy. OHak, 3arajibHa peakifis Oyja CHIBHIIIO, HDK MPU 6 TOJI OCBITJICHHI JIMIIIE CHHIM
CBITJIOM 1 ciiabmioro, HiK 3a 6 ToJ yepBoHOro cBiTia (puc. 22, a). llle B iHmomMy BapiaHTi, KOJiH
MOCIIIOBHICT OCBITJICHHS 3MIHIOBaJIM He dYepe3 2 roxa, a uepe3 10 XB mpoTsroMm 6 roj,
YEepBOHE—CHUHE CBITJIO Jis10 €pEKTUBHIIIE, HIK 3a IMOCIIIOBHOCTI CHHE— YepBOHE (pucC. 22, 0).
CBiTJI0 TanbMyBajio TPABITPOII3M MPOTOHEMHU: SKILIO YAIlIKU 3 TPOTOHEMOI0 P. nutans nepenocuiu
31 CBITJIa y TEMpsIBY, peakllis Ha IpaBicTUMYJ BifgOyBasacs 13 3anizHeHHsM. [loBuibHIIIE pearyBana
MIPOTOHEMA IICJI OCBITJICHHSI YEPBOHUM CBITJIOM, HDK CHHIM, a yepe3 48 roJi rpaBiTpONHUI picT
BITHOBIIOBaBCs MOBHICTIO (puc. 23). I HaBiTh KopoTKouacHe (4 T0Ja) OCBITIEHHS 3aTPUMYBAJIO
BITHOBJICHHSI TPABITPOMHOTO pocTy. JlJis BiJHOBIEHHS HETATUBHOTO TPaBITPOMIZMY MPOTOHEMHU
iciist 4 TOJ OCBITJIEHHS! YePBOHUM CBITJIOM, MOTPIOHO Oy0 BJIBIYi OiNbIlIe Yacy, HIK MIiCIS CHHBOTO

(puc. 23, Tabin. 10).
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Puc. 22. TloueproBuii BIUIMB CHHBOTO 1 YEPBOHOTO CBITJIa HA BEIMYHHY (POTOTPOITHOTO 3THHY
amikampHUX KIiTHH potoHemu C. purpureus i P. nutans. 1 — cure + yepBoHe, 2 — YepBOHE + CHHE,

3 — uepBoHe, 4 — cuHe. UepryBaHHs cBiTia: a — yepes 2 rof; 6 — yepe3 10 xB. [HTEHCUBHICTH CBiTIa

2

11 MKMOTB M2 Cex™, TPUBAJICTH OCBITJICHHSI 6 TO/I.
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Puc. 23. BinnosnenHs rpasitpormizmy nporoHemu Pohlia nutans uepes 4 roj micsist OCBITICHHS:
1 — KOHTpOJB, 4-TOAMHHA TEMPSBA; 2 — CHHE CBITJIO; 3 — YePBOHE CBITJIO. [HTEHCUBHICTH OCBITICHHS

11 MKMOITB'M 2 cex™t

Yac peanizaiiii rpaBiCTUMYITY IPsIMO KOPETIOBAB 31 MIBUIKICTIO CEAMMEHTAIlii aMUIOIIACTIB B
amikalbHUX KIITHHAaX mpoToHeMu MoxiB (Young, Sack, 1992; Kern et al., 2005; JlemkiB Ta iH., 2009).
Binomo, mo cenumeHTallis aMiIOMIACTIB 3aJI€KUTh Bl 0araThb0X YMHHUKIB, 3yMOBJIICHUX CTaHOM
[UTOIIA3MU, OCOOJMBO ,,IIUTHHICTIO aMIIOMIACTIB”, SKYy OIIHIOTh 3a KUIBKICTIO TUTACTHU],
po3mipoM Ta BMicTOM KpoxmanbHuX 3epeH (Pilet, Saugy, 1987; Konings, 1995; Nakamura et al.,
2019).
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Tabmuusa 10

BigHoBieHHs rpaBiTponHOro pocty mpoTtoHemu Pohlia nutans micist 4 rom OCBITIICHHS;

iHTeHCHBHICTD 6i10T0 CBiTIa 40 MKMOJIL-M 2-ceK™ , 4epBOHOTO i cunboro 11 MrMomb-M2-cex™ (t 0,95

=2,0)

. TpuBamicTs Kyt 3runy, t exen™ IBuaKicTh
YMOBH OCBITIICHHS .

IPaBICTUMYJIALLI, TO rpan POCTY, MKM/TO/T

KoHTpos (TempsiBa) 6 158+1,1 — 13,8 0,9

24 63,8 +2,7 - 17,7 £0,9

48 79,7+31 - 214 £11

UepBoHe CBITIIO 6 106+1,1 3,3 11,7+0,8

24 16,8 +1,2 14,6 16,6 +1,3

48 60,7 +1,3 5,2 19,4+20

CuHe CBITIIO 6 146 +0,9 0,8 13,0+0,8

24 63,0+ 24 0,2 16,4+14

48 67,720 3,1 21,8+21

JlocmiKeHHsT KUIBKOCTI Ta PO3MOAUTY aMIJIOIUIACTIB OyJIo Mepiior CcrnpoOor OIHUTH
TUMYAacOBY BTpaTy TpaBIYyTIMBOCTI Tij di€l0 cBiTia. Ha dYepBOHOMY 1 CHHBOMY CBIiTJIi
3MeHIIyBajlacs KUIbKiCTh 3adapOoBanmx [KI mmactum, BTpadanmacs iXHS 30HAIBHICT,
3MeHITyBajiacs a0o Oyia BiICYTHS BUTbHA BiJ aMUJIOIIACTIB 30HA y BEPXIBIll alliKaIbHOT KIIITHHH 1
IJIACTUAN PIBHOMIPHO PO3MOJIUUIMCS IO BCi JAOBXHMHI KiIiThHU. [lim miero cBiTiia B KJIITHHAX
3arajibHa KUTBKICTh TIIACTH 30UTbIIyBajlacs, ajie KUIbKICTh aMiTtoruiacTiB, ski (apOyBammcs [2KI
3HMKyBanacs (tabia. 11). 3HauHim 3MiHK OyiaM Ha YEPBOHOMY CBITJII, HDK HA CUHBOMY (texen = 4,6
JUIS YepBOHOTO CBITNA 1 teken = 1,5 11t cunboro). [Inactunu O6ynu apidHimi (1,5x1,5 Mkm), ToAil K y
TeMpsiBi BOHM Oynu 3HayHO OutbmuMmu (3,5x3,0 MkM), 30imblIyBanacs iX KUIbKICTh, 3HAYHO
IHTCHCHUBHIILIOIO CTaBasla JtoMiHecHeHIiss xuopodiny. Ilicns ocBiTieHHs BigOyBaBcs mpoliec
TpaHchopMalii aMizomiIacTiB 70 (QYHKIIOHATbHO AaKTHUBHMX XJOPOIUIACTIB. Y  TeMpsBi
HarpoMa/KEHHS KpOXMAJTIO 1 BITHOBJICHHS aCUMETPHUYHOTO PO3MOIITY MIIACTHA KIIITHHHA TPOTOHEMU
Pohlia nutans miciist 1ii 4epBOHOTO CBiT/Ia 3HAYHO CIIOBLUILHIOBAIOCS, MOPIBHSHO 3 CUHIM. Brutis Ha
IJIACTUIM CHUHBOTO CBITJIA TaKoi K IHTEHCHBHOCTI OyB MEHIIMH 1 uyepe3 IBI JOOW KUTBKICTH
aMUIOIUICTIB B aliKATbHUX KIITHHAX HE BiAPI3HsIACS BiJ KUIBKOCTI, 110 Oyna A0 HACBITIEHHS (Lexen

=0,1; Tabm. 11).
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Tabmuusg 11
BB 4-rox HacitieHHs nporoHemu Pohlia nutans wa 3aranbHy KUIBKICTH IUIACTHA i
aMiNOIIIACTIB B aNliKaNbHiil KIITHHI; iHTeHCHBHICTH 6iT0ro cBiTia 40 MKMOIBL-M 2-ceK™! , 4epBOHOTO

i cunporo 11 mxmomb-M?-cex?; (tog5=2,0)

KinpKicTh aMiTOIUTACTIB y TPaBICTUMYIbOBAHIN
BapianTu KinexicTs turactuyg NPOTOHEM/KITITHHY, IIIT.
pocIity /KITHHY, IIT 0 ro micis 24 To mics 48 To1 TIicIs
HACBITJICHHS HACBITJICHHS HACBITJICHHS
K
OHTPOTE 421+23 40,1+2,1 40,7 + 2,4 41,0+ 1,7
(TempsiBa)
YepBore CBILIO 60,0+ 3,1 252+15 186 +15 34,2+3,0
BOHE CBITJI
P texen— 4,6 texen = 5,7 tecen— 7,8 texen -2,0
Crte eBito 470+2,3 29,2+16 31,3+1,6 405+4,1
HWHE CBITII
teKCl'l = 1)5 teKCl'l = 411 teKCl’[ = 3,3 teKCl'I = O,l

[IBUAKICTH pOCTY MPOTOHEMH y TEMPSIBI ITICIs /Tl YEPBOHOTO CBITJIa 3MEHIITYBaIacCsl, TO1 5K
CUHE CBITIIO cTHUMYTOBaNO picT. IIBuakicTh pocTy moctymoBo 30umbiryBanacs 1 3a 8—10 rox He
BiIpI3HsUTacs Bijg KOHTposro Ta gocsrana 19,4 mxm/ron (Xopkasiis, JlemkiB, 1999). Icaye sBHa
CHHXPOHHICTh MK BiZHOBIEHHSIM POCTY i rpamienToM Ca?’, picT Mir MOBEpHYTHCS O HOPMH 3a
YMOBH BUHUKHEHHS rpajiicHTHOrO0 posnoiny Ca?* (Jlemkns, CwiTHHK, 1985). BinHOBIEHHS pocTy
npotoHemu P. nutans, omnak, He 30irajocs 3 BIIHOBJICHHSIM TpaBirpomnizmy. OdYeBHUIHO, IIe
3YMOBJICHO THM, IO PICT KOPEIIO€ 3 T'PAJIEHTHUM PO3IMOJUIOM KalbIlif0, a TPaBiTpoOmi3M — 3
CTPYKTYPHOIO OYZ0BOIO 1 (DYHKIIIOHAJTLHOI aKTHBHICTIO aMUIOIIACTIB, SIK1 3a3HAIM OUTHIIMX 3MIiH
Ha YEepBOHOMY CBITJII, HDK HA CHHBOMY. UepBOHE CBITJIO MIPHU3BEJO 0 YTBOPEHHS APIOHUX ILIACTU
3 HU3BKUM BMICTOM Kpoxmanto. HaBiTh y 06a3aiibHiil 4YacTHHI amiKalbHOI KIITUHU, € TJIACTUIIU Y
TeMpsBi JA0OBr BepeTeHomnoaioHi (4,0 x 2.5 MKM), BOHU cTaBaiu Kpyriaumu i apioaumu (1,5 x 1,5
MKM). 3MiHa OCHOBHOTO CEHCOPHOIO amapary, OY€BHUJHO, € MPUYUHOIO OJIIOKYBaHHS YEPBOHUM
CBiTJIOM rpaBiHeraTBHOro pocty. [lofibHOro BIIMBY Ha TpajlicHTHHUI posnoain Ca®* i BracTuBocTi
MJIaCTUJ, [0 MOTJIO TMOCIAa0MTH BIUIMB KalbIliI0 Ha TpaBipeakilito, HE CIOCTepiraau micnus mii
CHUHBOTO CBiTJIa

Tpomiyna peakiis o6MIBOX BHJIIB Ha [IF0 YEPBOHOTO 1 CHHBOTO CBITJIAa Bifpi3HATACSd TUIIOM
3TUHY: Ha YePBOHOMY KYT TOCTpPHUH 1 Yac MOSBH MEHIIHHA, HIK HA CHHbOMY CBiT/Ii. Ha uepBoHOMY
CBITJII YTBOPIOBAJOCS BHII SYCHHS amikajdbHOI KIITUHHU 1 (OpMyBaBCsS POCTOK, YOro He Oylo Ha
cuaboMy cBiTii ([lemkxuB, CeiTHUK Ta ap., 1985; JlemkiB Ta iH., 1998; Xopkasiis, [emkis, 1999). Ha

TPUBAJIC OCBITJICHHSI PI3HMMH IHTEHCHBHOCTSMH YE€PBOHOTO i CHHBOTO CBiTiIa mpotoHema Pohlia
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nutans pearyBaia mo3uTuBHO (oToTporHO. AmikanbHi kimituau Ceratodon purpureus nuiire Ha
HU3bKHUX IHTEHCHUBHOCTSX POCIIU MO3UTUBHO (POTOTPOITHO, & HA BUCOKUX YTBOPIOBAJIUCS HETATHBHO
(OTOTPOIIHI 3TMHU HE3aJIEKHO BiJ JOBKUHH XBHIIi. AOCOPOYIOUHIA CBITIIO PELETITOP JIi€ OCTIHHO, 1
SKIIIO PEIeNnTOpoOM € (BITOXpOM, TO HOTr0 MPOTYKTOM MOXKYTh OYyTH METaOOITH, IO YTBOPUIIHCS
BHACIIZOK  (ITOXPOM-PETyJIbOBAHOTO  OUIKOBOTO  (POCHOPHIIIOBaHHS UM  NPOTEiH-KiHA3HOI
aKTHBHOCTI a0o0 iHmUX peakuid ¢iroxpomy (Hartmann, Weber, 1988). lle wnoBi imei s
JOCIIKEHHS (PITOXPOM-3aJIEKHOTO TIEPETBOPEHHSI curHainy. Hu3bKi IHTEeHCUBHOCTI CHHBOTO CBITJIA
3YMOBJIIOIOTh TO3UTUBHY PEAKIIiI0, 0YEBUIHO, TAKOXK YHACIIOK aKTHUBallii ()ITOXpPOMHOT Ir'MEHTHO1
cucreMd. Ha BHCOKHMX IHTEHCHUBHOCTSIX XapakTep [ii CBiTJIa (UYEPBOHOIO 1 CHHBOIO) 3MIHIOETHCS
yepe3 HU3KY NpuyrH. BUCOKI IHTEHCHBHOCTI MOXKYTh IHAKTUBYBATH MIr'MEHTH 200 MOJIISTH SKUMOCH
IHIIMM YHMHOM, aje SIK 1 Ha HU3bKUX IHTEHCHUBHOCTSX CBITJIa MOXYTh IISTH 4epe3 peBepCiiiHy
CUCTEMY YEpPBOHOIO — JaJIeKO YEepBOHOTO CBITNA. lIpoTe y 1bOMy BHIAIKy PI3KO 30UIBIIYETHCS
BIUIMB CHHBOTO CBITJIa, OYEBUIHO, 32 YUACTIO IHITUX PELENTOPIB, HAPUKIIA] (IaBIHO-TIPOTEITHOTO
KOMIUIEKCY a00 (iKoOUTiHIB, CHPSMOBYIOUM PEAKII0 «CIabKOTO» CBITIIa — TO3UTUBHUN
(bOoTOTpOIII3M, Ha PEaKIIilo «CHILHOTO» CBiTiIa — HeratuBHU# GortoTpomizm (Leopold, 1964; Libbert,
1974; Sinnott, 2015).

CrexTpu i TO3UTHBHOTO 1 HETaTUBHOTO (POTOTPOMI3MY ICHTHYHI, TOMY (POTOPEIEnTOpH
MOBHUHHI OyTH OfH1 1 T1 K. | mirMeHTH, KOTpi aOCOpOYIOTh CHHE CBITIIO, 1 (DITOXpOMHA peBepcliiHa
CHUCTEMa YEPBOHOT0<—>JaJIeKO YepBOHOTO cBiTia (660—730 HM) omocepeIKOBaHO BIANOBIAAIbHI 3a
dboToTponHi peakiii mpoToHeMu MoXiB. I1lo cTocyeThCcst 3HaUEHHS HETraTUBHOTO (DOTOTPOMIZMY, TO
e Moxe OyTH 3axucHa QyHKIIis 200 aganTalris, ika peryJro€e MOTIMHAHHS CBITJIA i ONITUMI3YE PICT
3aj1e:kHO Bix ymoB ocsitieHns (Hartmann, Weber, 1990). Toii daxT, 1mo s GOTOTpOIi3sMy MOXIB
e(deKTUBHE YEPBOHE 1 CHHE CBITIIO, MOKE CBITYUTH PO B3aeMO/Iit0 poTopeuentopiB. Ha taky mymky
HABOJSITh EKCIIEPUMEHTH, B SIKHX YepryBajd 4YepBOHE 1 CHHE cBiTiOo (puc. 22). Y pocmigax 3
MEepioUYHUM MOYEPrOBUM 2-TOJI OCBITIECHHSIM YEpBOHE—>CHHE CBITJIO a00 HABMAKU HE BUSBJICHO
3aJIeKHOCTI MDK IIOCIIIIOBHICTIO CBITJIa 1 BEIMUMHOIO KyTa 3TUHY. 3aTe KOJIU IHTEPBAJIN MIXK CBITIIOM
ckopoTiiu 10 10 XB 1 cmoyaTKy mojaliyd YepBOHE, a TOTIM CHHE, TO 1I€ MaiKe BIBIUi MMOCHIIHIIO
(OTOTPOIHY peakiito, MOPIBHSHO 3 YEPryBaHHSIM CHHE—UYEPBOHE CBITIIO. OTKe, MOCTiI0BHICTh
YepBOHE—>CUHE CBITJIO JUIsl MPOTOHEMH € e(heKTHUBHIILION, HK CHHE—UepBOHe cBiTio0. [lincunenus
(OTOTpOMHOT peakilii CHHHOTO CBITJa B €TIONhOBAHUX KBITKOBHUX POCIMHAX TaKOX BigOyBajocs
MICIIS MTONEPEHBOT eKCIO3HIIIi 1X Ha uepBoHOMY cBiTii (Leopold, 1964). Tak, mis Cassia fasciculata
T10Ka3aHo, 110 (BITOXPOM € IocepeTHIKOM CKIIaJlaHHs JUCTKIB 3a yuacTio CaZ*-3anesxHoro mpouecy;
pElenTop CHHBOTO CBITIIAa KOHTPOIIOE PO3TOPTAHHS JUCTKIB, K€ MOPYIIYETHCS MOIYASITOpaMU

Ca?*-xanani. Peaxiris 3xilicHIoeThCo 32 HasiBHOCTI Ca?*, sikuii MOke MOGLTI3yBaTHCS i3 BHYTPITHIX
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3anaciB (Roblin et al., 1989). Beaxatotp, mo mig yac pyxiB jguctkis C. fasciculata ¢iroxpom
perymoe Buxin Ca* 3 anomacty, a cuse cBiTio iHAYKye noTik Ca?* 3 BaKyoJIi i €H1011a3MaTHYHOTO
PETUKYIIyMY.

PizHa oTroTpoIHa peakilisi IPOTOHEMH Y JOCHi/li 3 YepryBaHHSIM YE€PBOHOTO 1 CHHBOTO CBITJIA
MOTJIa BiIOYTHCS YHACTIIOK TOTO, 1[0 YEPBOHE CBITJIO AKTUBYE IHTEHCHBHICTh €K30IIMTO3Y KaJIBIIIIO,
TOJIi SIK CHHE CBITJIO BIUIMBA€ HA BHYTPINIHi OTOKH i po3nozin Ca?" (Hartmann, 1984; Hock, 1995;
Nick, Furuya, 1996; Nick, Schafer, 1994). OcBitiieHHs cIOYAaTKy YePBOHHUM CBITJIOM, a TIOTIM CHHIM
TIOCHITIOE MiIBUIIIEHHS KOHIEHTpaIlil uTo30mbH0r0 Ca?* K ojmiel 3 HARIIBUAIIMX peakilii Ha [Ii0
ceitna (Xopkasmis, JlemkiB, 1993; Hauller et al., 1984; Eppel, 1990), a mBuake HarpomaKeHHS
Ca?" akTuBYye (pepMEHTATHUBHI CHCTEMH Ta MeTabomiuHi nponecn. OHOYACHO 3 UM BKITIOYAIOThCS
€HEePTreTUYHO 3aJIKHI KIITUHHI TIOMIH, [0 BUKAYYIOTh KaJbIlid 3 IIUTO30J10, OJJHAK CHUHE CBITIIO,
nomane uepes 10 xB micis depBoHOro iHaykye Buxin Ca®' 3 Bakyomi i eHjommasMaTH4HOTO
PETHKYIIOMY, HiATPUMYIoun BUCOKHI BMicT Ca?* y ruTo301i. SIKII0 MOYaTKOBO MOATH CHHE CBIiTIIO,
y KJIiTHHAX B OCHOBHOMY Bin0yBaeThcs Buxin Ca’* 3 BHYTpImHIX femo, a BCJI 32 HUM YepBOHE
CBIiTIIO aKTHBYE K ek3onuto3 Ca®’, Tak i Buxin #oro 3 kmitua (Hock, 1995; Nick, Furuya, 1996).
HasBHicTh 1BOX (DAKTOPIB, SIKi PETYITIOIOTh BMICT BHYTpimmHboKIiTHHEOTO Ca’t | T06TO aKTHBAIli0
cBitoM Bxoxy Ca®* y ximiTueu i eHepreTnuHO-3anexHui (3a yuactio Ca’t -AT®a3) suxin Ca®* 3
KJIITHH, IPU3BOJIUTH JI0 3MiH, SIKI IEPEXOIATh Y KOJMBaIbHUH mpotiec (XopkasiliB, Jlemkis, 1993), 1
MaOyTh TOJIl BAHUKAIOTh OCITUJIAIIT BMICTY Ca®’, a oCIIiZOBHOCTI YEpBOHE—>CHUHE, CHHE—>YEPBOHE

MO-pi3HOMY MOJU(IKYIOTh aMILTITYTy TAKOTO OCIHJIAIIIHHOTO TIPOIIECY.

6.4. PEBEPCISI TPABITPOIII3MY IIIJ] BINIMBOM CBITJIA

CuHe OCBITIIEHHS, KPIM TOTO, 10 1HT10yBaJlo TPaBITPOII3M, SIKICHO 3MIHIOBAJIO HAIMPSM POCTY

2 1

Ceratodon purpureus (puc. 24). SIKIII0 OpiEHTYBaIX CHHE CBITJIO IHTEHCUBHICTIO 6 MKMOJIb"M " CEK’
NEePHEeHUKYISIPHO 10 IUIOLIIMHU POCTY, NMPOTOHEMa POCia MO3UTUBHO TPABITPONHO JOHH3Y SK,
Hampukiaa puzoinn Chara. OueBuaHO TOMy, 1m0 OyB 3abin0koBauii GoTOTPOMI3M 200 JOITYIUBCS
IHIIMH MeXaHI3M rpaBikoHTpomto. KiliTuHM npoToHemu 30epiranyd TpaBiuyTIMBICTH, aje
3MIHIOBaacs OpieHTalis pocTy. PicT cToJIOHIB He OyB YITKO JIHIHHUIM 1 Jemo po30ajaHCOBaHM,
yepes 1m0 (Gopma JepHUHA BiApPI3HAIACS Bil AEPHUH 3 TUIIOBUM I'paBiHEraTHBHUM POCTOM (pHcC.24).
Binomo, 1110 HU3bKI IHTEHCHBHOCTI CBiTJIa MOPYIIyBaJIM pereHeparlito nportomiactie C. purpureus i
KJIITUHU BTpavyajy 3/JaTHICTH /O TMOJIAPHOTO YTBOPEHHS MO3UTHUBHO YM HETATHBHO (OTOTPOIHHX
poctkiB (Wagner, Sack, 1998). Otxe, cucrema rpaBiuyTIMBOCTI amiKalbHUX KIITHH TPOTOHEMH
CTaOUTbHO BKJIIOYAE IPABIMNEPILENIII0 CUTHAIY 1 TPAHCAYKIIIO CTUMYITY B TPaBITPOIIi3M, OpIEHTAIis

SIKOTO MOXe OyTH IMepeMiHHOIO.
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Puc. 24. HeratusHo (a) i mo3utuBHO (0) TpaBITpPOMHUN (EHOTHIT MPOTOHEMHOI JEPHUHKA

Ceratodon purpureus.

[TopiBHIOIOYH peakilito MPOTOHEMH HA YEPBOHE 1 CHHE CBITJIO, IPUITYCKAEMO, IO MOTYJISIIIS
IpaBITPOINI3MY 3I1HCHIOETHCS, IPUHANMHI, Yepe3 AB1 (OTOpeuenTopHi cucreMu. UepBoHE CBITIIO
yepe3 (PITOXpOMHY CHCTEMY IHTIOye TpaBITPOMI3M, a CHHE, JTIIOYU 4Yepe3 KPUMNTOXPOM abo IHIIWMA
pELenTop CHHBOTO CBITIIA, HE TUTHKHU MOCIA0IIIOE TPABITPOITI3M, a i 3MiHIOE HOoTO HampsiM. Hectiiiky
3MiHy rpasitpomnizmy C. purpureus BcraHoBHIH i yac moainy kiritud (Cove et al., 2006). TToxioamii
edekT Bimomuit Takox mus ctojoHiB Physcomitrium patens (Cove, Quatrano, 2006), sii micis
KJIIHOCTAaTyBaHHs 3MIHWJIM TPaBITPOINHY peakiiiro. [[is 000X BUIIB BUKOPUCTAIM MYTaHTHI JIHIT 1
MOKa3aJIu, 1110 TPaBITPOII3M — T€HETHYHO 3aKpimieHa Gpopma pocty. CHHE CBITII0 3MIHIOBAJIO HAMIPSM
pocry nuire nukoi popmu C. pUrpureus i He BIUITMBAJIO HA MyTaHTHY. MO>KJIMBO, 1110 TEHHUHN MTPOTYKT
BIJIMTOB1IaJIbHUMN 32 TPABITPOTI3M AUKOT POpMH, € CBITI03aISKHUM OLTKOBUM pernpecop. Ha miacrasi
TEHETUYHOTO aHaIi3y Tpynu MyTaHTiB C. pUrpureus 3 pizHOI OpIEHTAIIIEIO O BEKTOpa rpaBiTallii
3p06JI€HO BUCHOBOK, 110 KOHTPOJIb I'PaBip)eHOTHUIIIB 3AIHCHIOE OJJUH I'€H, MPOIYKT aKTUBHOCTI SIKOTO
BIAMOBINAGHUI 3a YHIOPSIIKYBaHHs 1 opieHTarito pocty (Lamparter et al., 1997; 1998; Cove et al.,
2006).
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7. ®I3I0JOI'TYHI OCOBJUBOCTI I'PABI3AJIEZXKHOI'O POCTY
HPOTOHEMHA

7.1. YUACTH CA%" Y TPABITPONI3ZMI IPOTOHEMH: AKTUBHICTD,
JTUHAMIKA TA PO3IOALI IOHIB

BcranoBneHa 3aleXHICTh PO3BUTKY TaMeTO(DITy MOXIB Bill CHEKTPaIbHOTO CKJIaTy CBiTia i
nossipHOrO Hepeposnoiny ionis Ca?* (Sytnik et al., 1989; Demkiv et al., 1998; Jlemxis Ta in., 2006;
XopkaBiie Ta iH., 2015) Oynu mnepemxymMoBOIO Ui NETAJbHOTO aHai3y y4yacTi KaJbllilo, SK
YHIBEpCAJIBHOTO  peryinsropa Mopdorenesy 1 ,BTOPUHHOIO MeECEeHkepa”’, y Ipolecax
rpaBidyTIMBOCTI i rpaBiTpomismi. AmikamsHO-6aszanpHuil rpamieHT ioHiB Ca®’ € 0CHOBOIO
010eIeKTPUYHOT MOJISIPHOCTI KITITHH 3 BepxiBkoBuM TunioM pocty (Chatterjee et al., 2000; Cove et
al., 2006; Chebli, Geitmann, 2011; Lobachevska et al., 2022). JlomyckatooTs, 10 MeMOpaHO—
3B s3aHmit Ca®* perymoe picT KIiTHH PO3TATAHHAM i CITIEHO 3 BITBHEM KaNbIEM € MOCEPeTHUKOM
y nepenaui curnany B crarorurax (Jlemkus, Cortauk, 1985; Kordyum, Guikema, 2001; Kordyum,
2003, 2014; Pouliquen et al., 2017). CydacHi TeXHOJIOTI1 Aat0Th MOKIIUBICTD TIOETHATH JOCITIKCHHS
BUIBHOTO 1 MEMOpPaHO-3B’S3aHOTO KaJbI[F0, OCKUIBKA MaJOWMOBIPHO, IO OOWIBAa CHCTEMHI
KOMIUIEKCH TIFOTh HE3aJIEKHO.

TTepeKOHIMBOO MOJIEILTIO Ipa lieHTHOro nepeMimenns CaZ* e rpairponHa peakmis. Uepes 10
XB TICIS TPaBiCTUMYIAIi KOJCONTHIIIB KYKypy/A3H BinOyBaBcs marepanbHuil motik Ca’* i mume
yepe3 60 XB BIAIOCS BUSBUTH JIaTepalbHUI nepeposnoaii aykcuny (Cove et al., 2006; Nick, 2011;
Monshausen et al., 2011; Kordyum, 2014). 3MiHd y po3HOIiIi KOMIIICKCY KalbIil0 3
xnopoterpanukiinom (Ca?*-XTILI) susBummcs yepes 4 roj Iicis OCBITJIEHHS IPOTOHEMH MOXIB,
npuyoMy OiTbimuM OyB BIUIMB YEPBOHOrO CBIiTIa, HbK cuHbOro y Pohlia nutans i menmmii y
Ceratodon purpureus (puc. 25).

J1isi 4epBOHOTO CBiT/IA MIPU3BOMIIA [0 36inbIIeHHs piBHsa Ca?t i BTpaTH amikaibHO-6a3a15HOTO
rpagienta. CHHE CBITJIO TEX MiABUINYBAJIO BMICT Kallbllif0, OJHAK MEHIIE IOCIa0II0BaIo0
rpagieHTHUN pOo3MoAin i0HiB. I yCiX BapiaHTIB MOMHJIKA CEPETHBOTO 3HAUCHHS HE MepPEeBUIIyBala
7 — 10 %. I'panient Ca®* micis mepeHeceHHs OCBITIEHOT MPOTOHEMHU Y TEMPSBY BiTHOBJIIOBABCS
yepe3 4 — 6 roJi, MBUAKICTh POCTY IPOTOHEMUB YCiX BapiaHTax OyJsia IpUOIU3HO 0THAKOBOIO.

3arajgbHe XenaTyBaHHS iOHIB Kanblilo 3 BukopuctanHsM EI'TA sumxysano Bwmict Ca?* B
IPOTOHEMI 1 MPUTHIYYBAJIO T'PaBITPONHY peakiifo MmpoTroHeMu (Tabm. 12). 3 migBUILEHHSIM
xonnentpanii ETTA Ginbiua kinbkicTs ioHiB Ca®* 3B’ s3yBanacs 3 XeaTopoM, THM iCTOTHIIUM OyB
BIUIMB HA I'PaBITPOMI3M 1 IOBXXUHY 3THHY, 110 MiITBEP/UKYE YUaCTh KAJIbLII0 y IPaBITPONHIA pakiii

POCIHH.
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Lo Ceratodon purpureus _—0—‘_ } :L?;EDHE 200 - Pohlia nutans

300 1 —— XOHTPOIb

250 1 150 -

200 A == - - =

150 - 100 1

100
\i 50 | .\.\%

50 -

0 T T T 1 0 T T T 1

l 2 3 4 1 2 3 4

TIyHKTH BEMIPIOBAHHA

Puc. 25. InteHcusHicTs Quyopecuennii kommaexcy Ca®*-XTI[ B amikanpHUX KIiTHHAX

npotonemu Ceratodon purpureus i Pohlia nutans miciast 4 1o OCBITIIEHHS YEPBOHHM 1 CHHIM
cBiTiIoM. BuMiproBanu Quyopecneniio B 4 MicIgX amikaldbHOI KIITUHU: | — B amekci, 2 — nepex

SAIPOM, 3 — 3a ApoM, 4 — nepe]] KIIITUHHOIO ePETUHKOIO; TOBKUHA aikaabHOT KIITUHU — 100 MKM.
Tabmuus 12

Brue EI'TA Ha BemuuHy rpaBiTponHoro sruHy nporonemu Pohlia nutans,

6 roa rpaBicTUMyALii (toes = 2,0)

. . . [Tpupict KinbkicT
KonnenTparris I'paBiTpornumit i )
texen. CTOJIOHIB, MPOAHAII30BAHUX
EI'TA, MKMOJIB/I 3TWH, Tpajl )
MKM CTOJIOHIB
0 (KOHTPOJIB) 174+04 - 128,8 + 9,2 100
50 16,6 £ 0,8 0,9 131,4+5,8 100
100 10,0+ 0,6 10,3 111,8+4,2 80
500 75+05 15,5 74,8+ 44 80

Baxn1Bo0 yMOBOIO JUIS TPaBITPOIIHOTO POCTY € TPAHCIOPT Kaiblito. J[ns 3a0e3mnedeHHs
MOJISIPHOTO POCTY SIK CTeOeN, TaK 1 KOPEHiB Mij Yyac rpaBiCTUMYIIALI] Mae 3HAYEHHS HE TaK PIBEHb
KaJIbIif0, IK HOro aKTHBHE MOJsipHE nepeminiends y kiuituni (Lee et al., 1983; XopkasiiB Ta iH.,
2002; Toyota, Gilroy, 2013; Singh et al., 2016; Su et al., 2020). Y BepXiBKOBHX KITITHHAX HUTYACTUX
CHCTEM, HANpUKIaj, Y MPOTOHEMi MOXiB, muikoBux TpyOkax Lilium, xopeHeBux Bomockax Zea
JOMIHY€ amikaJbHO—0a3aJbHUM I'paJieHT MeMOpaHO—3B’s3aHOro Kamiblito ([emMkuB u ap., 1997;
Hartmann, Weber, 1988; Morita, 2010; Salmi et al., 2011; Geitmann, 2007).

AmikaibHI KJIITHHH TpaBITPOMHOI mpoToHeMu P. nutans manu HaiiBumy (iayopecueHIito
MeMOpaHO—3B’I3aHOT0  KaNbIiI0 B amekci, Ha JOCHTh BHCOKOMY piBHi Qmyopecuenmis Ca®*
30epiranacs B amikaldbHIA YacTUHI KJIITHHM 1 PI3KO 3HMKYBajiacs 10 ocHOBU (puc. 26, 27). XTLI-

peakilis BifoOpaxkae BMICT KaNbIil0 KIITHHHUX MeMOpaH, ToMy BizyambHuii rpamieatr Ca®*-XTI]
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3yMOBJICHUI KaibliieM MemOpan opranen (Heslop—Harrison et. al., 1985; Pinillos, Cuevas, 2008;
Braun, Richter, 1999; Kanchiswamy et al., 2014), 30kpemMa €HIOIUIA3MAaTUYHOTO PETUKYJIIOMA,

BE3UKYJ ['0J1b/ 1K1 1 MITOXOH/IPIH, 110 KOHIICHTPYIOTHCS B 30HAX POCTY.

0 T T T T 1 0 } } } f |
5 40 75 110 145 18 5 40 75 110 145 180

Bincrans Bin anekca, MKM

Puc. 26. InTeHCHBHICTD (TyopecieH il KaabIlifo B amikalbHii KIiTHHI mpoToHemu Pohlia nutans: a)
TpuBaiicTh rpaBictumyimsmii (1 — 0 rox, 2 — 0,5 rox, 3 — 1 rox); 6) 1 — rpaBiTpornHa mpoToHeMa, 2 —

micias 14 qHIB KITIHOCTATyBaHHS.

Puc. 27. ®nyopecuennis Ca®* B anikansHux k1iTunax npotonemu Pohlia nutans: @ —36.: 100x;

6 —306.: 300x

ATeKc KIIITHH € EHTPOM POCTOBOI aKTUBHOCTI 1 TOKaJIHHUM MICIIEM BXOJy 10HIB Ca?*, 3Binku
bopmyeTbesl amikaibHO-0a3albHUN TPaNieHT Ta MIATPUMYETbCS BHCOKA KOHIEHTpalis KalblIiio

(Heslop—Harrison et. al., 1985; Pinillos, Cuevas, 2008; Braun, Richter, 1999; Kanchiswamy et al.,
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2014). He 3HaiizeHo 3HAUHUX BiAMiHHOCTEH B po3mosini Ca?" Mik TpaBiTPOIHOI MPOTOHEMOIO i
micns kmiHocTaTyBanHs (puc. 26 a, 6). 36epiraBcs Toil ke amikanmbHO—OazanbHuil rpagienT Ca®*:
BHCOKA IHTEHCUBHICTD ()IyopecleHIlil B POCTy4iil BEpXiBIli KIIITUHY 1 HU3bKa B OCHOBI. ['paieHTHUI
PO3MOALT MeMOPaHO-3B’I13aHOTO KAJIBIIII0 MIATPUMYETHCS 32 PI3HUX YMOB 1 € OCHOBOIO MOJISIPHOCTI
Ta HATIPABIEHOTO POCTY B CTOPOHY BHINOI KOHIEHTpaiii katioHa. [TokasaHo, mo nuro3onsHuii Ca?*
y KJIITHHAX 3 amiKaJbHUM THIIOM POCTY TaKOXX PO3MOIUIAETHCS HEPIBHOMIPHO, 3 MAKCUMYMOM Y
BepxiBii kinituau (ILleBuenko, 2012; Hasenstein, 2009). ¥V npoMy moJjisirae 0COOIUBICTD ammiKaabHOTO
pocTy TpoTOHeMH. SIKIO 4epBOHHM CBIiTJIOM HOPYMIMIM TpaficHTHHE posmoxin Ca?*, xiiTHHM
BTpayajy 3JaTHICTh 10 nepuentii rpaBictumyny (demkus u ap., 1997; Xopkasuis Ta iH., 2002).

Pict amikanpHUX KIITHH TPOTOHEMH OOMEXEHHW BEPXIBKOIO 1 3TMH (POPMYETHCS BHACIHITOK
3MIIEHHS] POCTOBOTO IeHTpa. HaouyHuM MpUKIAIOM TAaKOTO 3MIIMIEHHS € 1HJAYKOBaHE YEPBOHUM
CBITJIOM BHII'STY€HHA OOKOBOi CTIHKHM TNEPHEHAUKYISPHO JO POCTY TOJIOBHOTO CTOJIOHY, SKOMY
nepeye nokansHe nepemimenns Ca?t (Jlemxus u ap., 1997). 3 wiei 30uu HaiiBumoro Bmicty Ca?
nouynHae (opMyBaTHCS HOBa MOJSIPHICTh 1 HOBUM HampsiM pocTy. SIKIIO 3acTOCyBaTH KaJlblli€Bi
onokaropu (xsoprpomasud, BAPTA), To pict npunuasietsest (Xopkasiis, Jemkis, 1993; Pierson et
al., 1994; Xopkapmis Ta iH., 2015). Brokatopn Ca®*-kaHamiB, iHTiGiTOpH KambMOJYJiHY Ta/abo
Ca?*/KambMOTyITiH3aNeKHNX NpoTeinKiHa3 (Hampuknax., KN-93), Takok CTHMYIIOBANH 3MiHH B
rpaBitpornidmi  (Sinclair, Trewavas, 1997, Lu, Feldman, 1997, Baldwin et al., 2013).
ExcrepuMeHTanbHO BU3HaueHa poib Ca** y  wmopynauii  nosakmitunnoro pH  B3IOBK
IpaBICTUMYJILOBAHKMX KIHUKKIB KOpeHiB Arabidopsis, sk BiamoBiae Ha airo aykcuny (Monshausen et
al., 2011). HemogaBHo It BUMIPIOBaHHS IIMTO30JIHHOTO KaJbI[if0 B CTATOLMTaX KOopeHiB Brassica
napus B yMOBax MiKporpaBiTaii BHUKOPHUCTAIM HOBUW UYTJIWBHH METOJ IIpEIHUIMiTaIii
ipoaHTUMOHATy. Bu3HaueHo, Mo 3MiHM y HarpoMamkenHi Ca?* BifGyBaroThbCs HAa MOYATKY i MO

3aBepIICHHI MPaBICTUMYIIALIIT HaBITh TP HE3HAYHOMY 3MitieHHi riactu (Bizet et al., 2018).

7.2. AKTUBHICTbh CA”*-AT®A3H Y KJITUHAX IPOTOHEMHU MOXIB POHLIA
NUTANS, CERATODON PURPUREUS, PTYCHOSTOMUM IMBRICATULUM

DyHKIIOHATPHUM MOKA3HUKOM 3MiH Yy TPaHCIOPTi Kamblito € aktupHicTh Ca?*-ATdasu
(Yadav, 2012; Brini et al., 2013; Park, Shin, 2022). B pocTy4nx MeTabOIi4YHO aKTHBHHUX KITITHHAX
NpoToHeMH mimBumtyeThess (ynkmis Ca*-ATdasu i BinOyBaeThcs IOKalbHEe Oa3MIIETAIIbHE
TiIBUINEHHS aKTHBHOCTI (epMeHTy (XopkaBIiB Ta iH., 2002). Ananis nokanmizanii Ca®*~ATda3 3
BUKOpHUCTaHHIM (hocdat azotomniB (Pearse, 1960; Burstone, 1962; Jensen, 1962) cBimuuth mpo neBHY
3aKOHOMIPHICTh y PO3MOJUT MPOAYKTY peakiii. HaitOinbIa KiTbKICTh 3B s13aHOr0 OapBHUKA Oyna y
30HI TEPETUHKH MDK amniKajgbHOI 1 CyOamiKalbHOK KIITHHAMHU, Y HaBKOJOSJEPHINA UISHIT

armiKaJbHOT KJIITHHH 1 B 30H1 JIOKai3allii I1acTH I, IpUYoMy iHTeHCHBHILIE (apOyBanacs HUTOIIa3Ma
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KIITHHK HIKYe Bin aapa (puc. 28). Tomy akTuBHuii Gazuneransuuii Tpancrnopr Ca®* B amikanibHiit

KIITHHI IPOTOHEMH Bifi0yBaeThes 3a yuacTio Ca?*-ATdaszu.

5 75 145
Bigcrans Bin amekca, MKM

Puc. 28. Posnozin muroximiuaoi aktuHOCTI Ca?*-AT®a3u (BiTH. 011.) B amiKaTbHUX KITITHHAX
npoToHeMH i B poctky Pohlia nutans, nosxwuna amikansHOT Kiritnau 200 MKM, J0BXHHA pocTKa 40 —
60 mMkMm: 1 — rpaBiTponHa mHpoToHEMa (KOHTPOJb), 2 — 2 roj rpaBictuMyssinii, 3 — 14 nHiB

KJIIHOCTaTyBaHHs, 4 — POCTOK.

Xapaxrep peaxiii Ca?*-AT®da3u B TpaBicCTHMY/IOBaHIH IPOTOHEMI i MiCHs KITIHOCTATYBAHHS
MOPIBHSHO 3 KOHTPOJIEM iCTOTHO He BinmpizHsBcs (puc. 20). Huzpka akTuBHICTH (pepMeHTyY Oyia B
amikaJJbHOMY JIOMEHI1 BEpXIBKM KIITHHU. [licas rpaBiCTUMYINAMil, sIK 1 MICAS KIIHOCTaTyBaHHS,
pisaung aktuBHOCTI Ca?*-AT®da3u Mixk amekcoM i 6a3albHOI0 YACTHHOIO KJIITHHH 30LTBIIyBaIaCs.
OTxe, KanbIliEBl MOTOKH 3a LIUX YMOB HE NMPUIMHSIIACS, 3aBISKA 4YOMY 30epircsi rpaieHTHUN
pO3MOJiN KaTioHa IO yciif MoBkuHI cTonoHy. Hes3paxkaroum Ha ywacte Ca®* B peanmizamii
IPaBiTPOIIHOrO CTUMYIY, JNaTepanbHuil mepeposnoain Ca?* B KJIiTMHAX NPOTOHEMH BUSBHTU He
BJIAJIOCHL.

I'panienT Ca’*-AT®a3u BIACTUBHIA HE JIUIE IS JOBIUX AMiKAIbHUX KIIITHH, aJle i KOPOTKUX
OJIHOKJIITUHHUX OOKOBHX Biaramyxennsx (puc. 20, 21, a, 0). bokoBi ramy3ku, 1o BiAAUTHINCS Bif
MaTepUHCHKOi KIITUHH, B OCHOBi Mamu iHTeHcuBHimy Ca’*-AT®dasHy peaklilo, a y KOPOTIIHX
pOCTKax, 0 HE YTBOPWJIM KIITUHHOI MEPETHHKH, MiJBHUINIEHA aKTUBHICTH (epMeHTy Oyna sK B
amekci, Tak 1 B ocHOBI (puc. 29, 6). Lle o3Hauae, moO (YHKIIOHYEe AKTUBHHUI Oa3umneTanbHUN
tpancrnopt Ca?* 3a yuactio Ca?*-AT®a3, i HanpaBJIeHUH NOTIK KaNbIlil0 BiOYBAETHCA HE3AIEKHO
BiJl TOBXHUHHU KITUHU. TOOTO, KaNblliii HE JUIIE HIYKTOp, a OUTbIEe € MOCTIHHUM PEryasiTOpoM

(G yHKITIOHATBbHOT aKTUBHOCTI KJTITHH.
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s

- a A ] : s R = 73

Puc. 29. Ca?*-AT®a3na peaxilis 3 BUKOPUCTaHHAM (ocdaTis a30TOMIB y KIITHHAX TIPOTOHEMH
Pohlia nutans: a) ctoson mpotoreMu 3 miaBuineHor0 AT®da3HO0 aKTUBHICTIO B alMiKaabHIA KIITHHI;
6) GparMeHT MPOTOHEMHOTO CTOJOHY 3 OGOKOBMMH POCTKAMHM, B SKMX BHCOKAa aKTHBHicTh Ca?'-

AT®a3u. 36.: 300x

[1ig gac rpaBicTUMymALIi BUHUKAE TpaaieHT AT®-a3H01 aKTUBHOCTI MK BEPXHbBOIO 1 HIDKHBOIO
KJIITUHHOIO CTIHKOIO, 110 CYMPOBOJIKYEThHCS MiABUIIIEHHM pH ito30:1t0 3 6,99 10 7,25. AKTUBHICTH
Ca?*-ATda3a 3pocTana 3 4acoM i Gy/a BHIA HA HIDKHIil CTOPOHI amikansHO1 Kiitnan depes 20—30
XB TICHS TpaBICTUMYJALI], B MOMEHT OCIIaHHS IJIACTHU]l 1 JIOKAJbHOTO CKYMYEHHS iX y Micui
cenumerartii (puc. 30). CeauMeHTalis aMiTomIacTiB akTuByBana podoty Ca®'-momm i Buxin Ca®",
0 CHPUYUHUIIO TEPEPO3NOJIT 10HIB Ta 3MIHY OCI MOJSPHOCTI 1 HANPSMKY POCTY KJIITHHH,

HIIIFOIOYH TPABITPOITHUN 3THH.

/ BEPXHs KJI.CTiHKa I, B.0.
g B;LO. a B HIKHSA K1 CTiHKa 12 - 6 HIDKHS KI1.CTiHKa
0.8 - o
0.8 -
06 - 1 -
0.6 -
0.4 1 04 -
0.2 A 0.2 A
0 T | 0 -
1 2 10 xB 20 xB 30 xB40 xB 50 xB 60 XB
1- KOHTpOIMB; 2- MiCIIs TPABICTUMYIIALIT 9ac Micist rpaBicTUMYJISIi

Puc. 30. Akrusnicts Ca?*-AT®a3u y KIITHHHUX CTiHKax amikaabHuX Kiitua Pohlia nutans

IICIIS FPaBICTUMYIIALIT IPOTOHEMH: @ — BEPXHS 1 HUXKHS KJIITUHHI CTIHKH; O — HU)KHSI KIIITUHHA CTIHKA

Ca®* BIUIMBAaE Ha MEPETBOPEHHS ayKCHHOBOTO CHTHATY i 3MiHY BHYTPIlIHbOKIITHHHOTO pH
(Monshausen et al., 2011; Baldwin et al., 2013). ExcnepumenTtansHo Bu3HaueHa poip Ca’' y
MOJIYJISIIIT TO3aKIiTHHHOTO pH B3[0BXK TpaBICTUMYIbOBaHHMX KiHYHMKIB KopeHiB Arabidopsis, sk
BiMOBIib Ha 1it0 aykcuHy (Monshausen et al., 2011). Anani3z pH xopeniB Arabidopsis cBimuuts, 1o
uuTto3osbHuit Ca?* Gepe ydacTh y Tepejayi rpaBicuTHaTy Mifl 4ac aCMMETPUYHOTO Oa3UIETaIbHOTO
TpaHCIIOpTy aykcuHy. Ilepefaya cCUrHaly TPYHTYeTbCS Ha 3MiHi piBHA HuTo3ombHoro Ca®* B

ermizepmici BepXHbOi a00 HIKHBOT CTOPOHU TPaBICTUMY/IbOBaHUX KopeHiB (Monshausen et al., 2011).
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Jnst cajpkaHiiB apabioNCcUCy BiaMpanbOBaHO METOJ MIBUAKOIO YacOBOTO TEPMIHY (O CEKYHJIH)
BU3HAYeHHs curHanis Ca' 3anexHo Bin 3MiH iHTeHCHBHOCTI rpasicurnany. Konmenrpauii Ca®*
ananizyBanu y Kocmoci nipu 0,5, 1,5 abo 2 ¢, moeqHyr0uN MIBUIKE MEPEKIIOYCHHS TieprpasiTaiii,
3a JI0MOMOTOI0 IeHTpudyryBanHs, Ta mikporpasiraiito (Toyota et al., 2013).

[Monspuzanis ciop nmanopoti Ceratopteris thalictoides (L.) Brong npenacraBisie iHIy cuctemMy
notokiB Ca?*, sk peakmiio Ha cHTy TSKiHHS. JIT HOIApPU3allii pO3BUTKY CIIOp 3aJI€XKHO Bifl BIUTUBY
rpaBiTalii BaXIHBEM € 0a3anbHO- amikanbHuit rpagieT Ca®* B xmituni (Monshausen et al., 2011).
dapMaKoJoTiuHi aHami3Mm minTBepKYIOTh, mo Ca?*-AT®dasu eHmoMeMOpaH i MO3aKTITHHHI
HYKJIEOTHIM MOXYTh BIAICPaBaTH PEryISTOPHY POJIb Y peakKilii criop narnopoTi Ha BIJIUB IpaBiTalii
(Baldwin et al., 2013). Enexrpodizionoriunmii ananis neperocunkis Ca?* y crmopax cBimunTs, 1m0 i
rineprpasiraris, i MikporpasiTais 3MiHIO0TE MibKKTiTHHEI ToToku Ca?* (Salmi et al., 2011; Toyota
et al., 2013; Cannon et al., 2015). Takum 4rHOM, CITOPHU MAMOPOTI 1 MOXIiB MOXYTh MaTH IO/ IIOHI 3

KBITKOBUMH POCIIMHAMHU MEXaHI3MH CIIPUMHSTTS CUJIH TSKIHHSL.

7.2.1. BIUIUB BJOKATOPIB MEBPAHHOI'O TPAHCIIOPTY, HOTEHLIAJI-
BAJIEXKHUX CA”'-KAHAJIB I CA**-AT®A3HU HA T'PABITPOII3M IPOTOHEMH

BceraHoBineno, mo axktuBHicTE Ca?*-AT®daszm, sk peaxirisi Ha Jif0 TpaBiTailii, 3aJeKUTh BiJ
TPUBAJIOCTI TPABICTUMYJIALIII 1 POCTOBOT BIAMOBIII HA TPABICTUMYJL. Y TpaBITPOMHIA IPOTOHEMI, IO
Oysia KOHTPOJIEM 1 MpOTAroM 6 ai0 pocia y TeMpsiBi, akTUBHICTH epmenTy y Ceratodon purpureus i
Ptychostomum imbricatulum mait:xe He BigpisHsaacs i cranoBuia 0,314—0,346 MxM Pi/roa/mr Giika.
Moxu BigpizHsiics auHamikoro AT®a3u, sxa 3anexana Bil TPHUBAIOCTI TPaBICTUMYJIAILIIL.
AKTHBHICTH (depMeHTy miaBuinyBiacs B 1,6—1,8 paza depe3 30 XB, MOCTYNMOBO 30UTBITYBasIacs
npoTsAroM 2 roj rpasicTuMyIsii, mpore y P. imbricatulum 6yma mmxdoro, Hik y C. purpureus.
Hanani aktusnicts Ca?*-AT®a3su pizko 3HmKyBanaca y C. purpureus i maiixe 6e3 3MiH 3aaumianacs
y P. imbricatulum, oanaxk i uepe3 24 rox rpaBicTUMYIIALT OyJa BHIO0, HDK y KOHTpoui (puc. 31).
Haii6inp1n iiMoBipHO, TIEpLETIisl TPAaBICTUMYIY 1 MBUAKICTh TPABITPOMI3MY € MPUUMHOIO BIIMIHHOT
(bepMEeHTaTUBHOT aKTUBHOCTI MDK BHAaMU MoOXiB. OJHOYAcHO 1€ CBIAYUTH MPO Y4acCTh Ca?*—
TPAHCIOPTHHUX CUCTEM Y TPaBiTpONHOMY pocTi. OueBHIHO, (epMEHTATHBHA AaKTUBHICTH KOPENIOE 13
ceJIMMEHTALlIEI0 aMiTONIACTIB, 3 akTUBAaliclo TpaHcrnopTy Ca?* i mepepo3no oM i0HIB KajbIiio y
LIUTO30J11, 110 BUPIMAIBHO JUI1 KOPEKIiT OCl pOCTy amiKalbHOT KJIITUHHU Ta IHIIialii rpaBITPOIHOIO
3TUHY.

[epemimenns Ca®* i po6ora Ca*-TpaHCcIIOPTHUX cHCTEM, IO TI0B S3aHi i3 3aTpaTaMu eHeprii,
BIJIIrparoTh BAXJIUBY POJb B peryisuii merabomnizmy kimituH. s pocnimkenas AT®-3anexxHoro

TPaHCIIOPTY BHKOPUCTAIN OIOKATOPU KAaNbII€BMX KaHATiB i MeMOpaHo-3B’s3aH0i Ca?*-ATdasm.
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I[Ipoanani3oBaHo BIUIMB BepamaMily, OlokaTopa IoTeHmian-3anexxHux Ca’’-kanamiB i BaHazary,

inridiropa Mmem6pano-38’s3anux Ca?*-AT®da3 Ha rpasi- i GoTOTPOIHUIL picT.

0.8 —&— C. purpureus

—-B. caespiticium

0.6

04

AxrtneHIcTh Ca2t-AT@-as11,
MKM Pi/rog/Mr G1nka

0

KOHTpP O7lb 30xB 2rof 12rop 24ron

(Ges rpaBicT.) ; ;
T])IEB?IJIICII) TPaB1CTIIMYTIALILL

Puc. 31. Jlunamika axtuBHOCTi Ca?’-AT®a3y y rpaBicTUMYIHOBaHili MPOTOHEMi MOXIB

Ceratodon purpureus i Ptychostomum imbricatulum

Taomums 13
Brums inri6itopis Ca?*-AT®a3 Ha TpaBi- i (OTOTPOMi3M Ta piCT amiKaIBPHUX KIiTHH
npotonemu Pohlia nutans; tpuBamicte ekcrmo3uilii y po3unHax OJIOKaTOpiB 6 roj, 9ac rpasi- i

dboTocTuUMyIIAILT 6 TOT

KonnenTtparris I'paBiTpornuwmii IBuakicTh doToTpOoTHUI HIBuakicThb
O10KaTopis, MM 3THH, TPaJI/TO] pOCTy, MKM/TO]T 3THH, TPaJl/TO POCTY, MKM/TO/T
0 29+0,3 225+0,3 7,404 30,1+£0,3
Bepanamin
0,01 2,1+0,3 20,4+£0,2 7,0+0,3 30,2+0,3
0,1 1,0+0’ 15,1+0,2 59+04 20,4 +0,3
Banaaart
0,1 24+0,2 22,7+£0,3 7,1+0,1 30,6 £0,3
0,5 1,7+0,2 22,4+0,2 6,3+ 01 2450
1,0 0,6 +0,01 16,4 +0,1 6,0+0,1 21,4+ 0

BrnuB iHIriGiTOpIB Ha TPaBITPOIIHY PEAKIIi0 3a1eKaB BiJl IX KOHIIEHTPALlIl B PO3UHHI, Y IKOMY
1HKYOyBaJIM NPOTOHEMHI JEepHUHKHU. Buii, HDK A rpaBiTpomi3mMy, NOTpiOHI OynM KOHLEHTparlii
610KaTopiB, 00K 3araibMyBatu GotoTponizM. IIpore, sk 1 11 rpaBiTponi3My, BepanaMil BUSBIISB

CHJIBHIIY Jif0, HDK BaHajgar. Tuteku 0,5-1,0 MM KoHUEHTpalii BaHagaTy iCTOTHO TrajlbMyBajH
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dororporny peaknuito. AxtuBHicth Ca?’-ATda3Hoi peakuii Oimplue 3amexana Bin BaHazaty i

3MEHIIYBaJIacs y JIBa pa3H, MOPIBHIHO 3 KOHTpoJeM (Tadim. 14).

Taomums 14

Brnus 0,1 MM BaHafaTy i Bepamaminy Ha IpaBiTpOIHHIA 3THH i BifHOCHY akTuBHicTH Ca’-

AT®as3, TpUBaNICTh TPaBICTUMYIIALIT 6 TOJT

) . ) . AxruBHicTs Ca?*-AT®a3n,
BapianTu gociiny I'paBiTpomnHMii 3rUH, TPay/TO )
BimH. O1I.
KonuTpo:s (0) 3,3+0,2 0,57+0,4
Bananar 2,2+0,2 0,27 £0,3
Bepamamin 1,1+0,1 -

Sk mix yac rpaBi-, Tak 1 (OTOTPOMI3MY BHCOKI KOHIEHTpalii 1HrIOITOPIB MPUTHIYYBAJIU PICT 1
pyitHyBanu rpafieHT konuentpanii Ca?*-AT®da3, BruBany Ha GOPMY IIACTH Ta iX PO3MIlIECHHS B
KIITHHI. Y TPaBICTUMYJIbOBAHUX CTOJIOHAX IOBHICTIO TIOPYIIyBajacs 30HAIBHICTh IUIACTHI,
3MEHIITYBaJIacsl KUIBKICTh BEIMKUX aMUTOTIIACTIB 1 yTBOPIOBAIOCS OaraTo IpiOHMUX TUTACTHI.

Ha rpaBiTpomisaM BIUIMBAIOTh TaKOXX OJOKATOPH MEXaHOUYYTIMBUX KaHAJIB, IHTIOITOpH
KanpMoyniH—3anexnoi Ca?*-AT®a3n. Ilin BrmBoM comeit — Gd®* i La®*, mo 6mokyots po6oTy
Ca?’—xaHaniB, 3MEHIIYBAaBCS KyT TPABiTPOITHOTO 3THHY, CIIOBLTBHIOBABCSA PIiCT MPOTOHEMH i
MOpyIIyBaBcs 30HAIBHUH po3moin amimomnactis. Ha Bucokmx 100 MkM xonuentpanii Gd**
IJIACTUIAM TTEPEMIITATKCS 10 alliKaJIbHOTO 1 0a3aIbHOTO KIHIIIB KJIITHHY 1, TAKUM YHHOM, BTpadaiacs
30Ha ceuMeHTalii aminommiactiB(XopkapiiB Ta iH., 2002). YV Takuii criocid po3puBaBCsi CUTHATbHHMA
JNAHIIOr aKTUBHOTO MOJSpHOro TpaHcnopry Ca?’, o CIPUYMHSIO CHOBUTLHEHHS IPaBITPOHiZMY
(Xopkasiiis Ta iH., 2015; Braun et al., 2018).

Xapaxrep ¢mayopecuennii MmemopaHo-3s'azanoro Ca’" B amikanbHMX KIiTUHAX NPOTOHEMH
MIATBEP/DKYE, IO Miciss 0OpoOKHU MTPOTOHEMU Gd*" i BHeceHHs y cepenosuie CaClz, rpagieHTHUN
po3moI IOHIB Kanblito mopymryBaBcs (puc. 32). Skumo 10 cepeAoBUIa JOJANH  KaJbIlii,
iHTeHCHBHICTH (i1yopectenlii MeMOpano—3B'a3anoro Ca?* 36inbimnacs B 1,8 pasa y BepxisiiiB 7,6
pasa B OCHOBI KIIITHHH, TIOPIBHAHO 3 KOHTPOJIEM, Bi/INOBIIHO BTpayascs rpafient Ca®* y kiituni. ITix
srmBoM Gd** pnyopecuenuis Ca?* 3HuKyBazacs B amekci i 3pocTala B OCHOBi, aje Tpaji€HT
30epircs, TOAl SIK KJIIHOCTaTyBaHHS pYyHHYBajo Horo moBHicTIO. OTXe, MEXaHOUYTJIMBI KaHAIU €

YaCTHHOIO TpaHcHopTHOI cuctemu Ca?* y TpaBiTpoNizMi IPOTOHEMH.
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Puc. 32. InTeHCUBHICTD (UIyOpeCIIeHITIT MEMOpPaHO-3B'SI3aHOTO KAJIBIIIO B AITIKATFHUX KIITHHAX
npotonemu Pohlia nutans: a — rpasitpornHa npoToHeMa; 0 — Mmicysi KIIIHOCTATyBaHHS; MO 0Ci a0CIIHC

— KoHIeHTpais coneit: 1 —0; 2— 10 MM CaClz; 3 — 10 MxM Gd**; 4 — 10 MM CaCl,+ 10 MmxM Gd®*.

Kanp1iii € BTOpMHHUM MOCEPETHUKOM B IHIAYKIIT rpaBiTponizMy. Y 0araTbOx JOCILIKEHHIX
(Sinclair, Trewavas, 1997; Sanders et al., 1999; Pinillos, Cuevas, 2008) BUCIOBJICHO TPUITYIICHHS,
0 MOCEPETHUKOM MK TPaBiTPOITHMM CTHMYJIOM i cratommTamu € ioHum Ca’’, OCKiTbKM BOHH
BIIIrparOTh KIOYOBY POJIb B IHAYKINI MEPBUHHOI KIITHHHOI mojsipu3aiii. [IpoTte, Ko B KOpeHsx
gy cTebIax Taka IOJAPH3AIis CTBOPIOETHCS YHACTINIOK MUKKIITHHHUX mepeMimmeHs ioHis CaZt, To
JUTSL KJITHH 3 BEPXIBKOBHM POCTOM BHYTPIIIHBOKIITHHHUN TPAaHCIOPT KaJIbI[IIO BiJ amekca o
0a3ajpbHOT YaCTHHU 3a0e3Mevye MOJAPHICTh B MEKax OAHIET KIIITUHHU, KA CIPUIMAaE TPaBICTUMYIT 1
pearye Ha HbOTO. JlOCHiIKEHHS TPaBid4yTJIIMBOCTI OPraHiB 3 BEPXiBKOBUM POCTOM, B SIKHUX JIQHIIFOT
MO HE YCKIJIaIHEHU MEMOPaHHUM TPAHCIIOPTOM CUTHAITY, 1 sIKi BATPUMYIOTH IIIMPOKUH Jllaria30H
EKCTICPUMEHTAIIBHUX MaHINYJISIIN, a0 MOXIIHMBICTh 3pOOUTH Psii KOHKPETHUX y3araJbHEHb IPO
MePETBOPEHHS rpaBicurHany y ¢iziosoriuny i mopdosoriuny Biamosini (Sack, 1991; Sievers et al.,
1996; Braun, 1997; JlemkuB u ap., 1997; Yaban, 1998; Demkiv et al., 1999; Kern, Sack, 1999; Cove
et al., 2006; demkiB ta in., 2006; Xopkasuis ta iH., 2015; Lobachevska et al., 2022). 3Buuaiito,
MPOLIECH TPaBIYYTJIMBOCTI BIAPI3HAIOTHCSA Y PI3HUX CHUCTEMaX, TOMY i 0OroBOPIOIOTHCS Hailkpaiie
AocipKeHi 00’€KTH, HalvacTille MPOTOHEMa MOXIB, pu30imu Bojgopocteii, kopeni Arabidopsis.
ChutbHUM AJIs YCIX € TBEP/DKEHHS, 110 KaJIbI[IEBUI CUTHAT 1€ TIepIla, ajie KOPOTKOTPUBAJIa PEaKIlis
KJIITUHU Ha TpaBi30ymkeHHs. KanbiieBuil curnan mMir copMyBaTHCS K BIANOBIAb HAa HAIPY>KEHHS
Ha MeMOpaHi THITy MeXaHiuHOT eHeprii BiJl UTOCKeNIeTy, a60 BHACIINOK BiakpuBanHs Ca*-kanais,
TOOTO BXOJZly 10HIB Ca®" i migBUIIEHHS HOTO KOHIIeHTpalii B 1uro3oii (Sievers et al., 1996;
Monshausen et al., 2011; Salmi et al., 2011; Braun et al., 2018). L{e HeraiiHO akTUBYBaJIO PETyIsSTOPHI
cuctemu Ca®*-momm i TpaHcmopTepiB, po60Ta KOTpHUX HANpaBlieHA HA BUIANECHHS HATHIIKOBOTO

KanpIlifo. [TinTBEep/KEHHSIM I[bOMY € aKTHBAIliS Ca?*-AT®a3 B 6a3ajpHili YaCTHHI amiKalbHOI
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KJIITUHU 1 mpuMopiax (iHimiansax 60KoBuX ramxy3ok). Tomy MaemMo miCTaBH CTBEpIKYBATH, 110, Y
pocTydiil amikaabHIM KIITHHI MOCTIHHO (YHKIIOHYE amikajdbHO-0a3albHUN MOTIK Kajbllito. YiTKO
BupakeHa OimonspHa cucTema Ca?*-xamamis — Ca?*-ATda3 36epiracThcs B KIiTHHAX
IpaBICTUMYJILOBAaHUX CTOJNIOHIB. Te, M0 Bepamamin 1 OpPTOBAaHAAAT HATPIIO NPUTHIYYBAIH
IPaBiTPONHY peakililo, BIUIMBATH Ha JOKATi3allil0 IUIACTHA MHiATBEepMKye ydacts Ca®" y
rpasitponizmi. Tak camo He3Haune mimsumenHs Ca’* mig gac rpaBicTUMYMIALIT 1€ 7O BHAMMOTO
MOPQOJIOriyHOTO €PEeKTy CBIIUUTH MPO HOro ICTOTHE 3HAYEHHS AJS TPOMi3My. 3a YMOBHU pPOCTY
MIPOTOHEMH ITiJ] Yac KIIHOCTAaTyBaHHS HE BUSBJIEHO ICTOTHUX BIIMIHHOCTEN y PO3MO/UII HI KaNbIIiiO0,
Hi Ca?"-AT®a3. OTxe, KIIHOCTATyBaHHA He OyIO Ti€I0 CTPECOBOIO MEPEIYMOBOIO, KA TIOPYIIYE
KaJIbLIEBUI TPA/IEHT, B IHIIOMY BUIAJKY L1€ HEMUHYYE BIUIMHYJIO O Ha PICT.

Ca?*-610KaTopH TPUTHIYYBATH TaKOX (POTOTPOMHMH PiCT, OHAK IS OO MOTPiOHI BHIII iX
KOHLIEHTpallii, HDX Uit rpaBiTponizMy. OueBHIHO, CBITJIO AKTUBYB&JIO Oarato IHIIMX CHCTEM
perynsmii Ca®*-cratryBanHs B IMTO307, fKi, MabyTh, Ml 4Yac POCTy B TEMpSABi 3alHIIAIHCS
HE3aITHUMHU, 1Y IbOMY BUIAJKy CEJIEKTHUBHA JIis 1HT101TOp1B Moruia OyTu epekTuBHimow0. /s 000x
TpoOMi3MIB OUTBINIUI 1HT10YIOUMIA BIUIMB BHUSBJISIB BeparaMmisl, HDK BaHagat. BiaMmiHHOCTI y Ail 000X
6II0KATOPIB CBiTYaTh HAaCAMIIEPE PO POOOTY pi3HUX TpaHcmopTepis Ca®* i 3miny B ixHill perymsmii
3QIEKHO Bifl CTaHy KIiTHHH. OYeBMIHO, IO TOJApH30BaHWi TpaHcmopr Ca’t miaTpuMyroTh
HoTeHIaT-3anexHi kKanamy i Ca?*-AT®a3Hi oMM, 0JHAK, OYESBH/THO, TOMY, IO YacTKa TMEPIINX
BHINA, iHriOyrounii BIUIMB Bepanaminy cunbHimuii. IIpote Bucoka Ca?*-ATda3na akTHBHICT 1a€
HaM ITiJICTaBM BBAXKATH, 10 aKTHBHUI TpaHcropt Ca?* 3ymoBnennii came po6otoro Ca®*-ATdazHux
MOMIT IIa3MaJIEeMH YHACTIIOK aCUMETPHUYHOTrO amiKaabHO-0a3aJbHOTO PO3MOJALTY iX Y KIITHHI.
Bucoky iHTEHCHBHICTh UTOXIMIYHOT Ca**-AT®azuoi peaxirii, 04eBUIHO, MOYKHA MOSICHUTH TaKOX
BEJMKOIO KinbKicTio Ca?*-kananis Ha muasmanewmi (Chatterjee et al., 2000; Bushart et al., 2013; Toyota
et al., 2013; Nakano et al., 2021; Xu et al., 2022). Te, mo Hu3bKi KOHIEHTpaii 6nokaropis Ca®*-
KaHaJiB iHri0yBaiu rpaBiTPOIIHY PEaKIilo, MITBEPIKYE 3HAUCHHS TBOX CUCTEM Y PEryJIsilii BXO1y
1 Buxody Kaibllito. He € HecnoniBaHOIO BHCOKa aKTHUBHICTh Ca?*-AT®da3 y 30HI siapa, sKe
(yHKIiOHYE 3 BEJIMKMMU €HEpPreTHYHMMH BMTpaTaMu. A minBuieHa akTuBHicTh Ca®"-AT®da3Hoi
aKTHUBHOCTI B 30HI 30CE€PEDKEHHSI aMUIOXJIOPOILIACTIB B amiKaJbHI YacTUHI KIITHMHU, OYEBU]IHO,
OibIe CBiTYMTH PO CTPYKTYPHY, a He GyHKIioHambHY poib Ca®* y MemOpaHax muacTu,.

Otox, pe3yabTaTd AOCTIDKEHb PI3HHX HUTYACTHX CHUCTEM: MpOTOHema, pusoimu Chara,
KOpEHEBi BOJIOCKM, MMIIKOBI TPYyOKH, MiATBepMKYIOTh TpioputeT Ca?* B iHmykiii rpasirpomizmy.
BaxxnuBo Te, 110 Bke Ha cTafii nepuemniii GopMyeThes TpaieHT Ca?*, sikuii BimoOpaxae crienudiky

CUTHaJI3aIlii BcepeAnH KIITHH, BiJl YOTO 3aJIEKHUTh TPAHCAYKIiSI CUTHAY Y TPaBITPOIHUHN PICT.
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7.3. TOPMOHAJIBHA PETYJISIIIA I'PABITPOIII3MY TPOTOHEMH MOXIB

PoctoBi pyxu OaraTOKIITHHHMX POCIUH — (OTO- 1 TPaBITPOII3M, TICHO KOPENIIOITH 3
narepanbHuM nepemimennsm [OK (Merkys, Laurinavicius, 1990; JlemkiB Ta iH., 2006; Vanneste,
Friml, 2009; Roychoudhry et al., 2013; Xopkasuis 1a iu., 2015; Braun et al., 2018). [{ns HuTyactux
CTPYKTYp 3 amikaabHuM pocToM ydacTb IOK y pocToBUX pyxax HE € HACTUIBKH OYEBHIHOIO, K JUIS
kBiTKOBUX pociivH. [Iporonema moxiB cuHTe3ye IOK Ta B ii cTonoHax (yHKIIOHYE TpaHCIIOPTHA
CHCTEMa ayKCHHY 1 IX y4acTb JJaBHO BU3HaueHa y nudepenuianii ramerodiry (Jlazapenko, [lemkis,
1968; Bopp, 1990). IOK perymtoe NIBUIAKICTh POCTY aIMKAIBHUX KIITHH, TA()EPEHITIAII0 KayJIOHEMH,
KOPEJSTHBHE TalbMyBaHHS TalyKeHHs, 3aKiagaHHs OpyHbok ramerodopis (Johri, Desai, 1973;
Lehnert, Bopp, 1983; Johri, 2020). 3 Bukopucranasm mideHoi IOK miaTBepmkeHo Oa3uIeTaibHui
TpaHCIIOPT TOPMOHY B KayjaoHeMi i pusoimax Funaria hygrometrica, ramerodiri Plagiomnium
undulatum (Rose, Bopp, 1983; Rose, et al., 1983). Bmict engorennoi IOK Bu3HaueHo y mpoTOHEMI
F. hygrometrica, Physcomitrium patens, Polytrichum formosum i BctanoBI€HO, 1110 BiH HIXKYHH, HDK
y KBiTKOBHX pociuHax (Bopp, 1980; Ashton et al., 1985; Jayaswal, Johri, 1985).

Ha rpaBiuyTnuBicTh 1 TPaBITPONMHHWN PICT MPOTOHEMH BIUIMBAIOTH (PITOTPOMIHM, K1
crnenudiuHo 1HTiOYIOTH TOJSPHHUN TPAHCIOPT ayKCWHIB. [[1s1 BHMBUEHHS TNWTaHHS IPO y4acTh
ayKCHHIB y TPaBITPOITI3MI MH MpOaHATI3yBaIM A0 PI3HUX POCTOBHX PEYOBHH, 30KpeMa OJIOKATOPiB
tpancnopTy IOK Ta CHHTeTUYHUX aHAJIOTIB ayKCUHY:

IOK — iHAOJLIONTOBY KUCIOTY

1-HOK — 1-HadTHUI0UTOBY KUCTIOTY

H®K — N-1-nadTundranamoBy KHCIOTY

[TXIMK — p-x10pdeHOKCHI30MacsIHY KUCIOTY

2,4-]1 — 2,4-muxnoppeHOKCHOLUTOBYKHUCTIOTY

TUBK — 2,3,5-Tpuito10eH30HY KHCIOTY

®dirorponin HOK y mexax xonnenrpamii 0,1-3,0 MM He 3MmiHIOBaB (OpMHU BEpXiBKH
amniKanabHOI KJIITHHH, HE TIOPYIIYBaB 30HAJIBLHOIO PO3MOALTY aMUIOIJIACTIB Ta ICTOTHO HE 3MEHIITYBaB
YacTKy 3TMHIB 1 3HaYeHHs KyTa rpasirponHoro 3runy. Ha 10 MmxM konuentpanii HOK 3miHroBaBcs
po3noain miuactui i OyB 3a0J0KOBaHUM I'paBITPONHMM picT. Pe3ynbraTH aHanizy BIUIMBY Pi3HHX
koH1eHTpauii HOK Ha rpasirponHuiil 3ruH HaBeieHi Ha puc. 33.

[Tounnaroun 3 0,5 MkM HOK pi3ko 3MeHIIyBaBcs KyT I'PaBITPOMHOTO 3THHY, OJHOYACHO
3MEHIIYBaJIaCh YacTKa IPaBiuyTIMBUX KJIITHH aX JIO TMOBHOI BTPAaTH IPaBidyTIMBOCTI Ha BUCOKHX
koHIeHTpauisix. Yactkoso aito HOK 3nimas ananor aykcuny 1-HOK. fkmio y cepenoBuiie BHOCHIN
cymim 000X ¢iroropmoHiB, To iHridiropuuit BB HOK 3MmeHmryBaBcs, a rpaBITpOMHUNA PICT 3

4acoM BiHOBMOBaBcs (puc. 34). Y cymiuli (piTOrOpMOHIB SBHUH POCTOBUH €EeKT OTpUMaIH, KOJIU
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koHnenTpanis HOK 6ymna 10 MxM, a 1-HOK — 20 MxM. ['paBiayTnuBicTh BitHOBIIOBaIM Maibke 80%

KJIITHH 1 KyT 3rHHY 30U1b11yBaBcs 70 16°, mopiBHAHO 3 5° Ha cepenosuili 3 HOK.
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Konnenrtpanis HOK, MmxM

Puc. 33. BrumB pizHux koHueHTpaiii girorporiny HOK Ha rpaBiTpornHuii 3ruH amikaibHAX

kiaitiH nmpotonemu Pohlia nutans
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1 2 3 4
KonnenTpanii pedoBuH: 1 - KOHTPOJIb;
2 - 20 mxM 1-HOK; 3 - 10 MkM HOK;
4 - 20 MxM 1-HOK+10 mxM HOK
Puc. 34. Jlin ¢itoropmony 1-HOK, ditorponiny HOK Tta ix cymimeil Ha rpaBirpomnizm

o

nporonemu Pohlia nutans

HO®K ranemyBana Takox picT mpoToHeMH. Sk moka3aHo Ha puc. 35, 301IbIIEHHS KOHIEHTpallii
¢iroropmony Bin 0,5 10 1,0 MKkM cnoBinbHIOBaO MBUAKICTE pocTy: ipu 1 MKkM H®K — npubnuzxo
Ha 26 %, a 10 MkM — Ha 69 %. Cnabmry iHriGiTopHy aito, nopisasHo 3 HOK, Bussisna 20 MxM
HOK, 3menmryroun mBuakicte pocty auiie Ha 10%, TOpiBHAHO 3 KOHTPOJIEM.

[Hmi ¢iTorponinu Takoxx iHriOyBamu rpasitpomnizm (tabn. 15). Ha xonnenrtpanii 10 MmxM
THUBK 3mmkysamacs rpaBitponHa peakuis 60 % amikambHux KimitmH, a 2,4-]] iHriOyBana

rpaBiTpoMi3M Ha 3Ha4yHO BUILIH 40 MKM koHueHTpauii y 65 % KiIiTuH.
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10 20

Konnenrpartii peaoBuH, MKM:
0,5-10 - H®K; 20 — 1-HOK

Puc. 35. B HOK i 1-HOK Ha mBuakicTs pocty npotoHemu Pohlia nutans

Taomums 15

Bruus ¢i3ionoridHo akTUBHUX (QITOTPOIIHIB HAa TpaBiTPOHUIA picT npotoHemu Pohlia
nutans
diroTporim Konuentpariis, II.aCTKa ‘al'IlKaJ'IBHI/IX Kyt 3runy,
MKM KJIITHH 31 3ruHaMu, % rpan
Kontposb 0 93,7+4,1 186 1,4
20 95,0 +9,2 19,7+19
10K 40 42,7+4.8 75+11
3 61,2 +6,3 144 +14
HOK 10 40,1+438 53%£1,0
20 88,5+ 8,3 18,7+1,8
1-HOK 40 30,2+2,2 121+£1.2
. 3 79,3172 18,0+ 2,0
THBK 10 39,8+3,0 85%£0,9
+ +
2411 20 742+71 158+19
40 345+31 85%£0,9
TIXIMK 10 61,3 £5,9 11,3+1,.2

Anraronict aykcuny IIXIMK, Ttak camo sx i TUBK, npossnss cnabumry inribyrouy it Ha

I'PaBI3rMH BEPXIBOK alliKaJIbHUX KIITUH. Ha OCHOBI pe3ynbTaTiB MONEPEaHIX JOCTIHKEHb PO BILJIUB

aHTHU-ayKCUHY Ha PICT NPOTOHEMH MOXIB, a TaKOX Yy4acTh IMOJIIPHOTO TPAHCHOPTY ayKCHUHIB B

amikanbHOMY AoMiHyBaHHI (JleMkiB Ta iH., 1999), npoananizoBano mito poctoBux pedoBuH (IOK,

HOK, ITXIMK) Ha ramy>keHHs KJIITHH IpoTOHEMH (Tabm. 16).
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Tabmuus 16
Brme (i31010rYHO-aKTUBHUX PEYOBMH HA TATY)KEHHS IHTEPKAJSPHUX KIITUH HMPOTOHEMH

Pohlia nutans

KoHuerTpartis HIBuKiCTE pOCTY, Knituna, o Koedirient
MKM TO noraiy3usuacs™® rajly’>KeHHs**
Kontposb 13,1+1,2 42+0,1 38,7+4,2
10K, 1 MmxM 16,0+ 1,5 58+0,1 10,8 £ 2.8
H®K, 5MxM 10,0+1,2 28+0,1 51,4 +3,1
I[IXIMK, 5MxM 98+1,0 3,3+0,1 45,3+ 3,0

Ipumimku:* — HOMep KIITUHHU, paxylouH BiJ amiKaibHOT;

** — BIMHOIIEHHS KUTBKOCTI KJIITHH, 10 TIOTaTy3WJIHCS, JI0 3araIbHOT KUTBKOCTI KJIITHH y CTOJIOHAX

Ha BinMiny Bin antu-aykcuny i ¢irorpomniny, IOK rampmyBana ramyXeHHs IHTEPKAISIPHUX
kiituH. [ito HOK 1 IIXIMK moxHa BUAUTUTH K cnenudiuHy JUisl radyxeHHs. SKio B HOpMi
rajyswiacsd 4eTBepTa KIITHHA, TO i BIUIMBOM (ITOTPOIMIHY 1 aHTU-AyKCUHY Tally>KEHHS
TepeMIIanocs 10 BEPXIBKH CTOJIOHY 1 MOTally3WiIacs arikajibHa Ta cyOamnikajibHa KIITHHU (puc. 36
0). llIBuakicth pocTy mpoToHeMHU Ha mifiOpanux Hamu koHreHTpamiasx HOK i1 [IXIMK ictoTHO He
3HIWKYyBajacs, 3a BUHATKOM [OK, sika Tpoxu akTuBYyBasa BUAOBXKECHHS KIITUH. By sk KOHIIEHTparii
H®K i [IXIMK ranpmyBanu picT amikaabHUX KITITHH. OTKe, MOKHA JOMYCTUTH, IO il BILTHBOM
H®K i [IXIMK 3MeHIHBCS BMICT €HIOTEHHOTO ayKCUHY y APYTii (cyOarmikaiapHii) KIITHHI, 110

3Hs10 iHTI0iTOpHUM BB IOK Ha ramy)keHHs IHTepKaIAPHUX KITITHH.

Puc. 36. Buus ¢ditorponiny HOK i aykcuny IOK (iHponuionToBa KucioTa) Ha TadyKeHHs
writuH npotonemu Pohlia nutans (Hedw.): a — koHTpoJb, morany3uiacs 4eTBepTa iHTEpKaIsIpHA
kiaithHa; 6 — mig BmimBoM H®K noramy3unucs amikaneHa 1 cyOamikaimbHa kiiTMHH; B — IOK

3arajibMyBaja rajyKeHHs IHTepKalIpHUX KIiTuH. 36. 300%

Sxmo nopiBaaTy Aito IOK 1 ananora aykcuny 1-HOK Ha rpaBiTponHuii picT, TO TUIBKH BUCOKI

KOHIIeHTpalii (iTOropMoHIB mociadiaoBaiy rpasiTponHy peakuioo. Konmnenrpauis 40 mxM IOK
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iHridyBana sk KUIbKICTh 3THHIB, Tak 1 BennunHy KyTa. 1-HOK icToTHO 3HMXyBana juine BiICOTOK
3rUHIB 1 MEHIIE BIUIMBaia Ha KyT (Tadmn. 15). [Tokasano (Schwuchow et al., 2001), mo 1-HOK He
BILIMBAJIA HA HAMIPSIM POCTY MO3UTUBHO TpaBiTpornHoro myranta C. pUrpureus, Ha BigMiHy Big JUKO1
¢dopmu. He 3MmeHmyBanmacs TakoX KUIBKICTh KIITHH, siKi pociu rpaBitponHo. Toxi sk HOK
CTUMYJTIOBaJIa JIC30PIEHTAIII0 TPABITPOITHOTO POCTY CTOJIOHIB AMKOI ()OpPMH, B PE3yIbTaTi 4OTO
HampsM pOCTy Mir 3MiHUTHCS ax Ha 180°.

Moxu CHHTE3yIOTh ayKCHH, MOYMHAIOYM 3 IOBEHUIbHOI MPOTOHEMHOI CTajli, 1 €HJOTEeHHI
¢iToropMoHu OepyTh ydacTh Oe3MOCepeIHBO y PETYIsLi0 POcTy 1 po3BUTKY rametodiry (Bopp,
1953; Kofler, 1957; JlemkiB, Ta iH., 1999). ExciepumenTtanbro nokaszano, 1mo IOK rametodity Moxis
Ma€ [IUPOKHM CHEKTp [ii: CTUMYNIIOE PICT amiKaJbHUX KIITHH, KOHTPOJIIOE TallyKEHHS
iHTepkansapuux kiituH (Jlazapenko, JlemkiB, 1968), akTuBye nudepeHmialilo KayJlOHEMHU,
yrBopenHs pusoinie (Johri, Desai, 1973) ta 3axmamganus Opyapok (Bopp, 1953, 1974; Chopra,
Vashistha, 1990).

basuneransuuit Tpancnopt [OK BinOyBaeThcs y HU3II MOOJUHOKUX KIITHH XJIOPOHEMH I
kaynonemu (Rose, Bopp, 1983; Rose, et al., 1983) ta y mHCTKOCTEOIOBHMX IMaroHaXx MOXIB
(Schwuchow, et al., 2001). Ananiz 6a3uneransroro tpancropty IOK B kiIiTHHAX KayJloOHEMH Ta
pusoinie F. hygrometrica i Plagiomnium undulatum cBiguuTh npo HasBHICT Yy KIITHHAX
crenu@IuHUX TEePEeHOCHUKIB BXOAY 1 BHUXOJY ayKCcHHY. SIK (YHKIIIOHY€ TpaHCIOpPTHA CHUCTEMa
MIEPEHOCHUKIB BCHOBIICHO JIJIs MPOTOILIacTiB mporoHemu F. hygrometrica (Bopp, Geier, 1988; Geier
et al., 1990; Braun et al., 2018) na npuknani Buseaeaust IOK 3 kiaitunu: dirorponinun HOK i TUBK
iarioyBanu Buxin IOK, BinxmosigHo BMicT IOK y npoTtormiactax 3011bI1yBaBcs.

JlocmipKeHHsT TOPMOHAIBHOTO BIUIMBY Ha TpaBirpomisM mpotonemu Pohlia nutans ceimuuts
po 3HaueHHs OasunetanbHoro Tpancnopty IOK y Tpancaykiii rpaBicTuMyny B OJHINA BEpXiBKOBIi
kiiTuHI. Bucoki konuentpaii exk3oreHHoi IOK icTOTHO ranbMmyBanu ranxyXeHHSI IHTEPKaISIPHHX
KJIITHUH Ta 1Hri0yBaiu KyT rpasirponHoro 3runy. Cunrernuna 1-HOK He nuine 3HMXKyBania yacTky
HETaTHBHO TPaBITPOIIHUX CTOJIOHIB Ta KYT 3T'HHY, a i MOPYIIyBajla OPi€HTALII0 POCTY, CTUMYJIIOI0UN
MO3UTHUBHO I'PaBITPONHUMN 3rMH. MabyTh 110 Bucoki koHueHTpauii sk IOK, tak 1 1-HOK npuzBoasars
10 HaUIMIIKY (ITOTOPMOHIB y KJIITHHAX, a WMOBIpHIIE Te, IO IXHIM HEraTUBHUM BILJIUB
3YMOBJIEHHH IECTPYKLIEIO anikanbHO-0a3anbHoro rpaaienTy IOK. Takuii BHCHOBOK MOKHA 3pOOUTH,
aHANI3YIOUN peaKIlilo KITHH Ha fito ¢irorponinis HOK i TUBK ski, K BiTomo, 3B’A3yI0ThCA 3i
cneunpiuanMu nepenocnkamu [OK 1 610Ky10Th ii BUX1J 3 KIIITHH, BIUIMBAIOYH Ha IPATIEHT ayKCUHY
B PELENTOPHUX KIITHHaX 1 opieHTalito pocty. IloaiOHi pe3ynbTat Mpo BIUIMB (ITOTPONIHIB Ha
rpaBitponizm onepxkaHo i nporoHemu Ceratodon purpureus (Schwuchow et al., 2001). Tomy,

HpaBOMipHI/IM € 3aKJIIOYCHHs, IO MOJIIpHa TPAHCIIOPTHA CHUCTEMaA (I)iTOI‘OpMOHiB 3a Yy4acCTro
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crnienr()iYHUX MEPEHOCHHKIB 1 €HJAOTCHHUH IPaIieHT ayKCUHY 3a0e3Meuye armikaibHe TOMIHYBaHHS i
IPaBITPONTUH 3TUH CTPYKTYP 3 BEPXIBKOBHM THIIOM POCTY.

[IpuBepTaroTh yBary MOJICKYJISIpHI MEXaHI3MH MDKKIIITHHHOTO TPAHCHOPTY 1 3B’SI3KY ayKCHHY
3 penentopoM Ta audepeHIifHOT mepeaadi CUTHATy, a TaKOX JUCKYCii HAaBKOJIO IUX TPOIICCIB
(Roychoudhry et al., 2013; 2017; 2022; Wang, et al., 2015; Pernisova et al., 2016; Yoshihara,
Spalding, 2017; Waidmann et al., 2019; 2020). Pe3yapTat mociimkeHb crenudiku B3aemMoii
cyOcTpaTt/niranj, cBiyarh, 0 Y TPAHCIIOPTHIA CUCTEM1 ayKCUHY CaliTH BUXOJY 1 A1l AyKCHHY J1y’Ke
noAi0H1. BinnoBinHo, 3p00I€H0 BUCHOBOK MPO 1IEHTUYHICTH 200 JIyXKe OJIM3bKY FOMOJIOTII0 O1IKIB-
MEPEHOCHHUKIB 1 OKiB-TpaHcmoprepiB aykcuny (Hertel, 1983; Sack, 1997). Ha npoTuBary mpomy,
crenuQiuHicTh epeHocHuKIB BxoAy 1 Buxony IOK Biapizusersca. Hampuknan, Bigomo, mo 1-HOK
aKTUBHIIIE CTUMYIIIOE TPAHCIIOPT ayKCHHY 1 MA€ Ny)K€ HU3bKY CIOPITHEHICTh /0 NEPEHOCHHKIB
Bxoay aykcuny (Delbarre et al., 1996). To6to, mpupoga CEICKTHBHOI TPAHCIIOPTHOI CHCTEMHU
ayKCHHY HEOJIHAKOBa, XO4a € CHUIbHI pelenTopru—MeniaTopu Iii aykcuHy. Tak caMo (pyHKI[IOHYe
TpaHCIIOPTHA cHcTeMa aykcuHiB y MoxiB (Rose, Bopp, 1983; Nymann, Cutter, 2011; Glime, 2017;
Braun et al., 2018). 3aramom TpaHCIIOPT ayKCHHY € HEOOXITHHM CIIEMCHTOM BCTAHOBIICHHS i
MATPUMaHHS TOJSIPHOCTI KJIITHH. [lopylieHHs y TpaHCHOPTI ayKCHHY BEAYTh 10 PEIyKITii
amiKaJbHOTO JIOMIHYBaHHS Ta IHIIMX ayKCHH-3aleXHUX (GeHoTunHuX 3MiH. HOK, sx exzoreHHa
[IXIMK, un 1-HOK, cTumystoBaa miIBUIIEHHS ayKCUHY B alliKaJbHIM KIITHHI 10 CyOONITUMATBHOT
koHIeHTpaiii. [le iHridyBano amikanbHEe JTOMIHYBAaHHS 1 aKTMBYBAJIO TATY)KCHHS KJIITHH, Y TOMY
yuci BepxiBkoBux. HOK 6nokysana BB 1-HOK. Ilpupona konkypentHo1 B3aemoii Mmbk HOK i
1-HOK =neBinoma, ane, oueBuaHo, 1-HOK morna crumyntoBatu nito Tpancnoprepis Buxoay [IOK 3
KIiTHHA. 3rigHo 3 pesynbpratamu gociimkerb (Roux et al., 2001), exsorenna AT®, sika mopyiiye
HOpMaJbHUH rpanieHT AT® Ha mna3MaTuyHii MeMOpaHi, MPUTHIYY€E BUTIK AyKCHHY 1 TPaBITPOII3M.
BBaxaroTh TakoX, 110 €KCIIOPTEPOM ayKCHHY MOXKYTh Oyt AT®-3anexHi moMmu.

OTtpumaHi pe3ynbTaTu cBiq4ath, mo ¢itorpornin HOK inridye rpaBiTponHuii 3ruH OUIbIIE, HIK
pict nmporonemu. Sfkmo 3 mMxM HOK inribyBana 3run Mmaibke 40% KIITHH, TO PICT KJIITUH
crioBibHIOBaBCS Ha 32%, (Tabm. 151 16). Tobro, HOK nisna cnenudiuninie Ha rpaBi3rvH, HOK HA
pict. Ane, ockinbku HOK iHriOysana mBUAKICTE POCTY NPOTOHEMHM 1 HMIBHJKICTH I'PaBITPOITHOIO
3TUHY, PO3AUIATH i 1B €PEKTU HE LIIKOM ITPABOMIPHO.

Huspki konnenrtpauii ¢irorponiny H®K, na Bigminy Big 1-HOK, Moxyrs HaBiTh
CTUMYJIIOBATH I'PaBITPOII3M, aje CTUMYJIIOI0YA i (PITOTPOIIHY 3HAXOIUTHCS y BY3bKOMY IHTEpBai
KoHIeHTpauii. Toxi sik konueHTpanii 6utbiri Big 0,5 MkM GiiokytoTs rpasitponizm. 1-HOK, 3aBasku
CIOPITHEHOCT] A0 peLenTopiB, sKi NEPEHOCATh AyKCHH 13 KIITHHH, 3HIMala 1HTiOITOpHUI BILJIMB

HO®K Ha MDKKITITUHHUE TpaHCHOPT ayKCHHIB, YHACHIiJJOK 4Oro 30epiraBcs amikalbHO—Oa3abHUI
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TPaJieHT MOTOKY (piTOrOPMOHIB, a TpaBITPONHUI picT BigHOBIIOBaBCs. [lepeTBOpeHHsT MeXaHIYHOT
€Heprii y rpaBiTpONHUN 3TUH MOSCHIOIOTH CTATOJITHOIO KOHIICTILIEI0 OCITaHHS IUTACTHJ, sKa
niaTBepKeHa y Oaratbox podotax (Barlow 1995; JlemkiB Ta in., 1997; Sack, 1997). OcroBHIM
MEXaHI3MOM 3aJIMIIAETHCS PyX 1/a00 TUCK aMUIOIDIACTIB y TPaBITAIMHOMY TIOJI, SIKHI TIepeaacThCs
Ha eJIEMEHTHU ITUTOCKENIETY, KOTPI ePECHIIAIOTh CUTHAII HA TIEPEHOCHUKH BHXOJly ayKCHHY CYCITHIX
mem6Opan (Goodbolé et al., 2000).

OcCOoOHUBICTIO IPOTOHEMH MOXIB € rpajienT eHorenHoi IOK i Ca?* | mo Mae B amikanpHEX
KIIITUHAX OJIHAKOBY aliKajibHO-0a3ajbHy HaNpaBiEeHICTh. SIKIIO BpaxoBYBaTH cHelu(IKy 3THHY
amniKalbHUX KJIITHH, Y IKUX 3MIHa Opi€HTAIlli pOCTy B110OYyBa€eThCs BHACTIIOK IEPEMILIEHHS! pOCTOBOT
30HM B KYIOJII alliKaJbHOI KIITUHU, a HE TU(EpEeHLIHHOTO POCTy, TO OCOOIUBOCTI IPaBITPONIIZMY
0araTOKJIITHHHHUX OpraHiB KBITKOBUX pociuH (Hertel, 1983) He MOkHA MONMIUPIOBATH HA IPOTOHEMY
MoxiB. baszuneransuuii Tpancrnopt IOK B amikanpHiN KIITHHI TOJsIpU3ye 11 QYHKIIIOHATBHO 1 €
YYTJIMBUM CEHCOPOM JI0 €HIOTEHHMX 3MiH Ta celuMeHTarlii aminormiactis (Merkys, Laurinavicius
1990). CeaumenTarriss aMUTOIUTACTIB CHPUYHMHIOE JIOKAJIbHE ITiABHIICHHS Ca?*-AT®da3 y 30HI
OCITaHHS TUTACTH]I 1 MICIAX KOHTakKTy 3 eHpomeMOpaHamu (lemkuB u np., 1997). Tomy moxxHa
nomyctutH, mo aktusamis Ca?*-ATda3 Oyne iHmyKyBaTH jaTepanbHy Bick Tpancmopry Ca?' i
BIJIMTOBIIHE TIEPEMIIICHHS Ca?*-xaHasiB Ha TUIa3MAaTHYHIN MeMmOpaHi KIITHHU. PiBHOmIHA cuia
HanpsIMiB Ga3HIeTaTBbHOTO i JaTepanbHoro notokis Ca®* Gyse 3MilryBaTHCs Bl IEHTpa Ha GOKOBY
JTUISTHKY areKca BEpXiBKOBO1 KIIITUHH, IHIIIFOIOYH HOBHUH MOTIK 10HIB KabIlit0. Bij 3MiHU TOJISIPHOTO
tpancropry Ca?* 3anexunts Hanpam motoky IOK i kopekiis Ta 3MillleHHs POCTOBOT 30HH. SIKIIO
MOPYIIUTH TPAHCTIOPT ayKCHHY (PiTOTpOmiHAMH, TO 1€ 3a0JIOKYE PICT 1 CIPUUHATTS TPaBICTUMYITY
(Xopkasuis, ewmkis, 2003; JlemkiB Ta iH., 2006). OTXKe, y TpaBITPOII3MI amiKaabHOI KIITHUHH

MIPOTOHEMH JIOMIHYE MOJIsIpU3yiova, a He pocToBa ¢yHkiis IOK.
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8. TPABIMOP®OT'EHE3 TAMETO®ITY MOXIB

8.1. T'AJTYKEHHS KJITHH IPOTOHEMHU CERATODON PURPUREUS B YMOBAX
3SMIHEHOI TPABITAIIII

Pocnmau KoperyroTh CBiif picT BITHOCHO CBiTJIa Ta rpaBiTallii 3aBsIKH ()OTO- Ta TPaBiTPOIIi3MY,
10 € BU3HAYAIBHUM JUTS JAeTepMiHalii raditycy. @opma poCiIrHA 3aIeKUATH MEPEAYCIM BiJl CIOCOOY
TaJIy’)KeHHS 1 KyTa HaXuily O14YHMX TUIOK, SIKUi nepeOyBae i BIUTMBOM MOJISPU3YIOUOT [11i rpaBiTarii.
I[le — 3arasbHOOIOJIOTIYHE SIBUINE Ta TMPUKIA] CaMOOpPraHizaiii pPO3BUTKY, IO KOHTPOJIIOE
CTPYKTYpHY crenudiky KyTa HAaXWiy TilOK BIPOJOBX OHTOTEHE3y POCIMH. Moro peamisaris
BHMArae CTporoi KOopJuHallii pocty Ta mpostideparlii KIiTHH, 0 3aJIeXKaTh BiJ] pO3MOALUTY ayKCHHY
1 no3u rpasitaniitnoi cunu (Herranz, Medina, 2014; Kordyum, 2014). Iloxut kiiTuH, raityKeHHs i
PICT JaTepalbHUX rady30K JOCTIKYBAIU SIK IpaBi3ajekHl IPOLECH PO3BUTKY, 110 KOHTPOJIOIOTHCA
(biToropMOHaMu, MOJIOKEHHAM fJIpa B KJIITHHI Ta JOKAJIbHOIO aKTHBALIIEI0 €JIE€MEHTIB IIUTOCKeNIeTa
(Xopkagriis, Jemkis, 2003; Jemki Ta in., 2009; Kordyum et al., 2009; Xopkasmuis ta in., 2014,
2015; Lobachevska et al., 2022).

ExcnepuMmeHaibHO BH3HAUEHO, IIO MPOCTOPOBA OPIEHTAIls] OOKOBHUX TaTy30K 3aJICKHUTh Bl
rpaBITAIliiHOTO BEKTOpa. Po3kimamaroum dYamkd 3 TPOTOHEMOIO [Tl PI3HUMH KyTaMH JI0
TOPU30HTAIBHOI MOBEPXHI, MM METOJMYHO 3MIHIOBAJIM BEJIMYMHY CHJIM THCKY 3€MHOTO TSDKIHHS Ha
pociuan (Tabmn. 17). Kyr narepanbHHX TUIOK BIIHOCHO TOJIOBHOI OCi POCTY MPOIOPIIIHO
30UTBIITYBaBCA 13 3MEHIIEHHSM KyTa HAaXWIy 4YallOK 1 YHAcHiJOK 30UIbIICHHS BEIMYUHU
IpaBITAI[IHHOT CHJTH, TOI K KIIHOCTaTYBaHHS 3MEHIITYBAJIO JIiF0 CHJIM I'paBiTallii B yCiX BapiaHTax
JOCIIDKEHHS. BiAnmoBiqHO 10 KyTa JaTepajbHUX Taly30K, PiCT TUIOK 3MIHIOBAaBCS 3 IpaBi— Ha
IJIari0 TPOTTHHIA.

Taomuus 17
Bennunna KyTiB atepaibHUX rany3ok nporonemu Ceratodon purpureus 3aiaexHo Bin

BEJIMYMHU CHJIM I'paBiTallii

Kyt Haxuny varox Kytu natepanbHUX rany3ox, rpaj
BITHOCHO . .
) KOHTpOJIb, 19 MICNS KIIIHOCTaTyBaHHS

TOPU30HTAII, TPaj

0 82+3.1 87+5.6

30 68 + 3.4 79+3.8

60 45+ 3.2 61+5.2

90 18+ 0.8 43+25

BCTE[HOBJ]CHO, IO 3aKJIaJaHHA TaJIy30K MOKHa KOHTPOJIFOBATH, 3MIHIOIOUH TOJIOKCHHS YalloK

3 IPOTOHEMOIO BITHOCHO BEKTOpa I'paBITallifiHOT CUIIM. AKTHBYBAJIM YTBOPEHHS TaTy30K CBITJIOBUMHU
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JioJaMu, 110 BHIPOMIHIOBAIM YEPBOHE CBITIO HH3BKOT 0,2 MKMOJTb*M °CeK L iHTeHCHBHOCTI y
cnermianeaux kamepax BRIC mporsrom 3 rom, He crumymiooun (ortoTpomizm. Yarmku 3
I'PaBITPOITHOIO MPOTOHEMOIO BUCTABIISUIM TaKUM YMHOM, IIOOM BEKTOPH CBITJIA 1 rpaBiramii Oymnu
30piEHTOBANI MapaJIeIbHO 200 MEPIEHIUKYISIPHO OJTUH J0 OJHOTO: TaTy3KH 3aKJIaalIucs 3aJIeKHO
Bijl HANpsIMY JTii 0OMBOX YMHHUKIB (puc. 37).

OpHonarnpasiieHa Jisl iHili0BajIa TaTy>KeHHs 3 ABOX OOKiB cToJiony (puc. 37, a). Konu Bekropu
cBiTia i rpasitaiii (1 g) 30pieHTyBaIM NEPHICHIUKYIISIPHO, & CUJIa TPaBiTallii cTaHOBMIIA 1(, ray3Ku
JOMIHYBAJIM 3 OJHOTO OOKY — y HampsAMi Aii rpasitauii (puc. 37, 0). Y KOHTpoIbHOMY BapiaHTi (pHcC.
28 B), KOJIM IPOTOHEMA BHpOCiIa Ha OutoMy cBiTii, a y kamepi BRIC BexTopwu cBiTna i rpasirarii Oymum
CIpsIMOBaHI MapajiebHo, (K Ha puc. 37, a), TAIy3KH 3aKJIagaincs 3 000X OOKIB 1 KyT HaXuiy Iij

BIUIMBOM T'paBiTaIlii 3SMIHIOBABCS Y MPOIIECI iX pOCTY.
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Puc. 37. Hampsim pocTy jaTepaibHUX Tany30k npotoHemu Ceratodon purpureus 3ajiexHo Bin
opieHTallil BEKTOpPIB CBITNIA (g) Ta rpasitalii (g): a — mapajienbHOo, 0 — MEepHeHIUKYISIPHO, B —

KOHTPOJIb: IPOTOHEMA POCIIa Ha CBITJI; BEKTOPH CBITJIA Ta IpaBiTallii mapajieabHi

Hapgani pict ramy3ok BinOyBaBcsl IBOETAITHO: aKTUBALliS CBITIIOM CTHMYIIOBalla PIiCT KIITHHHOL
CTIHKH IiJ] IPSMUM KyTOM JI0 TIO3I0BAKHBOT OC1 CTOJIOHY HE3aJIeKHO BiJ BeKTOpa rpasiraiii. Bizomo,
IO MiJl Yyac MITO3y MPUIUHAETHCS a00 ) HAcTa€ KOPOTKOTPUBAJIA PEBEPCis IPaBITPOIHOTO POCTY
yHacnigok peopradizanii MT nuTockenery, 1o Nopyuye MexaHi3Mu nepuenuii rpasictumyiy (Cove
et al., 2006). OueBuaHO, 116 MOKE OYTH OJHIEIO 3 MPUYUH, YOMY PIiCT raay3Kd 1O 3aBEPLICHHS
NEepUIOro MoAuUTy BiAOyBaBCs MEPNEHAUKYISIPHO 0 MaTepUHChKOI KiIiTHHU. Ha HacTymHOMYy erami
IICIIS MOJUTY 1 BULUIEHHS JOYipHOT KIITUHU KYT Haxuily 3MeHIyBascs 3 90° o 50° 1 HanpsiM pocTy
raiy3ku HaOyBaB (hikcoBaHOI rpaBizaiexHoi opieHTauii (puc. 37, B). TakuM YMHOM, JIUIIE IICIS

MITO3Y KJIITHHA CTaBajla YyTJIUBOIO JIO I'paBiTallii.
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AmikaipHa KIITHHA NPOTOHEMHM — AaBTOHOMHA CHUCT€Ma CHHTE3y ayKCHHY, SKHHA pa3oM 3
IHIIUMU MeTaboJiTaMu HT10ITOPHOT Jii TPAHCTIOPTYETHCS B IHTEPKAISIPHI KIITHHU, CTBOPIOE TaM
rajpMiBHE TOJIE, YHACIIJOK YOTO TaTy)KEHHS pO3MOYMHaeThCsl B 3—4 KiituHi crosioHy (eMkus,
CeiTHHK, 1985). EkciepuMeHTaIbHO TOBECHO, 0 METAO0OIIYHHN CTaH i, SIK HACTIOK KOPEIIATUBHE
raJIbMyBaHHS TaTy)KCHHS, KOHTPOJIOETHCS B3a€EMOJIEI0 IUTOKIHIHY 3 aykcumHamu (Bopp, 1974;
Hewmkis, 1977; demkus, ®enwix, 1977; Bopp, 1983; Xopkasuis, Jemkis, 2003;).

Ha cBitni kyt 3runy ramy3ok npotoHemu C. purpureuS 3MIHIOBAaBCS B3IO0BX T'OJOBHOTO
crosony Bin 30—40° o 60—80° i B ocHOBI cTaBaB uiariotponHui (puc. 38). Takuii criocid ramyxeHHs
3YMOBJICHHH TIOCTYIIOBHM 3HWKEHHSIM MPOTHIII CHJII TSDKIHHS, IO, Y CBOIO YEPry, PETYIIOETHCS

TOPMOHAJILHO BHAC1I0K MTOCJIa0JIEHHS alliKalbHOTO JOMIHYBaHHS.
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Puc. 38. 3mina kyra Haxminy OokoBux ramy3ok Ceratodon purpureus (Brid.) Hedw. B

anikaJbHO-0a3aJIbHOMY HAIPsIMi B3JIOBXK I'PAaBITPOITHOTO CTOJIOHA

[IpoananizyBaHO BIUIMB ayKCHHY Ta IHTi0iTOpa aykCMHOBOro TpaHcnopry N—1-Hadtui-
¢dranamoBoi kuciaotu (HOK) Ha BenmmunHy rpaBi3aie)XHOTO KyTa JIATEPaJbHUX Tally30K IPOTOHEMHU
C. purpureus. ITix gietro 1,0 MmxM IOK kyT 3ruHy BiIHOCHO BEKTOpa rpaBiTailii 3011biryBaBcs Ha 20°,
a 10 mxkM HO®K 3aranbMoByBana aHTUIPABITPONHY peakiito Trulok. EdexkTuBHICTH BIUIMBY
¢iTOTpONiHY Ha BEIMYUHY KyTa OyJia BUILOIO y 6a3alibHOMY HampsMi, KyT 3MeHIIyBaBcs Ha 15 —20°
(puc. 33). IlpoBeneni qochimKeHHS CBiYaTh, IO OpIEHTAIlisl OOKOBHUX TUIOK 3alE€KUThH Bil BMICTY
¢itroropmoHiB. [IpuurnHOIO HUXKYOT IPaBIYYTIMBOCTI 1 PI3HOT Opi€HTALlli BIraTyKeHb € IHT10YI0Uni
BILJIMB ayKCUHY, CHHTE3 SIKOT'0 30UIbIIIyBaBCs Y MATEPUHCHKIN KIIITHHI, O rayry3uiacs, i y Mopgo3ax
Ha amikaJdbHUX KIITHHAX, SIKI yTBOPIOBAJIWCS TiA BIUIMBOM uepBoHOro cBitia (Bopp, 1983,

Xopxkasui Jlemkis, 2003).
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KninocraryBanHs CTUMYyJIOBaIO 30UTBIICHHS KyTa 3TMHY, a BTpara MOJISPU3YI4oi mii
rpaBiTaiii Masia HaBiTh OUIBIINI IHTIOYIOUMI BIUIMB, HDK BIUIMB ayKcuHy (puc. 39). O1xe, peaykuis
nosisiporo tpancropty IOK, ii BMicTy um 3miHa BekTOpHOI 1ii TpaBiTamii NPU3BOIMIN IO
3MEHIICHHS MPOTH/IIi CHIII 3€MHOTO TSDKIHHSA, 1 SIK HACHIJOK — IUIATIOTPOITHOTO POCTY JaTepaibHUX

T'JTOK TPOTOHEMH.

SER———

0 90 - B KOHTLOID
A 80 4 OXIIHOCTAT
45 70 4
60 - ¥ /
b 1
90 z 301 g/
£ 40 !
135 * 30
20 -
10
180 0 T T 1

0 1r:M IOK 100w MHPK

Puc. 39. Bennunna xyra snarepanpaux ritok Ceratodon purpureus (Brid.) Hedw. B ymoBax

cTayoi 1 3MiHEHO1 rpaBiTallii 1mig BIUIMBOM (iITOTOPMOHIB.

Orxe, momynsmis curHaabHOi cuctemu [OK 3a ywacTio iHTIOITOpa TPaHCHOPTY ayKCHUHY
e(eKTUBHO BIUIMBAE HA BEIMYMHY TIPaBi3aJIie’)KHOTO KyTa 3THHY JAaTEPAIbHUX TUIOK, SKHH
BU3HAYAETHCS €HIOTCHHOIO IPOTHU/IIEI0 aBTOTPOITHOTO 1 TpaBiTponHOTro pocty ([eMkus u ap., 1997).
MabyTh, IPOTUIIIO TPOMI3MIB 1 KYT 3THHY 3a0e31euye nepepo3noaut aykcuny. Kyt 3runy oprany y
MEBHHUX EKOJIOTTYHUX yMOBax HaOyBae O0COOJIMBOrO 3HA4EHHS, 00 Ja€ 3MOTY JiCTaTHUCS A0 JDKEpen
’KMBJICHHS — ITOYKMBHUX PEYOBUH Ta BOJM Y IPYHTI 4 CBITJIa Ha MOBEPXHi cyocTpaTy. MOXKIHMBICTH
PO3IUTHTH rPaBITPOITHY 1 aHTUTPABITPOIIHY PEAKIIii Ta BASHAYUTH POJIb AyKCHH-CUTHAIBHOT CUCTEMH
€ BaroMol0 EKCIIEPUMEHTAIBHOI 0a3010 IS JOCTIPKEHb aHI30TPOIHOTO POCTY JaTepalbHUX
MaroHiB POCIIHUH.

VYV mocmigax 3 Ceratodon purpureus i Physcomitrium patens 3’sicoBaHO OCOOJHBOCTI
rpasipeaxiiiif, o MOB’A3aHi 3 TPAHCHIOPTOM TOPMOHIB Ta akTuBHicTIO Ca?* (Xopkasuis, JeMKiB,
2003; Cove, Quatrano, 2006). Busznaueno, mo Butoky ioHiB IOK mepenye mepeposmomin Ca?*-
KaHaliB i mBuamuii BXin Ca?* y kiituny. Cucrema koperye notik 10K i anikanbHe goMiHyBaHHS,
mo Oyno nopymene fieto exzorenHoi IOK. Tomy B rpaBiTpomi3mi NpOTOHEMH MOXIB CUTHAJIbHY
cucTeMy aykcuHy 3 ionamu Ca®* posrismaroTs sik nosspusyrounii gaxrop (Cove et al., 2006; Jemkis
Ta iH., 2006; XopkasuiB Ta iH., 2015). [1ig 9yac naTepaqbHOTO raTy>KEHHS ayKCHH € IHTYKTOPOM POCTY
MaroHa Ta 3/1ifiCHIOE KOHTPOJIb 3a TPaBi3ajiexKHUM KyTOM 3TUHY 1 aBToTpomnizMoM (Hangarter, 1997;

Khorkavtsiv, Kit, 2013; Roychoudhry et al., 2013). V pi3HUX €KOJOTIYHIX yMOBaX KyT 3THHY OpraHy
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Ma€ Ba)KJIMBE 3HAUCHHSI, 00 1a€ 3MOTY JICTaTUCS 10 JKEPes )KUBIICHHS — MOKUBHUX PEYOBUH Ta BOJIU
y TPYHTI 4H CBITJIa HA MMOBEPXHI CyOCTpaTy.

I'eHepaTOopOM TaTyKEHHS MPOTOHEMH € SAPO 1 MiIBUIIEHA PYHKIIOHAITBHA aKTUBHICTh KIIITHH,
B SIKMX 3IIACHIOEThCA Audepenuinamii pict. Haitbinpm iMOBipHO, 10 MicCIle 3aKiIalaHHs POCTKA —
MPOIIEC CTOXACTUYHUH, a Iporpama TralyKeHHsI KIIITHH HE Ma€ YiTKOi 4acoBOi 3ayiexHocTi. OHaK
eKCTIEPUMEHTAIBHO MOJKHA IHILIIOBATH TEPEIYMOBH I TATY)KEHHS Ta 3MIHHTH JIOKAJi3aIliio
POCTKIB 3aJIe)KHO BiJ Opi€HTAIlil BEKTOPIB CBITJIA 1 rpasitamnii. I1in BiMBOM CBIT/Ia Ta 3a y4acTio
rpaBitalii y neBHiN QUISHII KJIITUHU B1IOYBa€Thbcs CTPYKTYpHA 1 (QYHKI[IOHAJbHA MOJISpU3allis, a
MHO>KMHHA B3a€MO/Iisl KIIITUHHUX KOMIIOHEHTIB IPU3BOIUTH JI0 JIOKAIBHOTO POCTY KIITUHHOI CTIHKH.
OAHMM 3 TaKUX KOMIIOHEHTIB Y JIAHII COPUWHATTSA 1 TPAHCAYKIIi CUTHAITY € SIIPO, SIKE YITKO MITpye
JI0 MICIIS TaTy>KEHHS.

SIKIIIO HaXMJTSUTH Yallk| 31 ciopamu MoxiB C. purpures, P. patens abo Bogopocteit Onoclea un
Fucus BiZHOCHO TOPH30HTAIBHOI MMOBEPXHI, PO PyXajJoCs 10 MICIIA JIoKaizalii puzoina. Hampsm
POCTY IPOPOCTKIB B TAKMX YMOBAaX 3MIHIOBABCS 3aJI€XKHO BiJ MOJIOKEHHS POCIMH HIOJ0 BEKTOpa
rpasitamii (ITyaask ta im., 2002; Nick, 2013).

BcranoBneHo, 110 came TpaBitallisi BIUIMBAa€ Ha HampaBjeHICTh pyxy sapa Ceratopteris
richardii, a BimeocrmocTepe:keHHs B ekcrmepuMeHTi Ha Shuttle cBiguaTh Npo paHAOMIYHE
MepeMIIIeHHs spa 3aMiCTh MOJSIPU30BaHOrO pyxy a0 ocHoBu kimitmaK (Roux et al., 2003; Chebli,
Geitmann, 2011). Omke, pyx sapa nepeOyBae Iix Ii€l0 IpaBiTalliiHOT CHIIM, SKa €HEPreTHYHO
MOOLITI3y€e TPAHCIIOPTHI CHCTEMH, 1110 BUKOPHUCTOBYIOThCS i1 Horo nepemimenss (Cove et al., 2006;
Herranz, Medina, 2014).

[Tokazano, o0 AAPO HE € CTATOJITOM, SIK aMUIOIUIACTH, TOMY IO HE MIrpye 10 OCHOBU
amikaJbHOI KJIITHHHU, SKIIO 3MIHUTH IIOJOKEHHS MPOTOHEMH IIOJI0 BeKTopa rpasitarii Ha 180°
(Schwuchow et al., 2002). OgHak 4iTKO CTBEpDPKYBATH, IO SAPO B IHTEPKAISIPHHUX KIITHHAX HE
3ajlifsHE y peakilii Ha TpaBICTUMYJ He MoXHa. Tak, sapo y cyOamikanpHid kiaiTuHi C. purpures
3HAXOIUTHCSA OJIMKYE JI0 BEPXHBOT IEPETUHKH, aHDXK Y 1IeHTpi (puc. 40). MOXJIMBO TOMY, IO SAAPO €
YYTJIMBOIO KIITUHHOIO OPraHeNolo SK J0 ClabuX CUTHAJIB, TaK 1 MBUAKOI 3MiHM curHainy (Manzano
et al, 2016; Medina et al., 2021,b). KpiMm TOoro, mMexaHiuHi CTHUMYJH JOJYy4alOTHCS 10 CHCTEM
KOHTPOJIIO 32 TOJIOKEHHAM siipa 1 opmMyBaHHSIM (parmMoruiacty Ta KIITHHHOI MEpEeTHUHKH, SIKi
3MIHIOIOTBCS B YMOBAax MIKpOIpaBiTallii, MOXJIMBO YHACJiJJOK BIJIMBY Ha PIBHI peryisuii crasii

kiituaHOTO MKy (Matia et al., 2010; Herrans, Medina, 2014; Jlo6a4yeBcbka Ta iH., 2015).
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Puc. 40. Po3mimenns saep y kiitnnax npotroHemu Ceratodon purpureus (Brid.) Hedw. micns

rpaBicTumyssmii: 1 — qosxkuHa KaitiH 170 MKM; 2 — BIICTaHb SApa 10 KIITUHHOT MEPETUHKH, MKM.

VY kiiTuHAx, MO POCYTh, 1 MiJ Yac TaTy)KEHHS MPOTOHEMH SApPO TOCTIHHO TepedyBae y
JTUHAMIYHOMY PYCl, MITPYIOYH JI0 MICIIS CTUMYJIALIT pocTy (puc. 41). Sapo yacTo 3HaXoaMII0Cs OIS
MicIIs 3aKIaJaHHs POCTKA I TIepe]T HOro YTBOPEHHSIM, BUTIEPEKAIOUHN PICT KIITHHHOI CTIHKA (pHC.
41, 2), nimunocs (puc. 41, 3,4) i moBepranocs Ha3aq B meHTp Kiaituau (41, 5).

[Ticns kTiHOCTaTYBaHHS TPOTOHEMH PYX sJipa BIAPI3HABCS BiJl TPOTOHEMH, 1110 POCTIA HA CBITIII:
IHKOJIU SIIPO MPOJIOBXKYBAJIO PyXaTHUCH, a alleKe ray3ku Bke OyB 4iTko copmoBanmii (puc. 41, 1,6).
MexaHismMu pyxy sapa i MopdosoridHoro egekTy BU3HAYCHI HEAOCTATHHO YITKO. MOXKIHBO,
3MIHIOBaBCSl KOHTPOJIb S/Ipa 38 MOBHUM KJIITHHHUM IUKJIOM — POCTOM 1 MITO30M KJIITUHU, MDK SIKUMH
ICHye KOpeJsIlis, OJHAK HE HACTUILKM MilHA, IIOOM HEe 3aJIe)KaTH Bij TpaBiTailii, sIK OJHOTO i3
cratnyHuX ekosoriyamx dakropis (Cove et al., 2006; Medina, Herranz, 2010). Yacrime, aHik Ha
MPOTOHEMI], 110 pOcia Ha CBITJIi, pOCTOK YTBOPIOBABCS y BEPXHIN YaCTHHI KIITUHHU T'PaBITPOMHOT
MMPOTOHEMH, MakXe I OTIEPEUHOI0 epeTHHKOI (puc. 35, 2). ToOTo, K HHU3KA HIIMX MPOIECIB,
SIKi MU OOTOBOPIOEMO, MICIIC 3aKJIaJaHHs JIATCPAIbHUX Tally30K, SIK HEJIETEPMIHOBaHA 30HA POCTY,
MOAU(IKYETHCS 32 YUACTIO rpaBiTaliifHOT cuu. PerynsaropHi GyHKIIIT Aapa TaKOK MOXKYTh 3aJI€KaTH
BiJ] BIUIMBY 30BHIUIHUX (DaKTOPIB SIK HA TOPMOHAJIbHE CHIBBIAHOIIECHHS, TaK 1 HA TEHHY €KCIPECIto
(Matia et al, 2010; Manzano et al., 2016).

VY niteparypi uMMano BIIMIHHHUX MOSCHEHb KOOpAMHALI pocTy 1 mposmidepanii mig BIUIMBOM

MIKpOrpaBiTanii (HampyuKIIaja, KIITHHHOTO [IUKITY, PO3BUTKY KJIITHHHOI CTIHKH, BUJOBXKEHHS KIIITHH).
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Puc. 41. Tonoxenns siyep y kiituHax npotonemu Ceratodon purpureus min 9ac ix raixyKeHHS:
a — mpoToHEeMa 31 CBiTJIa; 2-5 — rpaBiTpOIHA MIPOTOHEMA; 6-7 — TPOTOHEMA ITICHIS KIIIHOCTAaTyBaHHS;

mTpux — 20 MKM.

B yMoBax Mikporpasitailii MITOTHYHHIA UK CKOPOUYYEThCS YHACTIIOK 3MiH TPUBAIOCTI MEPIOIiB
craaii G1 i G2 (Medina, Herranz, 2010). 3okpema, y Kocmoci mpostidepartis Moxe miaBHITyBaTHCS,
a TPUBAJICTh BUIOBKEHHs KiiTuH 3MeHIryBarucs (Matia et al., 2010; Kordyum, 2014; Manzano et
al., 2016). BpaxaroTh, 1m0 picT i mOALT ,po3’€aHaHi”’, yHacmimok ckopouenHs Gy ¢asu, mo
MPU3BOJUTH JIO aKcenepallii KIITHHHOI Moaury 1 (opMyBaHHS YHMCEIbHUX, KOPOTKUX KIITHH. Y
iHmomy excriepumenti 3 Arabidopsis thalina y kocmoci emiepManbHUX KIIITHH OyJI0 MEHIIE, HIK Y
KOHTpoJTi Ha 3emuti, yHacainok Bumomkenus it (Paul et al., 2012; Medina, et al., 2021,a,b).
I'paBiTponHuii picT miJ 4Yac MITO3y NPUIMHSIETbCS a00 XK HACTae KOPOTKOTpHUBAlla peBepcist
yHaciok peopranizauii MT muTockeneTy, o nopyurye MexaHismu nepuentii rpaBictumyny (Cove
et al., 2006; Matia et al., 2010). OueBuHO, I1e MOKE OYTH OAHIEO 3 MPUYKH, YOMY KIIITHHHA CTIHKA
710 3aBEpIIEHHS MEePIIOro MOALTY POCTe NEPHEHIUKYISIPHO 0 MAaTEPUHCHKOT KIIITHHHU 1 JIUIIE MICIIs
IIBOTO POCTOK CTAa€ YYTIMBUM JIO I'PaBITAllii Ta BITHOBIIIOE IPaBI3aJICKHY BiCh POCTY.

ITin BmnomBoM rpaBiTanmii y TeMmpsiBi picT rpasirponHoi mpotoHemu C. purpureus
MPULIBUALTYBABCS 1 pO3MIpH KIITHH OyNu OUIbIIL, ajle X KUIbKICTh 3HAYHO MEHILIO0, HK Y KOHTPOJI
1 micns kiniHopoTauii (puc. 42). UncenbHICTh KIITHH MOTJIa 3MEHIITYBaTHCS YHACHIIOK PO3TATaHHS,
sIK€ BUIIEPEDKAI0 MITO3, X0Ya TPUBAIICTH MPOTiepaTHBHOTO LUKIY MOIJIa i HE 3MIHIOBaTHCA.
Mokn1Bo, 10 3a i mepioj MiJABMUIyBaiacs aKTUBHICTh sepelb 1 0ioreHe3 pubocoM, OCKUIbKH

BCTaHOBJICHO, 1110 YMOBH 3MIHEHO1 I'paBiTallii NPU3BOATh 10 MOPYIIEHb HYKJICOJISPHOI aKTUBHOCTI
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(Matia et al., 2010; Kordyum, 2014; Micco et al., 2014). Takum unHOM, nocaimkenns 3 C. purpureus
MIATBEP/UKYIOTh TMOJSIPU3YIOUY Jil0 TpaBiTailii, Mo MiICHIIE ydacTb sapa y (i3ioJoridyHux i
Mop(doreHeTHYHHX Tporecax KIiTuH. [IpoTe pyx siapa HE NHIIe BiAMOBiAb HA 30BHIMIHI (aKTOPH
CepeloBUINNA, a ¥ MIKpOYMOBHM KIITHHH 1 YiTKa Mirpamis siapa € IepeayMOBOIO MiATpUMaHHS
IPOCTOPOBOI OpieHTAaIlil Mo iIiB 1 TUoBOT popmu kiitua (Cove et al., 2006; Qu, Sun, 2008).
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JloBxxHHa CTONOHY 4 MM

KinbKicTh KIITHH, IIT.

Puc. 42. KifbKiCTh KIITHH y MPOTOHEMHUX cTosloHax Ceratodon purpureus, ToOBXHHA CTOJIOHY
4 MM: 1 — KOHTPOJIb, TPOTOHEMA 13 CBITJIA; 2 — MIPOTOHEMA MICIs KIIHOCTaTyBaHH; 3 — MPOTOHEMA

TICTIS TPABICTUMYJIAIIII.

[To-iHmomy a6o ¥ HaBnaku, Big0yBaBCs MPOIIEC MOALTY — POCTY i Yac iHimiamii raayKeHHs,
KOJIM TIOJUT siipa 1HKOJIM 3aBEPIIYBaBCs Ie 0 BI3yaJlbHOTO pocty Tamy3ku (puc. 41, 2,3). Orxe,
KJIITHHHUA MK CIIiA PO3TJISIaTH SIK CYKYIHICTh WMOBIPHHMX 1 JETEPMIHOBAaHHUX IIPOIIECIB, SIKI
KOHTPOJIFOIOTh YaCOBY YIOPSAKOBAHICTh IUKITY 1 BUIPI3HAIOTHCA Y MOPGOTeHe3i pi3HUX OpraHiB
(Goodwin, 1976). Bapro yBaru i Te, 1m0 3arpumka kiaitud Physcomitrium patens wa cranii G2
KIIITUHHOTO UKy, K1 MicTaTh 2 C Habip AHK, po3risgaerbes sk BaKJIUBa CTPATETisl BUXKUBAHHS
rartoinHoro opranizmy (Cuming, 2009).

Bzaemo3s’s3ku Mk JIHK, PHK i1 cunte3om Oinka ckianHi ¥ igeHTudikyBatu (izionorivni
CHTHAJIH, SIKI PEryJIOIOTh MMEPEXOad OJHOTO MpoIlecy B iHmui abo cuute3 Bakko (Baluska et al.,
2009; Baluska, Volkman, 2011; Kordyum, 2014; Su et al., 2017; Kordyum, Hasenstein, 2021).
VY3aranabpHeHi 1aHi Ipo BIUIUB IPaBiTallii Ha CUCTEMY MO — PICT KIIITHH CBiYaTh, 10 TaKi OCHOBHI
KJITUHHI (GYHKLI{ HE MalOTh IPSMOTO BIJHOIIEHHS /10 TpaBinepLentiii, aine Moau(pIKyIOTbCs 3MIHOIO
piBHs rpasitaniiiHoi cwin (Kordyum, 2014). MoyxHa BBakaTW, L0 MIKpoTrpaBiTamis i1 3MiHa
BETUYMHU | ( € CTPECOBUMHU EKOJIOTTYHHMH (PaKTOpaMu, IO BILTUBAIOTh HA MEXaHI3MHU POCTY 1
KIIITUHHOTO IHKITY.

Jlo 30HM iHimiamnii pocTKa Sapo 3aBXKAU MIrpye B OTOUYCHHI OUTKIB nmuTOoCcKenety (puc. 43, 1,4).

JlokanbHe ckymyeHHs MT nuTockenery 3HalWEHO y MICIi MOALTY KIITHHU Il Nepes Bi3yalbHUM
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poctoM KmiTUHHOT cTiHKU (puc. 43, 2). [Tyuku MT 3’sBisiiucs MK SapoM 1 MiciieM MaiOyTHBOTO

MOJIUTY, ICTOTHO MOTOBIIYBAJIUCS 1 OYJIM KOPOTIII i yac pyxy sapa (puc. 37, 3).

-

Puc. 43. Imynodayopecuenmis MT B xmitunax Ceratodon purpureus (Brid.) Hedw.: 1 — B
amiKaJbHIA KIITUHI TYOYTIHOBI MIKPOTPYOOUKH y BUTJISAI TO3JOBXHHUX TSXKIB YTBOPIOKOTH CITKY
IIUTOCKEJIETY TI0 YCi JOBXKUHI KIITUHH, 2, 3, 4 — BUIIA IHTEHCUBHICTH (uryopecuenii MT kiiTuH,
10 TIOTATY3WINCS, Y BepXiBlll OpyHBbKH 1 O siapa; Op. — OpyHbKa; M — MITO3 B KJIITHHI POCTKA,

YHACIIJIOK SIKOTO YTBOPIOETHCS MEPETUHKA, 1110 BIAUISE€ POCTOK Bl MATEPUHCHKOT KITITUHU; 51 — SPO.

butku nmrockenery (yHKIIOHATBHO AaKTHBHINII I 4Yac IMTOKiHe3y. Bimomo, 110
noyiMepu3anis TyOyJiHy TakcojoM iHri0yBalia pyX sipa Ta HMOpyIIyBalla OPIEHTALII0 KIITUHHOT
neperunku (Demkiv et al., 2003). ImyHodyopeciieHitist TyOyiHy MiIBHIYBATACS il BILTHBOM
HU3BKUX IHTEHCHBHOCTEHl YEpBOHOTO CBiTJIa, TOMY CIiJ] BBa)XaTd, IO CBITIO KOHTPOJIIOE
JnoKaisanito aktuBHOro Tyoyiny (Kordyum et al., 2009). FiMoBipHO, 3HaueHHS GIIKIiB IUTOCKEIETY
TI0JIATa€ HacaMIlepe] y IX CUTHANbHIH 1 CTPYKTYpHIH (YHKI[ISIX — BOHHM BKJIFOUAIOTHCS y IPaBIPEaKIlito
MiJl Yyac OpieHTAlil MITOTUYHOTO BepeTeHa Ta (opMyBaHHS KIITUHHOI MEPETHMHKH 1 opraHizanii
MiKpohiOpHI Hemono3u. IX JMHAMIYHA CTPYKTypHA pPEOpraHisallis, K CTPYKTYPHOTO CKENeTy
KJIITHH, € 000B’A3KOBOIO Ha Pi3HUX cTaaifax pocty (puc. 43,3; 44). TyOymiHOBI MIKpOTPYOOUKH
IIUTOCKEJIETY TaKOX € JIAHKOIO TPaHCIOPTHOI cuctemu siipa. Hanani cucrema MT ponyuanacs 1o
peryisuii pocTy KIITHHHOI CTiHKH, TpaHncnopty aykcuHiB (Nick, 2013), naTepanbHoro pocty maroHa

Ta PO3BUTKY OPYHBKH.
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AxTrHOBI MikpodinamenTu (MP) yrBoproBaliv CITKYy y BUIJIA/II TOBCTIIINX YM TOHIIUX TSKIB
B3JIOBX KIITHHHUX CTIHOK a00 TMO3J0BXHHUX 1 MOMEPEYHHX YT, JIOKAIbHUX CKYITUeHb B amekci
BepXIBKOBOT KIIiTHHU nipoToHeMu Chara (puc. 44) i Ha pi3HHX CTaisx po3BUTKY OpyHboK (Demkiv
et al., 2003; XopkaBuis ta iH., 2015). O4yeBuaHo citka M® (HyHKIIOHYE SIK CTPYKTYpPHHIA KapKac
KJIITUHU T Y9ac IIBUAKOTO POCTY 1 BUCOKHMX TEMIIB TOJUTIB KIITHH HMPOTOHEMH YU OpPYHBOK,
o0epiraroun amikaabHUA POCTOBHH WEHTP Bill MOMIKO/HKEHb. 3alIHMINAIOTHCS MUTAHHSA PO
MeTaboIIuH1 IIJISIXU BIUIMBY IpaBiTallil HAa TUHAMIKY Ta Iepe0y0BY €IEMEHTIB LIUTOCKEIIETY i1 Yac
PYyXy f1pa 1 Tamy>KEeHHS KJIITHH IPOTOHEMHU.

JlocnigkeHHss BIUIMBY 1HTIOITOpPIB TYOYJIIHOBOTO 1
aKTUHOBOTO IIMTOCKENETY Ha (OTO— 1 TpaBITPONI3M,
niarBepauiio yyacte MT 1 M@ y BepXiBKOBOMY POCTI.
OpHak 3alleXHICTh TPaBITPONI3MY Bij opranizamii M®
BUSABMJIACS ICTOTHINION, HDK Bim MT, mo cBIig4uTh
JWIIE TIPO pi3HY pPOJb EJIEMEHTIB IUTOCKENeTy Y

TpaHcaykitii Goro— i rpasicurnany (Demkiv et al.,

2003; Kordyum et al., 2009; IlleBuenko, Kopmtom,
Puc. 44. BepxiBka amiKaJIbHUX KIITHH 2012).
npotonemu Chara: imyHoyopecueHiris
OTxe, 3aJIe)KHO BiJl BEKTOPHOI CIIPSMOBAHOCTI
MikpoTpyoouok (MT) i mikpodintameHTIB ‘ . .

CHJIM TSDKIHHS Ta TPAJIEHTHOTO PO3IOJLTY ayKCUHY
3MIHIOETHCS TPaBIYYTIUBICTh MPOTOHEMH 1 OPIEHTAIISI POCTY JaTEPATbHUX Taly30K, [0 POIIHUPIOE
(EHOTUTIHY TUIAaCTUYHICTh MOXIB 1 MIPUCTOCYBAHHS JI0 YMOB cepeoBuia. Hampsim pocty ramy3ox
npotoremu Ceratodon purpureus BU3HAYa€eTHCSI KyTOM iX 3THHY BIITHOCHO BEKTOPA 36MHOT'0 TSDKIHHS
Ta curHainbHOIO cucteMotro IOK. IHri0yBaHHS MOJIIPHOTO TPAHCIOPTY AyKCUHY 33 Y4acT0 HaTHII-
¢dranamoBoi kucinotu (HOK) npusBoauino 10 3MeHIIEHHS NPOTHAll IpaBiTallii Ta CTUMYIIOBAIO
IUIAriOTPONHUM  pICT JaTepajbHUX Traidy30K. BcTaHOBIeHO, MO TiA BIUIMBOM TIpaBiTarlii
MopyIlyBaJlacs KOOPIMHAIA POCTY Ta MOAUT KIITHH, X04a TPUBAIICTh MITOTHYHOTO LUKy HE
3MiHIOBanacs. [Hilianis raxyKeHHs 1 picT KIITUHHOI CTIHKY IPOTOHEMH BUIIEpEIKaIIU TEPEMIILIEHHS
s7ipa 10 HOBO1 30HH POCTY, Jie 3aKJIagaBcs pocToK. Pyx siapa kopentoBas 3 GopMyBaHHSIM HOBO1 30HU
pPOCTy Ta aKTHBHICTIO TYOyIiHOBOTO IMTOCKeNeTy. ['amyXeHHIO mepeayBaja JOKalbHA aKTUBAIlid

MIKPOTPYOOUOK LIMTOCKENETYy, SKi OTOUyBaJIM SAAPO MiX 4yac MOro nepeMilleHHs, 3a0e3neuyrodu

CUTHAJIbHY Ta TPAHCHOPTHY (PYHKIIIT KIIITHHH.
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8.2. 'PABIBAJIEXKHUM PICT, JM®EPEHIIALISA KJIITUH IPOTOHEMM I
MOP®OJIOTTYHA ®OPMA JEPHUH PI3HUX BU/IB MOXIB

VY 1996 p. B exciepumenti "l[Iporonema" Ha Gopty OiocymyrHuka bion—11 Brepiie BUsSBUIH
crmipaneHuii pict nporonemu Ceratodon purpureus ([emki ta id., 1998). Ha BimmiHy Big 4iTKO
BUP&KEHOTO HETAaTHBHOTO TpaBITPOIi3My MPOTOHEMH Y KOHTpOJi Ha 3emii, B yMOBax
MIKpOTpaBiTalii CTOJOHU 3aKpydyBajHCs i JepHHHA HaOyBama ¢opmy crmipaii abo X CTOJOHH Y
BUIJISIAL ,JionaTted TypOiHM~ po30iramucs y pizHi croponu. Ili3Hime Taki mopdosoriydi ¢Gopmu
JIEPHHUH OJIEpKaii B eKCIepuMeHTax Ha 00pTy kocMmiunux kopabnis CIIIA y 87-i Tta 107-i micisx
(Kern, Sack, 1999; Demkiv et al., 2003: Kern et al., 2005). Ha wnamry mymKy, BaXKJIHBO
MIpOaHaII3yBaTl OCOOJIMBOCTI MEpPEeXoay JIIHIKHOIO POCTYy Yy CHIpaJbHUN, BHU3HAYUTH BIUIMB
rpaBitanii (peajbHOI Ta CUMYJIbOBAHOI KJIIHOCTATyBaHHSIM), YMOB OCBITJICHHSI Ta CKJIaly IOKMBHOTO
cepeloBHINa Ha TpaBiMop(doreHe3 MpoTOHEMHOI AEPHUHH.

Ha 3emii B ymoBax craioi fii rpasitanii mporornema C. purpureus, Physcomitrium patens i
Barbula unguiculata pocre y TempsBi BBEpX, YTBOPIOIOUYH [TACMO HETATHBHO IPABITPOITHKUX CTOJOHIB
(puc. 45, a). HaromicTh, Ha CBITJIi CTOJIOHH POCTYTh y Pi3H1 OOKH 1 pO3BUBAETHCS IEPHUHA PAIAIbHO
cumerpruHoi ¢popmu. [Iporonema P. patens i B. unguiculata na csitii, six i C. purpureus, Takox

MOJK€ YTBOPIOBATH CITipajbHi cToJoHHU (puc. 45, 46, 47).

Puc. 45. Mopdostoriuna ¢popma nepaurok Ceratodon purpureus y trempsgi (a,B,r,1) i Ha CBITIi
(6); rpaBiTporiHa mpoToHeMa (a); cmipanbHa ¢dopma (0); IepHUHA BILIONOMIOHOT GopMu ITicis
KIIIHOCTAaTyBaHHS 1 MiKporpasitaii (B, T); cripaibHa GopMa JEepHUH B yMOBaX MiKporpasiTatii (11).

Puc. 45, n npexacrasneno 3 1o3oiy B. Kepua (Kern et al., 2005). IlItpux = 200 MKM.

Puc. 46. Mopdonoriuna ¢popma nepauHok Physcomitrium patens Ha cBitii: a — pajiainbpHa

¢dopma; 0, B — cripajibHi CTOJIOHH ; T — CHipalibHa JepHUHA i3 rameTodopamu; mTpux =200 MKM.
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Puc. 47. ®opmu nepuunok Barbula unguiculata, mo yrBopunmcs Ha cBitii: a — 14-1eHHa
JiepHUHA pajaiaiabHO1 popMu; O — 7-IeHHA JepHUHA HA TOYAaTKOBIN CTali CKpy4yBaHHS CTOJIOHIB; B, T

— 12 121-nenHH1 nepHUHKH cripanbHOi popmu; mTpux = 300 MM 114 a, 0, B.

Hutuacra npotoHeMa MOXiB (hOpMYy€eTbCS 3 ABOX THUIIIB CTOJOHIB — XJIOPOHEMH 1 KayJIOHEMHU.
Knitnan xjmopoHeMu (POTOCHHTETHYHO AaKTHMBHI 3aBJSKA UYHUCIEHHUM XJIOPOIUIACTaM, TOMIl SIK
pamiabHUM 1 CHIpalbHUN PICT Ta aCUMUIAIINAHA JISUTHBHICT KAayJIOHEMHHUX CTOJIOHIB CIPHUSIOTH
PO3pOCTaHHIO IEPHUH Pi3HOI hopmu. Bimomo, 1o 6amaHc Mk XJIOPOHEMOTO 1 KayJTIOHEMOTO 3aJICKHUTh
BiJl IHTEHCHBHOCTI OCBITJICHHSI Ta CIIBBIIHOIIEHHS (ITOTOPMOHIB. YTBOPEHHS KayJlIOHEMU
CTUMYJTIOIOTh BHCOKI IHTEHCHUBHOCTI OCBITJICHHS, TJIFOKO3a W ayKCHH, aje 1HTi0yIOTh IUTOKIHIHK
(JemkiB Ta in., 2006; Xopkasiis Ta id., 2015; Bopp, 1983; Reski, 1998). Caiti0 i Ii1i0K03a MOXYTh
MaTH CHUTBHHM MeEXaHi3M [ii, OCKUIBKH BYIJICBOJM € TOJOBHUM IMPOJYKTOM (OTOCHHTE3Y 1
CHEPreTHYHUM YHHHUKOM audepenttianii mporonemu (Ctpykrypa Buay..., 2001; Glime, 2017).

JlocmikyBaHi BUIM MOXIB 0 PI3HOMY pearyloTh Ha Jif0 Tpabitamii. HaiuyrimBimor €
xsoponema C. purpureus, ii cToyionu yepes 6 1o miciist rpaBicTUMYIISIIIT yrBoproBayn 40° 3ruH. PicT
B. unguiculata BizOyBaBcs MOBLIBHIIIE 132 TOM caMHii Yac KyT 3THHY XJIOPOHEMHHMX 1 KayJIOHEMHHX
cToJIOHIB JopiBHIOBaB 30°. ¥V P. patens rpaBiuyTIMBUMHU TMEPEBAXKHO € PHU30IMM 1 KayJIOHEMHI
CTOJIOHH, a He XJIOpOHEeMa, KyT 3ruHy sk i B B. unguiculata — 30°.

Ha cBitni mpotonema C. purpureus pocte IiarioTporHo, JepHUHKAa Ma€ CUMETPUYHO KPYIITy
dbopMy, paaianbHi CTOJIOHM HE 3TMHAIOTHCA 1 Micis audepeHIfiamnii KayJloHEeMH HampsM poCTy
MpoTOHeMH 1 ¢dopMa JCPHUHKH 3arajloM HE 3MIHIOEThCA. [HTEpKaIApHI KIITHHH TPOTOHEMH
rajry3uiucsi 1 HOBOYTBOpeHi OOKOBI CTOJIOHH, SIK 1 KayJOHEMH1 pociu pafianbHo. IlpoTte, yac Bix
qacy, Ha CBITJIi FOJIOBHI 1 OOKOBI CTOJIOHH MOXYTh CUMETPUYHO 3aruHATUCS 1 TO11 opMa IEPHUHKU
BUTJIsI/Ia€ cripaibHOIo (puc. 45, 6)

HepHunka P. patens Ha cBiTii Tako pafiaabHOi popmu (puc. 46, a), 0JJHAK KiHIII TOJOBHUX
CTOJIOHIB MOXYTh 3TMHATHUCS BIIpaBo abo BIiBO (puc. 46, O, B). BOKOBI rajmy3ku Cro4yatrky pociu
MPSMOJIHIITHO, JIUIIIEe 3rOJI0M, SIK 1 TOJIOBHI CTOJIOHH, 3arMHANIUCS B OJUH OIK 1 IepHUHKA HaOupanta
crmipasibHoro Burisay. Ha ayronmogiOHMX TOJIOBHMX CTOJOHAX PpO3BUBANUCS JIMCTOCTEOIOBI

ramerodopu (puc. 46, r).
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Ha cBitii, rosioBHi cTosioHu B. unguiculata Bigpasy BiAXHISIOTHCS AYTOBUIHO, YHACTIIOK YOT0
YTBOPIOIOTBCS CHUHXPOHHI CHIpaibHi 3TMHU HAIPaBJICHI MPOTH TOJUHHUKOBOI CTpinku. JlepHuHKA
Ma€e 4YiTKO BHpa)xeHy cripaibHy ¢opmy (puc. 47, B, T). CrHipaidbHICTh CTOJIOHIB, HAWMOBIpHIIIE
BUJOCTICIM(DIYHUNA THI POCTY, IO 3aJISKUTh HacamIepen Bia audepenmiamii KITHH KayJToHeMH 3
KOCUMHU KJIITHHHAMH TIEPETUHKAMHU SK TIEPEIyMOBH CHipanbHOCTI JepHUH. KaymoHemHa cranis
BJIACTMBA IS BCIX TIPOAHATI30BAaHMX BHUIIB, ajieé IOYAaTOK JudepeHIiianii KIITHH YacoBO
BIJIPI3HSETHCS, 110 € OCHOBHOIO MPUYMHOIO PI3HOT cripaiizallii 1 GopMu JAepHUH. 3HAYHOIO MIPOIO
3MiHa Opi€HTallli MOK€ BU3HAYATHCS YMOBaMH CEPEJOBUILA, TPAHCTIOPTOM (PITOTOPMOHIB Ta IHIIUMU
YUHHUKAMU. Hanpukiaz, sKIo y cepeIoBHIIE J0aBaId TITF0K03Y, cTosioHu C. purpureus pociu 3a
CTPUIKOIO TOJAMHHUKA, 0€3 TJIFOKO3H y MPOTUIICKHOMY HampsiMi. AB0THOKUCIIHI aMOHI ICTOTHO HE
BIUIMBAaB Ha XapakTep 3THHIB, ajie MPUIIBUAILIYBAB MNpOIEC chipaizamii JAepHUHKH, OYEBHUHO,
CTUMYJIOIOYHM JU(epeHIriamnio KayJIoHeMH, aje MPU I[bOMY HE Bi3HAYAIM aKTHUBAIll TaTyKEHHS
(JTecnsik, emkis, 2005; JlemkiB Ta iH., 2006).

Y Mopdooriunii 0y10B1 IEPHUHOK MPOAHATI30BaHUX BUIB, IO POCIN Ha CBITI1, BUAUISIIOTH
LIEHTpaIbHYy 1 JIaTepajbHy YacTHHH CTOJIOHIB. lleHTpanbHa dYacTMHA ACPHUHKU c(hopMoOBaHa 3
CTOJIOHIB XJIODOHEMHOTO THUITY, SIKI IIUTPHO MPUJIATAIOTh OJUH 70 OJHOTO, a 1Mo3a il MeX1 BUOITal0Th
OKpeMi KayJIOHEMHI CTOJIOHH, 1[0 YTBOPIOIOTH JlaTepaibHy 30HY. Y P. patens i B. unguiculata sxpas
Il CTOJIOHM POCTYTh ayromoaiono. IIpoToHema marepanbHOI YaCTUHH JACPHUHKUA TaTy3HThCS,
HOBOYTBOpPEH1 OOKOBI CTOJIOHM 3MIHIOIOTH HAmNpsIM POCTY Ha KPYroBUH 1 JEpHUHKA HaOyBae
cunipasibHoi dopmu (puc. 46, 47). Un Taka BIACTHBICTh 3aKOHOMIpHA YW BUHHUKAE YHACIIIOK
30BHIIIHUX (paKTOPIB, HAMPHUKIA] YMOB CEPEAOBHINA UM MOBEPXHEBUX (DI3UYHHMX CHII, € IIKABOIO
MOP(HOTEHETUYHOO MTPOOIEMOTO.

VY TeMmpsiBi y rpaBiTalifHOMYy MOJIi MPOTOHEMa pOCia MapajielbHO 0 BEKTOpa rpasiTamii
HeraTuBHO TpaBiTponHO (puc. 45, a). Ilicis mepeHeceHHs TpaBITPONMHOI MPOTOHEMH B YMOBH
MikporpagiTailii ad0 Ha KJIIHOCTAT HAIpsIM POCTY CTOJIOHIB 3MiHIOBaBcs. Ha kiiHOcTaTi y TeMpsBi
nepauHkA C. pUrpureus pocim cIipaibHO 1 CTOJIOHH 3arMHAIKCS B OJUH OIK — 3a TOJWHHUKOBOIO
ctpinkoto. lepuunka C. purpureus Burisiana siK ,,ClipaJbHa TYMaHHICTB , 3aBJISKH TOMY, IIIO
3THHAIKCSA BCi CTOJIOHM — TosioBHI 1 GokoBi (Kofler, 1959; Jlasapenko Ta in., 1961). Yactuna
CTOJIOHIB, 30KpeMa KpailHiX, BiAXWisiacs Bl BepTHKalbHOI oci pocty. Ilicas audepenumiarii
KayJOHeMHU 3 000X CTOpPIH BiJ MacMa yTBOPIOBAJMCS I'BUHTONOAIOHI cmipani (puc. 45, B, 1), fKi
3aKpydyBaIHCS y pPi3Hi OOKH, TaK 10 JEpPHUHKA Majia Bismonoaionuii Burisa. CroipanbHi TepHUHKI
YTBOPIOBAJIUCS HE3JICKHO BiJl HAMPSAMY POTaIlii KIIIHOCTATy (32 Y MPOTH TOJAUHHUKOBOT CTPUTKU) Ta
MOJIOKEHHSI YalloK (BEpTUKAIBHO UM TOPU3OHTANBHO). [TomiOHi cripansHi nepaunku C. purpureus

yTBOPIOBAJIUCS B yMOBax Mikporpasitaiii (Jlemkis ta iH., 1998; Kern, Sack, 1999, Kern et al., 2005;
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Lobachevska et al., 2022). Ctononu, siki pociu OIvK4e IO IIEHTpa TPaBITPOIHOTO MacMa, TaKOXK
po3xoamincs B 00uBa O0KH, OJTHAK POCIIH IyKe IIUIBHO, YHACTIAOK B3aEMOTO KOHTAKTHOTO BILIUBY,
TOMY IO 1 3aTMHU OyJU TUIaBHI, Tyromno/ioHi.

CrmipanbHa ¢dopma nepuuHku P. patens mig yac KIiHOCTaTyBaHHS (hopMyBayiacs 3aBISKU
3TUHAM JIMIIE TOJIOBHUX CTOJIOHIB. BOKOBI CTOJOHM MOXY pOCIM TOBUIBHO, TOMY TOJIOBHI
OTPUMYBAIM TepeBary — IIBH/IIC POCIH, CKopime BigOyBamacs audepeHIiamis KayJIloHeMH i
posnounHaBcs ayronoaionuii pict. Ilporonema Barbula unguiculata ma xaiHOCTaTi B TEMpsiBi He
yTBOpIOBaJIa CHIpaJIbHUX 3TUHIB, a pocia pafiaibHO. Jlumie Ha CBITJIII CTOJOHW 3THHAIUCA
JIYTOBHJIHO, 1 MOpdosoriuHo AepauHka B. unguiculata, sika chopmyBanacs Ha cBiTi, i jepauHka C.
purpureus, mo BUpocia y TeMpsiBi a00 B yMOBaxX MIKporpasitallii, BUTJIAIaIu O HakoBo. OTxe, y
Bunanky 3 B. unguiculata rpasitamis (y TempsiBi) gisia sk 0OMexyrouuil (akTop i raibMyBaia
CHipalIbHUH THIT POCTY, ajieé He BIUTMBAJIa Ha YTBOPEHHS CIIpaJbHUX CTPYKTYp y AepHHHKax C.
purpureus (puc. 39, n). lle 49iTko MPOAEMOHCTPOBAHO Y CHUIBHOMY YKPaiHChKO-aMEPHUKAHCHKOMY
eKCIIEpUMEHTI Ha OopTy KocmiuHoro kopabms Komym6Gis (Kern, Sack, 1999; Kopmrom, Uenmew,
2007).

3 mudepeHmiamii KayJOHEMH PpO3MOYMHAETHCS TEPEOPIEHTAIlIST TPSAMOJIHIMHOTO POCTY
CTOJIOHIB TIPOTOHEMH Ha AyromomioHwmii cripanbHud. [ocmimkenHs mudepeHiiamii TpoTOHEMH
PI3HHMX BHUIB MOXIB CBi4aTh, 110 JUIsl KOHBEPCIi XJOpPOHEMH Yy KayJIOHEMY HEOOX1IH1 TIEBHI yMOBH.
Kaynonema He yTBOPIOEThCS Ha HU3BKUX IHTEHCUBHOCTAX OCBiTIeHHS (He MeHIie 500 1K), HU3bKIN
temmepatypi (5° abo Mmene), y piakomy cepemosuii i T.1. (JIazapenko Ta in., 1961; Kofler, 1959).
Jlnst HopMauibHOT JudepeHItianii y TeMpsiBl BHKOPHUCTOBYIOTh €HepreTuyHo 30arauene 0,15 M
rII0K03010 cepenosuine Kuomna (Jdemkus u ap., 1977; Kern, Sack, 1999). Binomo Takox, 110 HU3bKi
KOHIIEHTpAllli ayKCHHY BILUIMBAaIOTh Ha PO3BUTOK KaynoHemu (Bopp, 1983). 3 momixk 3a3HaueHUX
(dakTopiB BaxJIMBUMHU Ui AudepeHIialii MpoTOHEMHU € KUIbKICTh KJIITHH y MPOTOHEMHIM HUTII 1
MOTajly)XeHb CTOJIOHIB, TOOTO TycTOTa AEpHUHH, i 3araibHuil oOcsar. O4YeBHIHO, L0 KIITUHU
MPOJYKYIOTh BHUJAUICHHS B CYOCTpaT pPEYOBHH, MOKJIMBO TOPMOHIB, LYKpiB 4u (hepMeHTIB, sKi
CTUMYJIIOIOTH AU(EepeHIialiio KayJIOHEMHU.

3 Takux MIpPKyBaHb IUTAHYBQJIM JAOCTI[KEHHS BIUIMBY CBITJIA, TIIOKO3M 1 ayKCHUHY Ha
mudepeHLiailo KaylOHEeMHM Ta Taly)KeHHs KIITUH TOJOBHUX CTOJIOHIB. B ekcmepumeHTti
BUKopHucTanu B. unguiculata, Tomy 1o cepea MOCTIKYBaHHX BHIIB MPOTOHEMA I[LOTO BHIY
Hallkpalle yTBOpIOE CHipalbHI CTPYKTypH Ha cBiTIi. Sk 1 chig Oyao crmomiBaTucs, HU3BKI
{HTEHCHBHOCTi OCBIiTJIEHHS (6 MKMONbM?-CeK’) CTUMY/IIOBAIM YTBOPEHHS XJIOPOHEMH Ta
3aTpuMyBaii audepeHiianito kaynonemu. Oanak Ha cyoctpati 3 0,15 M rirok03010 yTBOpIOBaIHCS

KayJOHEMHI CTOJIOHH 1 iX KUIBKICTh 30UIbIIyBanacs Ha HU3bKUX 1 Ha BUCOKUX IHTEHCHBHOCTSIX
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ocBitneHHs (puc. 48). Ha cepemoumi 3 1,0 MmxkM 1-HOK (1-HadTunonroBa KUCIIoTa) KUTbKICTh
KayJOHEMHUX CTOJIOHIB Y IepHUHII Tex miguuryBanacs (35 %, nopisasao 3 20 % y KoHTpOIIi), ane
CTUMYJIIOIOYA [isi TitoKo3u Oyna 3HayHO Bumow, HbK 1-HOK. BrmnmuB aykcuHy Ha yTBOpEHHS
KAayJIOHEMHUX CTOJIOHIB OYB ICTOTHINIMIA HA BHCOKHX IHTCHCHUBHOCTSIX OCBITJICHHS, TOJI SIK JIist

TUIFOKO3H HIBEJTIOBaJIa 3aJISKHICTh NU(epeHIriarii KIIITHH KayJIOHEMH BiJl IHTCHCHUBHOCTI OCBITJICHHS.

N cm., %

100
80
60
40 -
20 - .
0 -
Kontpons 0,15M 1,0 uM HOK
TJII0K032

Barbula unguiculata
Ol m2

Puc. 48. Kinbkicte N.» kaymonemHux croyionHiB Burbula unguiculata, mo yrBopuimcs Ha

PI3HHUX IHTEHCUBHOCTSIX OCBITJIEHHS: 1 — 6 MKMOJTB M 2cek ™), 2 — 30 MKMOJIb M 2-CeK
0, 0, .
fean.,% Physcomitrium patens fear,% Burbula unguiculata
1.2 1 -
olm?2 olm?2
1 A 0.8 _
08
0.6 -
06
0.4
04
0.2 1 0.2
0 1 0 -
Kourpons  0,15M 1,0 uM Kontpors 0,15M 1,0 uM
TJII0KO03a HOK TJIIOKO3a HOK

Puc. 49. Yacrora f.., ramyxeHHs kayJToOHEMHUX KJIITHH mpotoHemu Physcomitrium patens i

Barbula unguiculata: 1 — ronoBHuX cTOJIOHIB, 2 — GOKOBUX CTOJIOHIB

JlepHrHa MOXIB HAapOCTa€ YHACHiZOK MPHPOCTY TOJOBHUX CTOJIOHIB Yy JOBXKHMHY, a i po3MipH
30UTBIIYIOTBCS 3aBISKU TANYKEHHIO IHTEPKAJISPHUX KIITHH MPOTOHEeMH. YacToTa raiyxeHHs 1
JIOBXKMHA OOKOBHUX CTOJIOHIB 3MIHIOETHCS 3AJI€KHO BiJl YMOB BUPOIIYBaHHs. Pe3yiabTaTu 10CHiIKeHb
3 0,15 M rimroko3ot0 Ta 1,0 MkM HOK 1 akTUBHICTB Tay>KeHHS TOJIOBHUX KayJOHEMHHUX CTOJIOHIB 1
OOKOBHX XJIOPOHEMHHUX BiAranykeHb HaBeieHO Ha puc. 49. Sk cBimuath pesynbratu (puc. 49),

royioBHi crosionn B. unguiculata i P. patens y kKoHTpoJi raimy3uiucs q1ye iHTEHCHBHO, TIIIOKO03a I1e



90

OLIbIIE MOCHITIOBAJIA TATY)KEHHSI, a ayKCHH, HABITaKU, 3HIKYBAB TEMII raiyKeHHs. [ J110K03a 1 ayKCHH
CTUMYITIOBAJIM TAKOXK TaTy)KeHHs1 OOKOBUX CTOJIOHIB, iHTeHCHBHIIe y P. patens, uix B. unguiculata.

Kpim yacroro ramykeHHs TroJOBHHX CcToJioHiB B. unguiculata ta P. patens ramysku
3aKnmafannucs 1 Ha JOBTUX 3irHyTux crosoHax (100-120 kiiTmH) mepeBaXHO Ha 30BHINIHINA
(mepuepudHiii) MOBEPXHI CTOJIOHY, TOJII SIK HA TPSIMHUX CTOJIOHAX, KOTP1 POCIU PaialIbHO, TaTy3Ku
dbopmMmyBasics TIOUeproBo 3 00ox OokiB. Ane y P. patens wacrime cripajibHi BUTKH YTBOPIOBAJIA
noBri, a'y B. unguiculata kopotki crononu (10—15 kiiTuH), sKuX 3Ha4HO OinbIie, HOK TOBrux. 90 %
OOKOBHX XJIOpOHEMHHX raiy3ok B. unguiculata i P. patens pocnu moBouti, iX moBxuHa csrana 50 +
0,4 mMxm 1 jume 10 % crononiB Manu noBxuHy 170 £ 9,2 MxM. OueBUAHO TOMY, IIO KOPOTKHUX
cripajgbHUX CTOJIOHIB y B. unguiculata 6inbie, — aepHUHKa TycTila, cripai3allis 9iTkima, Hbx y P.
patens, 1 Tomy Mopdosoriuna popma JEpHUHOK pi3Ha.

UyTnuBicTh amiKaJIbHUX KJIITHH JIO TpaBiTallii BUHUKAaE HAa PI3HUX CcTamiax audepeHiiamii
MPOTOHEMH 1 € BHpo3anexHot. Y Ceratodon purpureus rpaBiuyTIHBOIO € XJopoHema, y Funaria
hygrometrica i B. unguiculata — xaynonema, y P. patens rpaBiTpommHO pocTyTh pHU301IH i KayJ0oHEMa.
OTxe, KayJTOHEMHA CTafis, Ik 000B’SI3KOBa YMOBA CHIPAILHOTO POCTY 1 IPaBIdyTIMBOCTI, CIIUTHHA
JUIs OJIHMX BHJIB MOXIB, ajie¢ BUKOHye pi3HI (yHKIII y Mopdorenesi. Tomy, TOCHIIHKyHOUH
TPaBIUYTIMBICTh PI3HUX BHUIIB, CJiJ BPaXOoBYBaTH OCOOJIMBOCTI iX mudepeHItiaiii Ta po3BUTKY B
OHTOT'€HE3I.

VY rpasitainidHOMY I0JIi B yMOBaX OCBITJICHHSI CTOJIOHH CTEJIATHCS IO MOBEPXHI cyOcTpary,
pamianpHO (hopMyrOUM CUMETPUYHI JEPHUHKH, a ITicis audepeHiianii kayJoHeMu 1 GopMyBaHHS
OpyHBOK TamMeTO(OpIiB CHHXPOHHO 3aKPyUyIOThCS Yy BHUTJIAI ciripaneii. He BukitoueHo, mo came
napajieJibHa HalpaBJIeHICTh (PaKTOPIB 3yMOBJIIOE HE3AJICKHHUM SK BiJ CBITJIA, TakK 1 Bij rpaBitamii
MNPSAMOJNIHIMHUN pajianbHUi HAmpsM pocTy. Y TeMpsBl camMe 4Yepe3 BIACYTHICTh CBITJIAa PICT
BiI0YBA€THCS CTPOTO B OJIHOMY HamlpsMi — HETaTUBHO TpaBiTpONHO. B yMOBax KiIiHOCTaTyBaHHS 1
MIKpOTpaBiTallii BUSIBISIETCS TIEBHA aBTOHOMHICTh POCTY CTOJIOHIB BiJl rpaBiTailii Ta cBiTja i pi3Hi
BHJIM MOXIB POCTYTh HEOJHAKO — MPSMOJIIHIIHO a0 CIIpaibHO 3TiTHO 3 MPOTPAMOIO PO3BUTKY.

CrhipanbHi IPOTOHEMHI JIEPHUHU CIIOYATKy BUSIBHIIM Y KYJIBTYpl MOXIB 1 BIiepiIe iX omucaiu
ms Funaria hygrometrica, Fissidens bryoides (Hedw.), Barbula unguiculate, Tortula truncata
(Hedw.) Mitt., Mnium spinosum, Dicranum scoparium (Hedw.), Polytrichum sp. (Kofler, 1957, 1959;
1965; Bopp, 1959; Jlazapenko Ta iH., 1961). IIporoHema omHUX BHUIIB MOXIB, HAIPUKIIA]
Physcomitrium patens, 3aruHa€eTbcs 3a TOAMHHUKOBOIO CTPLIKOIO, a B. unguiculata — mpotu crpinku
TOJIMHHUKA, aJie 3a PI3HUX YMOB HampsiM pocTy Mir 3minuTucs. JI. Koduep BBaxaina, mo npu4InuHOIO
cripaiizanii IpOTOHEMH € IpaBiTallid, 1 HisIKi eHI0TeHH1 (hakTopu He OepyTh Y4acTi y LbOMY SIBHIILI .

(Kofler, 1959). IlpoTe Oyno BCTaHOBIIEHO, 11O TPABITALlis Bilirpae BasKJIMBY POJIb Y CITipalti3aliii, ane
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CIIBHO 31 cBiTIIOM. M. bor 3BepTaB yBary Ha Te, 1110 Opi€HTAIlis CIipajli 3aJIe)KUTh Bil HANIPSAMY Ta
iHTeHcuBHOCTI ocBiTieHHs: (Bopp, 1963). Ane 3miHa opieHTamii cmipaii miJ BIUIMBOM HHU3BKHX
KOHIICHTPAIli TJIIOKO3W O3HA4Ya€, IO HAmpsiM BU3HAYAETHCS EK30TEHHO 3a YYacTIO T€KCOKiHAa3u
(Kofler, 1959, 1963). E. CHHHOT IOMyCKaB, IO CIPAIbHICTh IHILIFOETHCS HAXWIOM KIITHHHOT
nepetunky (Sinnott, 2015). OxnHak, 000B’I3KOBUM IS CIIPAJIBHOTO POCTY € Au)epeHIialliss KIIITHH
KayJIOHEMHU 3 KOCHMH MDKKIITHHHUMH IepeTHHKaMu. Koci MepeTHHKU MEXaHIYHO BILITMBAIOTH Ha
MEPEMIIIIEHHSI POCTOBOI 30HU B arlieKCl BEPXIBKOBO1 KJIIITHHH, 10 MOXKE 3aJekKaTH BiJ] MOJIOXKEHHS
BEpeTEeHa IiJ] 4ac MITO3y, 1 JETEPMIHYBATH OPIEHTAIIIIO POCTY.

Po3MileHHs eeMeHTIB LIUTOCKENETY BIJIMBAE HA alleKC BEPXIBKOBOI KJIITHHHU, a OpraHi3alis
TyOyJIIHOBUX €JIEMEHTIB LUTOCKeneTy MiKpoTpyoouok (MT) Moke 3MmiHIOBaTHCS M BIUIMBOM
rpasiraitii i piroropmonis (Nick, Furuya, 1996; Demkiv et al., 2003; Cove et al., 2006; Blancaflor,
2013; He et al., 2020). KnitiHu crhipalbHUX CTOJIOHIB KayJTOHEMH ICIsl KJIIHOCTATYBaHHS Mald
noBri ToBcTi TsoKi MT, ski po3wmimieHi mapanensHo g0 kimituaHOT cTinku (Khorkavtsiv, Kardash,
2001; Demkiv et al, 2003). To0To, criipainbHa popMa KIIITHH KayJOHEMH CYPOBOIKYETHCS TAKOIO 3K
opienTariero ¢inamentiB MT. Uu icHye Kopemsilist MbK pOCTOM KIIITHHHOI CTIHKH 1 OpraHi3aIfi€ero
IIUTOCKENIETY HE 3’SICOBAHO, OCKUIBKH TpaIUIIOThCS KITHHHM, ¢ MT opieHTOBaHi MO-IHIIOMY.
C. Tiramani 3i cmiBaropamu (Thitamadee et al., 2002) npunyckaroth, o MT SKHMCh YHHOM OEpPYTh
y4acTh y CHIPAJIbBHOMY POCTi 1 MOXYTh OYTH YaCTMHOIO MEXaHI3My KOHTPOJIO 32 (POPMOIO POCTY
kopeniB Arabidopsis. SIkmo mpuiiHATH TiHOTE3y PO B3a€EMOJII0 aliKaJIbHUX KIITHH, SKi OUIHHO
MPUJIATAIOTh OJIHA JI0 OJHOI, TO TU(PY31€0 CIOIYK, IO IHTIOYOTh PICT CYCITHIX KIITHH a00 KYJIbTYp
(Bopp, 1959), MokHa MOSCHUTH IHILIAIiO0 paaialbHOTO, aje He cmipanbHoro pocry. CripajibHa
dbopma pocTy, KpiM eK30reHHUX (pakTopiB, 00yMOBJICHA €HIOTCHHO — 3MIHOIO CTaIii qudepeHItianii,
a IHAYKIS HaxWily eJEMEHTIB ILUTOCKEIeTYy MOXKe OYyTH TepeayMOBOI KOCOTO 3aKjaJlaHHs
MOTIEPEYHUX TEePETHHOK. Ta KOoJHa 3MiHA HE € MPaBWIOM, 0O HAaNpsM CHIPALHOTO POCTY SK
MMOOIMHOKHUX CTOJIOHIB, TaK 1 1[UT01 IEPHUHH MOKe OyTH SIK 32 TOJIMHHUKOBOIO CTPUIKOO, TaK 1 MPOTH.

SIK110 mpoToHEMYy, IO pociia y TeMPSIBi, IEPEHECTH B yMOBU MIKpOTpaBiTallii abo Ha KJIIHOCTAT,
TO CTOJIOHM C(OPMOBAHOTO HETaTHMBHO TI'PABITPOMHOTO mHacMa ,,po30iraiucs” y pi3HI CTOPOHHU
(demkiB Ta iH., 1998; Kern et al., 1999). 3Bu4aiino, MbX OKPEMHUMH CTOJIOHAMHU ITPOTOHEMH iICHYIOTh
B3a€MOBIUIMBH, AKi Ha (OHI MOJISIPU3YIOUOI Jii rpaBiTailii MOp(OJIOriyHO HE MpOosABIIOThCA. Kpim
B3a€MO/1ii, BITOMOT 5K ,,/ pYHOBHI epeKT”, 11e MOXke OyTH eJIeKTpUYHa NoJsipu3ais KTl ([eMkus,
®enpik, 1977). [loBepxHs IHTEPKATAPHUX KIIITHH IPOTOHEMH 3apsiKeHA TIO3UTUBHO 1 PO3XOKEHHS
CTOJIOHIB MO>K€ 3yMOBUTH BIJIIITOBXYBAaHHS OJHOMMEHHHUX 3apsiiB. Hemae 4iTkoro po3’sCHEHHs, K
(bOpMYIOThCSl 3aTMHU Y BUIJISI cripajieil. BetaHoBIIeHO, 1O 3aBASKM HAXHIy HNEPETHHOK ameKc

BEPXIBKOBOI KJIITUHM NPOTOHEMH MOXIB TIOCTYHNOBO 3MILIYeTbCA, MOBOM TBHMHTOIOJIOHO
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BKPYYYEThCS Y CEPEIOBUIIE, YTBOPIOIOYH 3TMHU, BUTKH, cripaii . A.C. JlazapeHko i3 criBaBTOpamMu
(JIazapenko Ta iH., 1961) ommcamu pi3HOTO pOJaY 3TUHH TNPOTOHEMH, SIKI MOXKHA MOSICHUTH
BHYTPIIHBOIO ~OpraHi3ami€ro KITHH. BupasHICTb CKpydyBaHHS KIITHH 3aJ€KUTh  Bif
ACMMETPUYHOCTI KJIITHH MPOTOHEMH, SIKi HA TOTIEPEYHOMY IMEepepi3i MalOTh HE KPYIJIi, a eMnTHYHI
oOpucH, K HAPUKJIA KayJOHEMHI KIITUHU. HaXui ckpydyBaHHS 3aJIe)KUTh TAaKOXK Bil B’SI3KOCTI 1
MiZICHXaHHS CyOcTpary.

I'paBiranis Bigirpae BaxJIMBY poJjb Yy cipaiizallii, OJHaK JIUIIE Y TOMY BUIIQJKY, KOJIH CBITJIO
1 TpaBiTalis OJHOHAIIPABJIEHI, YTBOPIOIOThCA cripani. BogHouac reHeTuyH1 (akTopH, €K30TeHH1
YMOBH, B3a€EMOJIISI CTOJIOHIB TPOTOHEMH, OCBITJICHHS BIUIMBAIOTh HA IHTEHCHUBHICTH 1 HAMpSIM
cripanizamii nmpoToHemMu. Um pamianbHUN 1 CHipadbHIA PICT MOXKHA TOSCHUTH aBTOHOMHUMU
MporpaMaMy amikajdbHUX KIITHH a0o mpoToHemu B3araii? Hampukman, cnipaibHHUIl pICT MOKHa
MOB’sI3aTH 3 HyTAIlsIMH, 5Ki 3HaiaeHo y Physcomitrium patens i Ceratodon purpureus. ®opmyBaHHs
cripajgbHUX CTPYKTYp y Barbula unguiculata na citii B ymoBax 19, a y C. purpureus y tempsiBi B
yMOBax MIKpOrpaBiTalii, 4Yd KIIHOCTaTyBaHHS CBIIYUTH caMe€ IMpPO CIAJKOBICTh TaKOIo
Mopdorenesy. [linTBep/KyIOTh aBTOHOMHICTH — CIIPAJIBHOTO  POCTY  YHIKQJIBbHI  KOCMIYHI
€KCIIEPUMEHTH, KOJIM CHipajbHI CTPYKTYpH (OpMyBalIMCS TIPH BIICYTHOCTI CBITJIA 1 rpasitaiii. B
YyMOBax peajbHOi MIKpOTpaBiTaiii B KOCMIYHOMY IMOJBOTI 1 y Hociimax Ha 3emili BHSIBJICHO
CHIpAJIbHUM PICT MPOTOHEMH Y IEK1ITHKOX BUIIB MOXIB.

Kpim Toro, mpoTtoHema ogHUX BUIIB — P. patens 3arnHaeTbecs 3a rOJAMHHUKOBOKO CTPUIKOIO, a
B. unguiculata — mpoTu cTpiUIKK rOJWHHKMKA, a 32 PI3HUX YMOB HAaXHII CITipai MOXe 3MIHHUTHCS Ha
MPOTHJICKHUN. 3MiHA OpieHTAITIT CITipalti Il BINTMBOM HU3bKUX KOHIICHTPAIIIH TITIOKO3M 03HAYaE, 110
HanpsM BU3HAYA€THCSI €K30T'€HHO LUIAXOM MOP(OTreHEeTHYHOT Jii MeKCOKIHa3U. Y IbOMY BUIAJKY
IeKCOKIHAa3a HEe BKIIOYA€ETHCS y BYTJIEBOIHEBUI METa00IIi3M, a TEHEpY€e CUTHATI, SIKUH € TPUTepOM IS
rekco3s i aktuBye audepenmiarito (Moore et al., 2003).

ChipanbHUl pICT MPOTOHEMU € JIOBOJII PO3MOBCIOIKEHOIO (POPMOIO POCTY 1 KOHTPOITIOETHCS
€HJI0— Ta €K30I'€HHUMH (pakTOopaMH, cepell IKUX € 1 Taki cuenuiyHi YUHHUKHM SK TpaBitallis adbo
eJIEKTPUYHA TOJIApHU3allisl KIITHH. be3nepeyHo, BaXJIMBUM IHIYKTOPOM cIHipanizauii € crafisd
IIPOTOHEMH, OO JIMIIE POCTOBA 30HA AMiKAJbHUX KIITHH KayJIOHEMH, Ha BIIMIHY Bil XJIOPOHEMH,
MOJKE€ 3arMHaTHCS HABKOJIO IMO3[0BXKHBOI OCI KJIITHHHU. 3PELITOI0, MOBOPOT AaIliKAIbHUX KIITHH
CIpuUsie YTBOPEHHIO CHipajieil 1 cripaibHoi popMu AepHUHU, a HANpsIM 3TUHY B TOM 4M HIIKN OIK
BHU3HAYA€ETHCS HAXUJIOM BEpeTeHa Mij 4ac KIITUHHOTrO moainy. OTxe, MOXKEeMO CTBEp/DKYBAaTH PO
CMAaJKOBI BJIACTHUBOCTI CHipaibHOI (OPMHU JEPHUH MOXIB Ta Y4acTh €HJIOTEHHHX DPETrYyJIATOpIB B
Mop¢oreHesi, MposiB SKOTO MACKyeTbCsS B 36MHUX YMOBax 1 CBITJIOM, 1 rpasiramiero. Ha mincraBi

JocipkeHs pocty npotonemu C. purpureus, B. unguiculata i P. patens B ymoBax 1g,
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MIKpOrpaBiTamii Ta KIIHOCTaTyBaHHS MpH PI3HUX YMOBaX OCBITJIICHHS Ta CKJIAAl IMOKUBHOTO
CEpEeIOBUIIA BCTAHOBICHO, L0 MOpP(OreHe3 MPOTOHEMH PETYIIOEThCS €K30—Ta CHIOT€HHUMU

YMHHUKAMHU, Jis SKUX Ha 3eMJli MacKyeTbCs TpaBiTaiieio abo CBITIOM.

8.3. MOP®OIEHETUYHU EQ®EKT I'PABITAIIII TA ®OPMYBAHHSI BPYHBOK 3
AMIKAJIBHUX KJIITUH MIPOTOHEMHU

BaxxnuBum eramnom po3BUTKY MPOTOHEMH MOXIB € YTBOpEeHHs OpyHhOK rametodopis. [Iporiec
Mop¢oreHe3y OpyHbOK PO3MOYMHAETHCS 3 YTBOPEHHS KOPOTKHUX 2-KIITHHHUX OOKOBUX BIATay>KEHb
MPOTOHEMH 1 ACHMETPUYHUX TOIUIIB TPhOXCIYHOT BepxiBKOBOi kiiTuHU (Bopp, 1983; Crpykrypa
BULY ...., 2001). INamyxeHHs Ta OpyHBPKOYTBOPEHHSI CBITJIO3AJIEAKHHUM MPOLEC, S SIKUX JOCTaTHbO
HaBITh Y€ HU3bKUX IHTEHCUBHOCTEH OCBITIIEHHS — 0,037 MKMOJIb M 2 cex™ . BcTaHOBJICHO, 110 TAKa
IHTEHCUBHICTD IHIIIIOE Taly’)KeHHS Ta 3aKja/JaHHs OpYHBOK, ajie He CTUMYIIO€ (OTOTPOII3M 1 HE
MpUrHidye rpasirponidm. Jlociimkyoun B3aeMoail0 (OTO- 1 TpaBITPOIIZMY 3 BHKOPUCTAHHSIM
YEpBOHOTO CBiTJIa HU3bKUX iHTeHcHBHOCTEH 0,03 — 1,5 MKMOJIb M 2 cex 1) 6yno BcranOBIEHO, 1O
TOPU30HTAJIEHO OPIEHTOBaHA I'PaBITPOITHA MTPOTOHEMA, HE3AJICIKHO BT HAMIPSAMY OCBITJIICHHS, pocia
HETaTUBHO TI0 BITHOIICHHIO JI0 BEKTOPA IpaBiTallii, IHIIIFOIOYH PICT MPUMOP/IiiB Ta OpyHBOK . Takum
YUHOM, PICT BBEPX MaiKe BUKIIFOYHO BU3HAYABCS TPaBITaIli€lo.

2.cex’ iHayKyBaNIO TaTyKEHHS

Mopdorenernuno aktuBHE uepBoHE CBiTIO 0,037 MKMOJIb M
npotoHemMu Tortula caucasica ta yrBopeHHHS OpYHBOK, HMpHUUYOMY €(hEKT CBIT/IA 3ajeKaB Bil
HamnpsiMy Horo nii. CBiTJ0 cripsiMOBaHE MPOTH BEKTOpa TpaBiTallii iHII[IFOBAJIO yYTBOPEHHS 3HAYHO
OUTBIIOT KUTBKOCTI OpYHBOK, HDK SIKIIO BEKTOPH CBITJIa 1 TpaBitamii crmiBnajganv. HacBiTiieHHs
TOPU30HTAIILHO OPIEHTOBAaHOI MPOTOHEMH 3HU3Y, MOPIBHSAHO 3 HACBITJIEHHSM BEPTHKAIbHO
PO3MIIIIeHOT TTPOTOHEMHU 300Ky, CTUMYJIIOBAIO TANTYKEHHS Ta 3aKjaJaHHsS OpYHbOK Ha 3aTiHEHIH
ctoponi HUTOK 3 31,9 £ 5,5 % nmo 76,9 £ 2,4 %. lle nepexkoHIMBO CBITYUTH MPO AJAUTUBHY IiIO
rpaBiTarlii Ta CBiT/Ia HU3bKO1 IHTCHCUBHOCTI.

HeratuBHuii GOTOTPOITI3M il BIULTABOM YEPBOHOTO CBITJIa HU3bKOT IHTEHCHUBHOCTI BU3HAYEHO
ms nporonemu Ceratodon purpureus (Kern, Sack, 1999). ¥V Physcomitrium patens wactuna
130JIbOBaHMX MPOTOIIACTIB KIIITUH MPOTOHEMH Y CIIPSIMOBAHOMY CBITJIi pereHepyBaiia Ha 3aTiHeH1H
croponi (Cove, Knight, 1987). Illo cTocyeTbcsi HEraTUBHOTO TpaBIMOP(i3MY KITITHH MPOTOHEMH
Tortula caucasica, BiH BUSBJICHHII HAMH BIIEpIIIE.

VYTBOpeHHsI OpyHBOK Ha KOPOTKUX 2-3-KIITUHHMX OOKOBHMX BIIradyXKEHHSX NPOTOHEMHU
MOB’s13aHE 3 IHTEHCUBHICTIO POCTY amikaabHUX KITUH. g audepenuianii OpyHbOK HEOOXinHE
CMOBUIBHEHHS POCTY KJIITHH: JOBJKMHA aliKaJlbHOI KIITHUHU HE MOBHHHA NepeBuinyBatu 80 MKM, B
IHIIOMY BHIIAJKY MPOJOBXKYETbCS HUTYACTHH picT. MOXKHA TymaTH, IO BIICYTHICTh OpYHBOK Ha

npoToHeMmi T. caucasiCa B ymMOBax MIKpoTpaBitamii MiJi 4ac ONMPOMIHEHHS YEPBOHHM CBITIOM
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inTeHcuBHICTIO 1 MKMONB'M?2-cek’ € HacmigkoM (OTOTPONHOrO poOCTy, IO iHriOyBaB
MOpQOreHeTUYHY Mit0 cBiTia. OJHAK, BAXKIMBOK YMOBOI MOP(HOTEeHEe3y 3AIUIIAEThCS HEOOXITHICTh
BEKTOPHOI il rpaBirarii.

[Ticnst TpaBiCTUMYIIALL, KOJM OTPUMAJIH I'PaBITPOIHY MPOTOHEMY 1 BUCTaBHIIM il Ha CBITJIO,
MacoBO YTBOPIOBAIHCS OPYHBKH Ha YCiX CTOJIOHAX 1 HA OJUH-/BA JIHI paHille, aHDK Ha TOCTIHHOMY

outomy cBitii (puc. 50).

o)}

Puc. 50. Bpynbku Ha 7-IeHHUX TpaBITPONMHUX cToJoHaX Tortula caucasica (a, B, r) i Pohlia
nutans (6) yrBopuivcs Micisi MEpEHECEeHHs MPOTOHEMH 3 TEMPSBH Ha CBITJIO: a, O, B — MOYaTKOBI
cTazdil 3akiajgaHHs OpYHHOK Ha amiKaJIbHIM Ta IHTEPKAIAPHUX KIITHHAX HAa OUTOMY CBITII; T —
YTBOPEHHSI TIOOJMHOKUX OpPYHBOK Yy MIKpOTpaBiTallii TiCIas OCBINICHHS YEPBOHMM  CBIIJIOM
(660 HM, 1 Mrvons M 2cex?); BekTOpH CBiTNA i rpaBiTanii criBmanaoTh. TpUBANiCTh OCBITIEHHS 4 TOJ,
wtpux = 100 MKM.

Brnepiie BcTaHOBIICHO, 1110 HA TPaBITPOIHIN TPOTOHEMI OPYHBKH PO3BUBAIKCS 3 allIKAJIbHUX KIIITHH
TOJIOBHUX CTOJIOHIB, @ HEe Ha OOKOBHX T'IKaXx, K 3BHYaiiHO (pHc. 44). SKIIo rpaBiTpOIHY IPOTOHEMY
HACBITJIIOBAIM YEPBOHUM CBITIOM, (POTOCHEKT MOCHIIIOBABCS 1 OpYHBOK YTBOPIOBAJIOCS OUIbIIE.
Taxoi ail He BUSBIEHO AJIsi CHHBOTO CBITJIa, 3aT€ BIAIOI0 Oyina KOMOiHAIlS YEPBOHOTO Ta CUHBOTO
CBITJIA, III0 3HAYHO CTUMYITIOBAJIO 3aKJIaJaHHs OpyHbOK (Tabm.18).

Taomuus 18

VY1BOopeHHs: OpyHbOK rametoopiB Ha 7-AeHHIM rpaBiTponHii mpotoHemi Pohlia nutans:
TPUBAJIICTh OCBITJIEHHS 4 TOJI, IHTEHCHBHICTH 6inoro cBitaa 40 MkMOJb M-}, 4epBOHOTO 1 CHHBOTO

— 6 MKkMOITb-M>¢, B ycix BapiaHTax IpoaHaizoBaHo 10 25 CTONOHIB

YMOBH OCBITJICHHA KinpkicTb OpyHBOK, IIIT.
Bine cBitiio 250+ 2
UepBoHe 316+ 3
Cune 12211
Yeprone (4 ron) + cuHe (2 rom) 3673
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ManoBizomMo mpo TpaBiTaliio, K MOJAPU3YIOUHA (aKTop OPYHHKOTBOPEHHS, OCKUIBKH Y KOCMOCI
yTBOPIOBAJIUCS JHIIE TOOAWMHOKI OpyHbkH (puc. 50, r). Ilicms kimiHOCTaTyBaHHS TPOTOHEMH

PO3BUTOK OPYHBOK 3aTPUMYBABCS Ha OJMH-/[BA THKHI.

8.3.1 AHAJII3 TPABIBAJIEXKHOT'O MOP®OIEHE3Y LIMTOTHUIIIB TORTULA CAUCASICA.
BIIVIUB ®ITOI'OPMOHIB I CBITJIA HA ®OPMYBAHHSA BPYHBOK

TpuBane BupouIyBaHHs IPOTOHEMH MOXIB Y TEMPSIBi CIIPHSIE MIBUIIOMY 3aKJIaIaHHIO OPYHBOK
ramerodopiB Ha cBiTII. ExcrnepuMeHTanbHI AOCHIIHKEHHS PO3BUTKY TaIIOiAHOT 1 JUIUIOINHOL
OpoTOHeMHU T. caucasica cBiguaTh Mpo Te, M0 OOMIBa IMUTOTUIM PEaryloTh Ha IO TpaBiTaiii
MPUILBUIIEHUM (OPMYBaHHSAM Ha CBITJII OPYHBOK B amikKaJibHI 4acTHUHI CTOJIOHIB. BeraHoBieHa
BIIMIHHICTb y IOCJIIZIOBHOCTI PO3BUTKY OPYHBOK 3aJI€KHO BiJ IIUTOTUITY Ta (PITOTOPMOHIB .

Ha ramnoinHiii mpoToHEM1 CHOYaTKy YTBOPIOIOTHCS OPYHBKH, a MOTIM IYYKH PHU30iAIB, Ha
JUIUIOIIHINA, HaBMaKW, CIOYaTKy KIITUHU MPOTOHEMHU (PU30ITHUX CTOJIOHIB) PSACHO Tally3siThCs, a
B)K€ TOJI1 3aKjialaloThesl OpyHbkH TameTodopiB (puc. 51). [lpumBuameHuii po3BUTOK rpaBiTPOITHOL
nmpoToHeMH 1 audepeHItiaiis OpyHbOK 3yMOBJIEHI IMOCHUJICHHSM aTparyrdoi 3[aTHOCTI ammiKaabHO1
KJIITHHA T BIUIMBOM TOJAPU3YIO4YOoi [ii TpaBiTaiii, moO poOUTh I KOMIETEHTHOIO 0
OpYHBKOYTBOPEHHS. Y CTalioHApHUX yMOBax 1Q OpyHBKHM 3aKiIalaiucs Ha amikadbHUX KIITHHAX 1
BEPXIBIlI MPOTOHEMH, ITICIISI KJITHOCTAaTYBaHHS — I10 BCIM JOBXHUHI CTOJIOHY. B 00MIBOX BapiaHTax Ha
raroigHid MpoTOHEMI OpPYHBOK Oyyio Oimbllle, HDK Ha JUIUIOIIHIA, OKpIM TOTO, ITUTOTHUIIN

BIIPI3HSUTHCS. MOP(]OJIOTTYHO CIIOCOOOM TaTyKEHHS.

Puc. 51. bpyHbku ramerodopiB ABoX HuToTHIIB TOrtula caucasica yrsopuics B amikaubHii
YacTHHI CTOJIOHY: raruoin (a, 6, n), aumnoin (B, T), Mmicis KIiHOcTaTyBaHHs (1); mTpux: a, 1 = 500

MKM; 0 ,B, T = 200 MKM.

Jocnipkyroun audepeHiialio mpoTOHEMH HIUTOTUIIB T. caucasica 3a y4acTio (piToropMoHis,

BpaxOBYBaJIM BiIOMUM (PaKT, 110 MUTOKIHIHKA BUOIPKOBO aKTUBYIOTH iHiMia1i0 OpyHbok (Bopp, 1983;
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Xopkasmis, Jlemkis, 2003; Glime, 2017). IlopiusHo 3 koutpojiem, 0,1 mMxM 6-BAP (6-
OCH3UJIAMIUIONYPHH) CTUMYJIIOBAB YTBOPEHHS AalliKaJbHUX OpPYHbOK Ha IHUIUIOIAHIA MPOTOHEMI
OinbIe, HbK Ha ramoigHil (Tadn. 19). Bucoka 10 MkM KoHIIEHTpAIlis IUTOKIHIHY Oyia e(heKTHBHOIO
JIUIIIE JUTS AUIUIOINA 1 pUrHidyBajia OpyHbEKOYTBOpeHHS rarmioina (t exen = 3,02). MoXHA OTTYCTUTH,
10 BMICT €HJOTCHHUX LUTOKIHIHIB y TaluIOiAHIA MPOTOHEMi BHUINUH, aHDK y JUIUIOIIHIA, TOMYy
nojaTkoBe BHeceHHS 6-BAP y cepemoBuie cnpuumHse HOTO HAINOPOTOBUH PIBEHb 1 TajJbMye

PO3BUTOK OPYHBOK.
Tabmuus 19

dopMmyBaHHS OpPYHBOK 3 alliKaIbHUX KJIITHH TPaBITPOIHHUX CTOJIOHIB MpoToHemu Tortula

caucasica 3aJ1e)HO BiJl IIUTOKIHIHY

6-BAP, MxM [IpoananizoBaHo 3aranbHa KUTbKICTb KinbkicTe OpyHBOK Ha
CTOJIOHIB, LIT. OpYHBOK, IIT. anikajdbHUX KIITUHAX, HIT.

0 — ramioin S77 312 541+21
IHATIIONT 117 31 26,5+41
0,1 — ramioig 212 119 56,1+3,4
b197088) ()i 119 48 40,3+45
10,0 — ramnoin 157 64 40,8 £3,9
b197088) ()i 139 58 41,7 +42

Jlo BaxnuBUX (ITOTOPMOHIB, IO KOHTPOJIOKTH PICT 1 PO3BHUTOK, HAJIECKATh AyKCUHH.
dopmyBaHHs OpyHBOK rameTodopiB y MOXiB He BigOyBaeTbes 0e3 yuacti IOK (Johri, Desai, 1973;
Lehner, Bopp, 1983; Bhatla, Bopp, 1985; Bopp, 1990; demkis Ta in., 2001; Nyman, Cutter, 2011;
Glime, 2017; Thelander et al., 2018; Johri, 2020). PiBeHb KIITHHHOTO ayKCHHY Ta HOTO PO3IOILT
BaXJIMBI Ut AudepeHianii KIiTHH, X TOoIiTy, Taly:KeHHs, iHimialii ta pocty pusoiis (Viaene et
al., 2014). ITix yac po3ButKy ramerodiry Physcomitrium patens s3urkyBaiacst akTHBHICTh OLTKiB-
nepeHocHukiB aykcuHy PIN, mo crtumymnioBago MiIBUIEHHS BMICTY ayKCHMHY B KIITHHAax 1
nepenyacHoi audepeniianii. Excripecis mepeHOCHUKIB 3MEHIITyBaja piBEHb KIITHHHOTO ayKCHHY 1
3aTpuMyBajia CTajii po3BUTKY. 3MIHM akTUBHOCTI PIN TakoX yCcKJIaJHIOIOTh MOJUT KIITHH, KOJIU
MOTPIOHMI TOYHUI O6amaHC MK MITO30M 1 TUdEpeHIIialieo MPOIECIB, IO PETYTIOIOTHCS ayKCHHOM
(Thelander et al., 2018). CknagHo BU3HAYWTH, UM ayKCHH Pa3oM i3 I[UTOKIHIHOM HEOOXiTHHUN ISt
mudepenuialii OpyHbOK, Y1 OKPEMO ayKCHH CTUMYJIIO€ TU(epeHIlialliio KayJIoHEMH, 3a0e3MeUy0Un
y Takuil crocid CMHTE3 LUTOKIHIHY 1 IHAYKIII0 OpyHbOK. HailOuibIn IMOBIpHO, ayKCHH HEOOXITHUN
IS A epeHITiaiii kayJI0HEMH, 10 POOUTH KIITHHU KOMIIETEeHTHIMH J10 Mopdorenesy (Johri, Desali,
1973; Lehner, Bopp, 1983; emkiB Ta iH., 2001; JIemkiB Ta iH., 2005). OaHak, neski 1aHi BKa3yIOTh

Ha Te, 1110 ayKCHH BIUIMBA€E Ha peryJsiiro oouasox nporecis (Pernisova et al., 2016; Su et al., 2017;
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Thelander et al., 2018; Waidmann et al., 2019).
Jlns BU3HAUEHHS y4acTi ayKCMHY B iHimiamii OpyHbOK Bukopuctanu ¢irorpominun N-1-
HapTundranamoBy kucinoty (HPK), mo iaridye momspuauii tpancnopt 10K, i ananor aykcuny 1-

HadruionroBy kucioty (1-HOK). (puc. 52).

N ramnoin
B unnoin

A 0O O
o O O
! ! !

N
o
!

AmikayibHI OpyHBKH, %0
= w
o o
| |

o
|

1 2 3 4 5 6
Konuentparist ¢itroropmonis, MkM
Puc. 52. Brums HOK i 1-HOK nHa dopmyBaHHS OpYHBOK 3 amiKaJbHUX KIITHH TaruioiqHoT i
arIoiaHoi mpotonemu Tortula caucasica: 1 — kortpois; 2 — HOK 30 mxM; 3 — HOK 3 MxM; 4 —
1-HOK 1,0 mxM; 5 — HOK 3mkM + 1-HOK 1,0 MmxM; 6 — ki1iHOCTaTyBaHHS.

®ditorponin HOK noBHicTIO 6510KyBaB yTBOpEeHHs OPYHBOK Ha TUTIIOTTHIM IPOTOHEMI, ICTOTHO
3MEHIITyBajlacsl iX KUIBKICTh 1 y ramioiga (puc. 52, 2, 3). Ananor aykcuny 1-HOK nocnaGmroBas
inrioyrouy miro HOK B obuasox murotmmax Tortula caucasica, a kaiHOCTaTyBaHHS BILIMBAJIO
moaiono g0 HOK i kimekicTh amikaabHUX OpYHBOK 3MeHImyBanacs (puc. 46, 5, 6). be3sanepeuno,
nutokiHiHE Ta IOK KOHTPOJIOITE MpOIeC YTBOPEHHS OPYHBOK 3 amikadbHUX KIiTHH. OcoOimBe
3HAa4YEeHHs Mae arikaabHo-6a3anpHuil rpagient IOK, 1mo nerepminye akTUBHICTH BepXiBkodjro pocty
anikanbHUX KIITUH. O4eBUIHO, HAIIPABIIEHA JIis CHIIH TSDKIHHS ITOCUIIMIIA aKPOTIeTaIbHUM TPAHCIOPT
y TPaBITPONHIM MPOTOHEMI, IO CTaJO MEPEAYMOBOIO (i3I0JOTIYHUX TPATIEHTIB 1 KOMIETEHIII]
amikanbHUX KIITHH A0 (opmyBaHHS OpyHbOK ramerodopiB. Jocmiau 3 KIHOCTATyBaHHSIM Aajii
3MOTY 3HSITU BEKTOPHY JIif0 TpaBiTallii, [0 MPHU3BEJIO 10 BTPATH I'PaBITPOIHOTO POCTY 1 OPYHBOK Y
BepXiBIi cToJIOHy. Ha KiiHOCTaTOBaHi NMpPOTOHEMI OpPYHBKM 3aKIaJajiucs Ha IHTEPKAIAPHHUX
KJIITUHAX 13pijKa M0 BCiil TOBXXHHI CTOJIOHIB, III0 3yMOBJIEHO NOCIA0IEHHAM MOJISIPHOTO TPAHCHIOPTY
(biToropMoHiB, TOPIBHAHO 3 rpaBiTpornHOK0 mnpotoHemoro ([JemkiB Ta iH., 1999; Ripetskyj et al.,
1999). Sk mig yac BeKTOpHOI [ii TpaBiTalii, Tak 1 y 3MIHEHUX YMOBaX CHJIM TSDKIHHS TarjioiTHUN
rameTodir po3BUBaBCs Kpallle, HDK JUILIOITHUNA, TOMY OpyHBOK B AWIUIOINA Oyia MEHIIe.

TakuM YMHOM, PO3BHTOK TarUIOIMHOT 1 TUIUIOINHOI MpOTOHEMH T. CaucasiCa CBiIUUThH PO
pi3HUI ropMOHanNbHUN cTaH HUTOTHMIB. s ¢dopmyBaHHS OpyHBOK rametrodopiB HeoOXinHa

cuniBydacte IOK 1 nutokininy: IOK aktuBye naudepeHmiamniro MpoTOHEMH Ha XJIOpPOHEMY 1
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KayJOHEMY, IHJIyKy€ YTBOPEHHS PHU30IIiB, YHACTIIOK YOro KiIiTHUHa HaOyBae KOMIIETEHIii [0
Mop(doreHeTHYHO1 i HUTOKIHIHIB. TOMY psICHE po3raily)KeHHS IPaBiTPOMHOI MIPOTOHEMH AUILIOINA
nepes yTBOpEeHHSIM OpYHBOK MOKe OyTH IMOKa3HUKOM BHIIOTO eHaorenHoro BMicty IOK, mopiBHSHO
3 ramtoinom. Lle Oymno aprymMeHTOM Ui BHCHOBKY IpO Te, o eHporeHHuid BMmicT IOK Bummii y
JUIUIOINA 1 HIDKYUH y Tarioina.

CBiTJIO Pi3BHUX JUITHOK CHEKTPa iCTOTHO BIUIMBAJIO Ha TpaBIMOpQOreHe3 00MIBOX HUTOTHUIIIB
MIPOTOHEMH 3aBISIKHU TOPMOHAJIBbHIA CTUMYISILIT (OTOPErylIsITOpHUX mpoueciB. EdexkT pizHoro
CHEKTPaJBbHOIO CKJIaay CBITJIa Ha (OpMyBaHHS OpPYHBOK BIIpPI3HSBCSA: YEPBOHE — aKTHUBYBAJIO
amnikanbHe OpYHbKOYTBOPEHHS, CMHE — MPHUIIBHUIIIYBAIO 3aKJaJaHHs OpYHbOK IEpPEBaKHO Ha
IHTEpKATISPHUX KIITUHAX, 3€JI€HE, MaJIOaKTUBHE JIi PO3BUTKY POCIUH, IHT10yBaslo iX YTBOpPEHHS

B3arani (Ripetskyj et al., 1999; JlobaueBchka Ta iH., 2015).

8.3.2. MOIU®DIKALIA PEITPOJIYKTUBHOI'O PO3BUTKY MOXIB 3AJIEXKHO BIJI
MIKPOKJIMATHYHUX YMOB I TPABITALIT

Pi3HOCTOPOHHI AOCTIIKEHHS TPaBIUyTIMBOCTI MOXIB J1al0Th MOXKJIUBICTh Nepea0aunTy MeBH1
rpaBipeakilii B OHTOT€HE31, 3HANUTH CIIOCOOHU iX aHaAI3y, BKIIFOYHO 3 TU(EPEHITIAIIEI0 O THOKITITHHHUX
CIOp 1 PENIPOAYKTUBHUM PO3MHOXKEHHSAM. TpUBaIOTh €eKCIEPUMEHTH I0BIOTPUBAJIOTO BUPOIIYBaHHS
pociuH y KocMmoci 3 MeToro ycmimHoi peanizaiii mocIiIoBHUX I'eHepalliii Ta OTpUMaHHs JI03pUIOTo
HAaCIHHS, 1110 0OMEXEHO YMOBAaMH JIITAJILHUX anapaTHUX 3aco0iB 1 Mikporpasitaitii. JlociimkeHHs B
YMOBaXx 3MIHEHO1 I'paBiTaIlii € BIXOX KOCMIYHO1 010J10T1i, METa KO CTBOPUTH €KOCHUCTEMY, IPUAATHY
JUTS JKUTTEMISIIBHOCTI JTFOIEH MTif Yac mioroBanux mosoTiB (Koparom, 2016; 2023; Kordyum, 2014;
Prasad et al., 2020, a, b; Kordyum, Hasenstein, 2021; Paul et al., 2022; Lobachevska et al., 2022).
ToMy Ba)JIMBO BCTAaHOBUTH Bpa3jMBi J0 CTpPeCy CTajil pPenpoJyKTUBHOTO PO3BUTKY POCIHH Ta
BHU3HAYUTH MOTEHINIHHO CTINKI IIUKIN T€HEPATUBHOI CUCTEMHU J0 YMOB MIKporpasirtailii. 3arajom, Mu
MIATBEPMIIA POJIb MOXIB SIK €KCIIEPUMEHTAIbHOT MOJENi y JOCIIKEHHSIX TpaBiMopdoreHesy Ta
y4acTh CHJIM TSDKIHHS B KUTTEBIN cTparerii Opioditie (DemKiv et al., 1999, 2003; Xopkagiiis Ta iH.,
2015; JlobaueBchKa Ta iH., 2017; Kusk Ta in., 2021; Lobachevska et al., 2021, a, b; 2022; Xopxkasiiis
Ta iH., 2023). [Ipoanani3oBaHO BIIMB I'paBiTallifHOT CHIIM Ha (JOPMYBAHHS OpraHiB BEreTaTUBHOTO 1
TeHEPaTUBHOTO PO3MHOKEHHs, TPaBIUYTIMBICTh KIHOYMX 1 YOJOBIYMX OCOOMH, CTIHKICTb
pi3HOCTAaTEBUX POCIHH J0 YMOB 3MiHeHOi rpasiranii ([leMkiB Ta iH., 2009; JlobaueBcbka, XOpKaBIiB
2014; Xopkas1iB Ta iH., 2016; Jlo6baueBchka Ta iH., 2017).

Sk mpaBuI0, OUIBIIICTH MOXIB PO3MHOXKYETHCS 1 BET€TaTUBHO, 1 reHepaTuBHO. OHAK, CTaTeBe
PO3MHOKEHHSI Ta PO3CIBaHHS CIIOP 4acTO OOMeEXeHe KIIMAaTHYHMMH YMOBaMH, 1 TOJi Oe3craTeBa
PENPOYKIliE CTa€ BU3HAYAIBHOIO CTAJIEI0 JKUTTEBOI CTpaTerii Ta e(eKTUBHHUM MeEXaHi3MOM

IIBUJIKOTO JIOKAJBHOTO 3aCeNIeHHs M 3aKpilUIeHHs1 MOXY Ha neBHiii Teputopii (Frey, Kiirschner, 2011;
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Glime, 2017). YcraHoBIIeHO, 10 TPaBIYYTIMBICTh OpraHiB ramerodity ABoX 3paskiB Ptychostomum
pseudotriquetrum i3 KJIIMaTU4YHO BiAMIHHMX MPHPOTHHUX JOKaMITeTiB (AHTapKTHKH 1 JIbBIBCHKOT
00:1.) Bifpi3Hs€ThCA. 3a3BU4ail sl 6araTbOX BHJIIB MOXIB I'DaBIdyTJIMBOIO € IOBEHUIbHA CTadisd —
MIPOTOHEMA, TO/II SIK ITATOHW MOXKYTh 1 HE MPOSBIATH TpaBitpomnismy. [Ipote, y P. pseudotriquetrum 3
AHTapKTHKHU TPaBiYyTIMBUMHU Oynu maroHu (puc. 53, a), a 3 okoymis JIbBOBa IpaBidyTIUBIIION0
Oyia mporoHema, aHDK maroHu (puc. 47, 6). Ilicis rpaBicTUMYIISIIT B MMa3yxax JIMCTKIB TaroHiB
AQHTapKTUYHOI eKOMOp(GU YTBOPIOBAJMCS YHCIICHHI BUBOJKOBI OynbOouku (puc. 47, a), a y
JBBIBCBKOTO 3pa3ka MOXy Oyinp00ouky (popMmyBanucs Ha BHAOBXKEHHX CTOJOHAX, LIO POCTYTh IO

MOBEPXHI JIEpHUHU a00 IpyHTY (puc. 47, 0).

Puc. 53. JIBi ekomopdu Ptychostomum pseudotriquetrum 3 pi3HOIO rpaBidyTIUBICTIO OPraHiB
ramMeTo(iTy: a — aHTapKTHUYHA: IPABIYyTIUBI [IarOHHU, B iX OCHOBI YTBOPHIKCS PU30ITHI OYIHO0UKH;
0 — MTpBIBCHKA: IPaBIUyTIMBA MPOTOHEMA I MEHII YyTJIMBI TATOHU; PU301IHI OYIHO00UKH YTBOPUIIUCS
Ha MPOTOHEMHHX CTOJIOHAX; CTPUIKAMHM BKa3aHO Ha TMAaroHM, IO MpOpearyBajidi Ha TpaBiTallifo.

[tpux: a, 6 — 1,5 cm, Ha Bpizkax a, 6 — 400 Mmxm

VY BIINOBiIP Ha 3MiHY HOJIOKEHHS JabopaTopHOi KynbTypu P. pseudotriquetrum 3
BEPTUKAJIBHOIO HAa TOPU30HTAJbHE BEpXiBKAa INMPOTOHEMHM a0 MaroHa IOCTYNOBO, BHACIIIOK
3MIIIEHHs POCTOBOI 30HW 3TMHAajlacs IpaBITPONHO. BenuumHa KyTa 3ruHy amikadbHUX KIITHH
MIPOTOHEMH 1 BEPXIBOK MaroHiB Oysa MOKa3HUKOM YyTJIMBOCTI POCIIMH J0 rpasiraiii (tabia. 20).

BcranoBneHo, 1mo mpoToHema 1 maroHM JBOX 3paskiB P. pseudotriquetrum HEOIHAKOBO
pearyBaiu Ha Jit0 rpasitaiii. HeraTuBHu TpaBITpOMi3M BJIACTHUBUI MaroHaM aHTAPKTHYHOI Ta
MIPOTOHEMI JIbBIBCBKOT €KOMOP(]H, TO1 K MPOTOHEMA i MAroHU 3pa3KiB, BIAMOBIAHO 3 AHTAPKTHKH

1 okomuup JIbBOBa, HE MPOSABISUIM UITKOTO Tpomizmy. OTxe, IpaBIUyTIUBICTh NPOTOHEMH M
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ramerodopis P. pseudotriquetrum cdopmyBanacs 3ajie)kKHO BiJ MPUPOJHUX EKOJIOTTYHHX YMOB.
MaOyTb, amanrarisi 10 yMOB KOPOTKOTO BET€TAIIITHOTO Mepiogy AHTAPKTUKHU CIIPHUSIIA MIIBUILEHHIO
IPaBIUyTIUBOCTI TaMeTO(OPIB MOXY, Ha SAKHX 3aKJIAJAUCS OPraHH BET€TAaTUBHOTO PO3MHOKEHHSI.
Pizni Mopdosmoriuni peakmii Ha nit0 rpapitamii HaOynu TepeBarn y JKUTTeBid crparerii P.
pseudotriquetrum B ymoBax AHTapKTUKH, HAIPUKJIA] ITi] 4ac MOTEILUTIHHS a00 3aToIuieHHs. Mo)kHa
MPUITYCTUTH, IO JIMIIE HETaTHMBHO TPaBITPOIHI rameTodopu, 1o migidmManucs Haja cyocTpaToM
3MOIJIM €HEPreTUYHO 3a0e3NeYUTH YTBOPEHHS PHU30igHMX OyiIbOOYOK 1 MIBHJIKE BEreTaTUBHE
PO3MHO’KEHHS MiJl Yac KOPOTKOTPUBAJIOTO BECHSHOTO mepiony AHTapKTUKU. OTKe, 3aJeKHO Bl
KIIIMaTUYHUX YMOB c(opMyBaiMcs pi3HI ClielianizoBaHl rpaBipeakilii, o 0yi0 BUPILATbHUM IS
BI)KMBaHHS, YTBOPCHHS MOXOBOTO TMOKpWBY i momupenus P. pseudotriquetrum. Y Ttpas'saux
pocnuH, Hanpukian y Deschampsia antarctica Desv., B ymoBax AHTapkTHKH chopmyBaiacs
crnenudiuHa aTUMOBAa CTPYKTypa Me30(ily 3 UYHCIECHHUMH BE3WKYJIAMH, IO €KpaHyioTh Y O-
pamiaiito 1 € 3aXucHOIO peakiiero Bim onpomineHHs (Taran et al., 2009). Uepes Te, 1o mpoTarom
BETeTaIlIIfHOTO TIepioy pOCIIMHU B AHTApKTHUIlI 3a3HAIOTh TPHBAJIOTO BIUTMBY HU3BKHX TEMITEPATYD,
HagMmipHoTro Y ®-ompomineHHs, 3arorieHHs (Ozheredova et al., 2015), po3BuHyIHCS KOMIUIEKCHI

MEXaHI3MH CTIMKOCTI, SIK1 3a0€3NeYrIn IXHE BIKUBAHHS B EKCTPEMAJIbHUX YMOBAX.
Taomums 20

BrumB rpaBitamii Ha BeNMYMHY KyTa 3THHY BEpPXIBKM MPOTOHEMH Ta IMAaroHiB KyJIbTypH

Ptychostomum pseudotriquetrum 3 pisHHX KIiMaTHYHHX 30H

Craii possaTKY KyT rpaBitpomHoro 3runy, rpa.
P. pseudotriquetrum AHTapKTHKa Oxounti JIbBoBa
[IpoTonema 0 84,7+2,1
[Taroun 79,3+4 28+0,2

Jlnst iHmoro rpaBidyTauBoro Buay Leptobryum pyriforme ymepiie ekcriepuMeHTanbHO
BCTaHOBJICHO, 1110 PO3BUTOK BUBOJIKOBHX TUIEIb — OPraHiB BEreTaTUBHOTO PO3MHOXKEHHS 1 3al1acaHHs
MOXXMBHUX PEYOBHH, sIBUINE rpaBizanekHe. [Ticas rpaBicTuMyssaiii BuBoakoBi Tiibls L. pyriforme
YTBOPIOBAJIUCS MIBU/LIE, X YABIYl Oys0 OLbLIe, HUK, SIKIIO IPOTOHEMY HE M1JI1aBaIl BEKTOPHIHN 1ii
rpasitarii (puc. 54). Ilicns kmiHOcTaTyBaHHS BHUBOIKOBI Tinbiid L. pyriforme sakmamganmcs i3
3aIli3HEHHM 1 B MEHIIIH KUTbKOCTI, HOPIBHIHO 3 TPaBICTUMYIbOBAHOIO JepHUHOI0. OTXXe, YHACIIJOK
pi3HOT TpaBidyTIMBOCTI cTajiii oHTorenesy P. pseudotriquetrum, akceneparlii BereTaTHBHOTO
PO3MHOXEHHSI 3a ydacTio rpasitauii B L. pyriforme BimOynacst moamikamis penpoayKTHBHOT

CTpElTCl“ﬁ, 1o AaJ10 3MOT'y MOXaM BUKUTH B HECIIPUATINBUX CKOJIOTTUHHX YMOBax.
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Puc. 54. BuBojkoBi Tinbls Ha mpotoHemi Leptobryum pyriforme: a) Ginbiie BHBOJKOBHX
TUIelb YTBOPHJIOCS MICIs TPaBICTUMYJIALIl, HDK y KOHTpodi (0), ne ix Oyio MeHie; Ha Bpi3li

CTPUIKOIO BKa3aHO BUBOJKOBE TuibIle. [lITpux: a ,6 — 500 mxm, Ha Bpi3ii 6 — 100 Mkm

B excrpemanbHUX yMOBaxX BOAHOTO ACQIIUTY BEreTaTUBHE PO3MHOXKEHHS CIICIiaii30BaHUM
Mi3¢MHUMH BHBOJKOBUMHU OpraHamMH 3a0e3ledye He JIHMIIe JIOKaJbHE TMOMUPEHHS MOXY,
MOJICTIIYFOYH TIOTJIMHAHHS W yTPUMaHHS BOJIU 3 TPYHTY, a W MIATPUMKY TOMYJSIT 3aBISKH
TpUBaJIOMY 30epexeHHI0 0aHKy *KuTTe3naTHux aiacnop (JlobaueBcrka, Padbuk, 2012). 3a ctpecoBux
YMOB TIOCYXHM OCMOTHYHO aKTHBHUU TPOJIH CIPHUSAE MIABUIIECHHIO BOJHOTO TOTEHIANY KIITHH
pPOCHHH, 3MEHIIy4X piBeHb iXHbOTO TomKkoKeHHs (Kordyum, 2003; Kopmaiom u mp., 2003; Vayner
et al., 2014). Busnaueno B3aemoBIUIMB mpodiny Ta IIET'-6000 Ha rpaBi3ajiekHe YTBOPEHHS
BHBOJIKOBUX TUIEIb MOXY L. pyriforme, mo 31e0UIBIIOTO TPAIUIIETHCS HA 3BOJIOKEHOMY IPYHT1
(tabm. 21). Ilicnsa rpaBICTUMYIIALIT BUBOJKOBHX TUICIH YTBOPIOBAJIOCS OUIbIIE B yCiX BapiaHTax
nocniny. Ha rpaBitponHiii mpoToHeMi ix ¢gopmyBanHs ctumyntoBaB 3%-uuit IIEI', nmopiBHsHO 3
MMPOTOHEMOK Yy KOHTpPOJI 1 TIiCisl KIIHOCTaTyBaHHSA. He3nauHa BTpara Boau B cyOcTpaTi
CTUMYJTIOBaja yTBOPEHHS CIEI[ialli30BaHUX OPraHiB BETETATUBHOI'O PO3MHOXKEHHS, TPOTE BILTUB 5 %0
[TET'y OyB 3HauHO TokcuuHimui. [uridyroua aist [TEI" 3menHmyBanacst 3aBsiku poJIiHY Ta TpaBitailii
(tabn. 21). Panime nns B. argenteum Oyno BctanosneHo, mo [IET, ABK Ta caxaposa inimitoBanu
YTBOPEHHSI €M Ha MOBITPSAHINA po3ranyxeHiil xiaopoHemi Ha cBiTii (JlobaueBchka, Pabuk, 2012).
OTxe, I yac BOAHOTO Ae(IUTY MOJIIpU3YIoYa Aisl rpaBiTallii MOXe BUKOHYBATH OCMOPETYIISATOPHY
(YHKIIi10, IO BiTHOBJIIOE Ta MIJICHUIIIOE BEr€TaTHBHE PO3MHOKEHHS. Y TaKui croci0 3aBAsSKH OB
BCMOKTYBQJIbHI ~ CHJII  0ararouucelbHUX AamiKaJIbHUX KIITHUH TPaBITPONHOI NPOTOHEMHU
MIATPUMYETHCS BOAHHM OallaHC, IKUW MIBUIIYE OCMOTUYHUNA TUCK KJIITUH Ta ONTUMI3y€ YMOBH IS

PO3BUTKY CIIelliaTi30BaHUX BUBOJIKOBUX OPraHiB.

Tabmurs 21
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BriuB 0cCMOTHYHO aKTHBHUX PEUOBUH Ha TpaBi3asie)kHe pOpMyBaHHS BUBOJKOBHUX TLIEHb HA

20-nenwiit npotonemi Leptobryum pyriforme

KinpKicTh BUBOJKOBUX Tiienb / | qepHUHY, IIT.
YmoBH octiny [Micns [Ticst
) . Ha cBitmi
rpaBICTUMYJIAILIT KJIIHOCTAaTyBaHHS

Kontpoins, B B 304 +20

MIPOTOHEMa 13 CBITJIA , ,
[pomnin, 1 MM 70,3+1,3 61,6 + 3,3 654+21
IET, 3 % 84,1+27 56,4+ 3,1 40,2+2,5
IET, 5% 18,2+ 0,9 9,0+0,7 4,6 +0,2
[Mponia+5%-it IIET 50,3+31 32,4 £1,2 30,7+2,8

['paBiTpornHa npoToHemMa 60,8 + 2,4 37,3+29 -

MopenbHIM 3pa3koM IS JTOCHTIKEHHS TeHEPAaTUBHOTO PO3MHOXKEHHS B YMOBaxX 3MIHEHOT
rpagitarii OyB ogHOqOMHUE BHua P. patens, Horo OHTOT€HETHYHUN ITUKIT Y Ja0OpaTOPHIA KyIbTypi
TPHUBAB JIBa MiCAIll. 3Ba)KarOUH, 1[0 PEIPOIYyKTHBHA cTafdis P. patens uyrnusa 10 KJIIMaTHYHUX 3MiH,
Oynu mimiOpaHi ONTHUMalIbHI YMOBU KyJbTUBYBaHHs HU3bKI Temmeparypu (-1,..+5° C) 1 BHcoOka
BoJioricth (-0,5,.. -1,0 MIIa). ['paBiuyTIuBICTh aHATI3yBadu B CTalllOHAPHUX yMOBax 1 {§ Ta micist
KJIIHOCTaTyBaHHs. B 00MIBOX BapiaHTax Ha MaroHax JEPHUHU MEPEBAKaIH YOJIOBIY1 CTaTeB1 OpraHu

(Tabm. 22), xo4a iXHe YyTBOPEHHS 3aTpuMyBajocs Ha 9—10 mHIB.

Taomus 22
Ominka crareBoi mpoaykruBHOCTI Physcomitrium patens, n =25
KinbKicTh cTaTeBUX OpraHiB, IIT. KinpkicTs, %
YMoBH mociigy

apxeroHii aHTepuIil bepTHIbHI MaroHu CITOPOTOHHU

KonTpois 85+24 230£3,5 67,817 88,6 £ 0,9

KninocraryBanus 79+1,8 158 + 2,7 62,7+1,7 79,9+0,9
Tabmursa 23

CrareBa CTpyKTypa Ta NPOIYKTUBHICTh JBOJIOMHOTO BUy MOXy Bryum argenteum

Kinbkicts peprunbHux pocnu,mT. | KinbkicTe rameranriiB / 1 marid, mr.
YMoBH mocigy
& 3 ? 3
Kontpoinb 95,6 + 3,2 110 72101 11,0+£0,2
KninocraryBanss 79,4+ 27 125 70+£05 124+0,4

Sk cBiguaTh HaBeZeHI y Tabn. 23 pe3yabTaTd aHali3y pPO3BUTKY T'€HEPAaTUBHUX OpraHiB Ta
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CTaTeBOi CTPYKTYpPH JBOJOMHOTO By B. argenteum, micist KIiHOCTaTyBaHHS KUTbKICTh YOJIOBIYHUX
POCIHH 13 TaMeTaHTSIMH 30 UTBIIMIIACS, a )KIHOYMX 3MEHIINIIACS, X04a KUTBKICTh (DepTUIIBHUX POCITUH
He 3MiHmIacs. Kpim Toro, antepuii 3aKimaganucs MBUALIE, TTOPIBHAHO 3 KOHTPOJIEM Ta KIHOYMMH
pocnuHamu 3 apxeroHismu. Ha Bigminy Big P. patens, eniminanis BEeKTOpPHOI il rpaBitailii BUusBuiacs
HaBITh €()EKTUBHOIO JUIS PO TYKTUBHOCTI YOJIOBIYMX pociuH B. argenteum — micist kimiHOCTaTyBaHHS
apXeroHiiB y MOXOBHUX JEpHUHAX yTBOPWJIOCS MEHIIE, a aHTepuaiiB Ounbme. Bizomo, mo sk s
OJIHOJIOMHUX, TakK 1 IBOJOMHUX Opio(iTiB XapaKTEpHOIO € MPOTaHAPIS — aHTEPUIIB 3aKIala€ThCs
OuTpIIe 1 03pIBalOTh BOHM paHillle, HDK apXeroHii, caMe B TakWi CIocCiO rapaHTyeThCcsl OUIbIIa
WMOBIPHICTb 3aIUTiTHEHHS.

I'paBiuyTIIMBOIO € pereHepaTuBHa MpoToHema i ciopodirt B. argenteum (Jlo6aueBcbka, 2006),
X04a 3a3BHuail TpaBIuyTJIMBUMH € MIEpBUHHA MpOoTOHEMa 31 criop 1 rametodopu. [lIBuakicts pocty i
IPaBITPOIII3M IPOTOHEMH, OTPUMAHOI pereHepallie€ro )KIHOUYnX raMeTo(opis, OUIBIIL, HIK YOJIOBIUHX.
Crin 3a3Ha4MTH, 110 BTOPUHHA MPOTOHEMA MIBHU/IIE JeTUPEPEHINIIOE Y XJIOPOHEMY 1 KayJIOHEMY,
3HAYHO TOJIEPAHTHIIIA J0 BUCYIIYBAaHHS Ta 3aTPUMYy€ OUIbIIE BOJIOTH, L0 CHPUSE TATYKEHHIO i
YTBOPEHHIO OpPYHBOK y HECHPHATIMBUX TPHUPOAHMX yMoBax. OKpiM TOro, rpasitallisi 1HIYKY€
MOP(GOTEHETHYHI TMPOLECH, CTHUMYITIOIYM TpaBiMopdo3u OpPyHBOK Ha amikaJbHUX KIITHHAX
BTOpUHHOI TrpaBirponHoi mpotoHemMu MoxiB (Ripetskyj et al, 1999). Omxe, rpaBipeaxiii
BuaocnenudiuHi, a TpaBIMyTIUBICTH BTOPHMHHOI pereHepaTMBHOI mpoToHemMu B. argenteum i
P. patens mo>xe MaTu aganTUBHE 3HAYCHHS JJI PENPOIYKITii 1 BIOKMBAHHS MOXIB.

VY 6araThb0X BHJIIB MOXIB CTaT€BE PO3MHOXKEHHSI MOJIMBE JIMIIIE 332 HASBHOCT1 BOJIHOT ILTIBKH,
TOMY BHCOKA BOJIOTICTh CEPEIOBUIIA € 00’ €KTHBHOIO HEOOXITHICTIO TXHBOT )UTTEMIsIbHOCTI (Glime,
2017). Panime BCTaHOBJICHO, IO TpaBiTallisi MOKE MIHIMI3yBaTH HETaTUBHHUM BIUIMB JAe(PIIUTY BOIU
1 OyTu BaxIUBUM (PAKTOPOM MJisi BETeTaTHBHOIO PO3MHOXKEHHS Ta TOMIMPEHHS POCIUH
(JIobaueBchka Ta iH., 2015). YacTo pocianHu MOXY 3HAXOJATHCS MijJ BOJOIO 1 BiAUyBalOTh HECTauy
KHCHIO. ['IMOKCIsA, SIK CTPECOBUH YMHHUK, IO TIEBHOI MIPH HIBEIIIOETHCS aKTHBHICTIO JICTIAPOreHa3
MIEHTO3HOTO LIUKITY, 30KpeMa, alKkorobaeriaporeHasow (AAD).

V 3pazkax B. argenteum, sxi Oy;iu 3aTormieH1, BU3HAUY€HO BUIly akTUBHICTh AJIl', mopiBHSHO 3
pOCIMHAMHU, IO POCTH Y 3BUYHUX YMOBaxX 3BOJIOKEHHS. Mu mpoaHanizyBainu e(ekT rpasiTaiii Ha
AJIT-aKTHBHICTB YOJIOBIYMX 1 kiHOUMX pocauH B. argenteum micns rimokcii (puc. 55).

BcranoBneno, mo aktuBHiCTh AJ[[T (epTUNIbHHX pOCIMH BiAPI3HAETbCS — BHIIA
(epMEeHTaTHBHA aKTHBHICTH YOJIOBIYMX, HDK JKIHOYMX POCIUH, OYEBHIHO 3YMOBIIEHA OLUTBIITMMH
E€HepreTHYHUMHU BUTpaTaMH Ha (OPMYBAaHHS aHTEPUIiB, SKUX YTBOPIOETHCS 3HAYHO OUIbINE, HIK

apXeroHiiB.
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Puc. 55. AxkTuBHICTh ankoroibaeriiporeHasu (A/l) pizHocTareBux pociuH Bryum argenteum

3aJIe)KHO BiJ] 3MIHM BEKTOpa IpaBiTalliiiHOT cuin

[Ticnst KiHOCTATYBaHHS aKTUBHICTh (PepMEHTY OOMIBOX cTaTel MiBUIyBaJIacs MPUOIU3HO B
1,4 pasu. Bimomo (Taylor et al.,, 2007), mo crateBuii quMopdi3M MOXiB, 3YMOBJICHHUI PI3HOIO
MIBUJIKICTIO POCTY, MeTaboji3MOM, 0i0Macoio 1 TPHBATICTIO JTO3pIBaHHS TaMETaHTIiB, YHACIIIOK
(hoTOCHHTE3Y Ta JUXaHHs, a OUTbIIA KUIBKICTh YOJIOBIUMX POCIWH Y JACPHHUHI 3aJICKUTh SIKpa3 Bil
IHTEHCUBHOCTI eHepreTuyHux mpoiieciB. OueBuaHO, 3aBAsku akTuBHOCTI AJIIT micns rimokcii 1y
CTPECOBUX YMOBAX I'PABITAIIHOTO CHJIM (ITICIISI KJIITHOCTATyBaHHs) BinOynucs 3MiHH (i310J0TTUHAX

peaxIriif, siIKi eHePreTUYHO 3a0e3MEeUNIIN IIBU/IIIC YTBOPEHHS YOJIOBIYUX POCIUH 3 aHTCPUIISIMHU.

8.3.3. 'PABIUYTJIMBICTb PI3HO JUP®EPEHIINOBAHUX KJITUH IPOTOHEMHU
WEISSIA CONTROVERSA TA ii 3BHAYEHHSI B OHTOT'EHE3I

Amnaniz Mmop}odi3ioJIOTIYHUX BJIACTUBOCTEH IPaBIdyTIMBUX BHUJIIB MOXIB CBIIUNTD, IO YMOBH
3MIHEHO1 rpaBiTallii i BTpaTta BEKTOPHOI Jii CHJIM TSDKIHHS BILIMBAIOTh HA POCTOBI pPeakilii 3ajexHO
BiJ cTafiii oHTorenesy. Hazemna i mizzemna pocrosa hopma W. controversa copmyBanucs y pisHUX
YMOBaxX CEpeIOBUINA, YHACIIOK YOr0 TPaBITPOII3M PO3BHHYBCS SIK €KOJIOTIYHO 3ajexHa (opma
pocty. IlpoananizoBano Mop]oOriuHi BIACTHBOCTI AW(EpEeHIIIHO PI3HUX KIITHH MPOTOHEMH
apuaHoro Buay Weissia Ta 0coOIMBOCTI iX TpaBiTPOMi3My B OHTOTeHe3i. BCTaHOBIIEHO, 1O JIOBTi
KayJOHEMHI CTOJIOHH POCTYTh IUIAriOTPONHO Ha HE3HAYHIN I'TMOMHI 1 pearyioTb Ha BEKTOPHY Ji0
rpaBiTallii, TOAI K HaNpsAM POCTY ACHIPOiAHOT HA3eMHOT IPOTOHEMH HE 3aJI€KUTh Bl CUIIM TSDKIHHS.
3aBJIKY FaJIy>KEHHIO KJIITUH 1 HETaTUBHOMY T'PaBITPOIIHOMY POCTY KayJIOHEMH, Ha TIOBEPXHIO IPYHTY
MiA1IHMAIOTHCS XJIOPDOHEMH1 CTOJIOHH, 5IKI YTBOPIOIOTh IIUIBHUIM MOKPUB 3 OPTOTPOITHUX JEHJIPUTIB,
II0 MAalOTh BHIVIA TYCTHX 3€JICHUX acCUMULILIHHUX KypTHH (puc. 56). Take mpucrocyBaHHs
KayJoHeMH J10 migzeMHoro pocty A. C. JIazapeHKo OI[IHUB SIK a[arnTalliio 10 apuIHOTO KJIiMaTy, 1110

3abe3mneuye BUKMBAHHS 1] 4aC BUCUXAHHS Ha3eMHUX opraHiB Moxy (CTpykrypa Buay..., 2001).
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Puc. 56. Ilpotonema Weissia controversa: (a — B) — rpaBiuyTJHBi KayJOHEMHI CTOJIOHU 3
KOPOTKMMH XJIOPOHEMHUMH JEHAPUTAMH; T — (parMeHT 3 pO3raly)KEeHUMHU NEHAPUTAMH; 1 —

nepHuHka 3 neHapuTiB. tpux = 120 MkMm.

Oco0nMBICTIO MOXIB € BUCOKA 3/1aTHICTh /10 pereHepailil Ta aeaudepeHuialii, yHaciiJoK 4oro 3
MOOJMHOKUX TOTUIIOTEHTHUX KIITHH BITHOBIIOETHCS HOBa pociuHa. [lomiOHYy aHamoriro MoOXKHa
npencraButa y W. controversa c, KoJim yHaCIlIiJJOK Tally’)KeHHs KJIITHH KayJOHEMHOTO CTOJIOHY, IO
pocte y cyOCTpari, Ha CBITJIO MTIMMaOTbCS TpaBiuyTMBa 2-3-KJIITHHHA XJOPOHEMa, sKa
pPO3pOCTAETHCS Y (POTOCUHTETUYHY JCHIPUTHY AepHUHY. CIemiani3oBaHOI0 PEaKIlicro raMmeTodiTy
W. controversa c Ha apuaHi YMOBH MICIIEBUPOCTaHb € IUIAriOTPOITHUMN PICT MIA3EMHOI KayJIOHEMH,
SIKAW 9aCTO TIOE€THAHUH 3 HETaTUBHUM T'PABITPOITI3MOM T'OJIOBHOTO CTOJIOHY 1 O0KOBUX XJIOPOHEMHHX
ramy3ok. ['amy3ka pocTe BEPTHKAIBHO BrOpy 3aBASKHA peaKIlili KIITHH Ha TOJSPU3YIOUY it0
rpaBiTarlii M yac nepux 2—3 moaiIiB, Mo 3HAYHO CKOPOUYE MUISIX BUXOTY MPOTOHEMH 3-TI1 IPYHTY
1o cBitia. Ha BiMiHY BiJ BUIIIB 3 TpaBIvyTIIMBOIO XJIOPOHEMOTO, rpaBiTporHuii 3rua W. controversa
C BiIOYBA€ThCA B almKaJIbHUX KIITHHAX 1 CyOarmiKadIbHUX KIITHHAX KayJIOHEMHU. AHAJIOT1YHO, SIK 1 ITiJT
4yac TPaBITPOITHOTO POCTY KOPEHIB YM IMPOTOHEMH MOXIB, aMUIOIIJIACTH CEAMMEHTYIOTh Ha HUXKHIO
KJIITHHHY CTIHKY, IHII{FOIOYH TpaBITPONHHMIA 3THH (puUC. 57).

Hedinut Bomu, imitoBanuit 1.5 % pozumnamu IIEI'y, ctumymtoBaB nosiBy ctojoHiB W.
controversa, 1o pociu Mo3uTUBHO rpasiTponHo (Jlobayescrka Ta iH., 2017). ¥V nepHuHLI MOXY i3
MPUPOJHOTO CEPE/IOBUINA TAKOXK 3HAXOJWUIM TO3UTHBHO TPAaBITPONHI KayJOHEMHI CTOJIOHH.
OueBHIHO, MIHIUBICTH TpaBi3alieXHOr0 pocTy mportoHemu W. controversa c € aaanTUBHOIO
03HAKOI0, 110 PO3BUHYJIACS 3AJIEKHO B KIIMAaTUYHUX YMOB. [I03UTHBHUI TpaBITPOIIi3M JIOMOBHIOE

PI3HOMAITTS. (OPM pOCTy MPOTOHEMH 1 MOKe OYTH BaKJIMBHUM YMHHUKOM B YMOBaxX BOJHOIO

nedinury.
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Puc. 57. AnikanbHi KIITHHE 1 KaynoHeMHi cToonn Weissia controversa: (a) — amilioriacTtis
OurpIIe B anekci; (0) — aMuUIoIUIacTu 30cepe/KeH] B 6a3alibiil 30H1; (B) — HEraTUBHUI IpaBITPOITHUIN
3THMH aliKaJbHOI KIITHHHU 1 CEAMMEHTAIIS aMUIOIIIACTIB; (T) — TPaBITPOITHA PEAKITisl KayJTOHEMHOTO

CTOJIOHY, KJIITUHH KO0 4acTO rajmy3saTbCA.

Panimie BcTaHOBIICHO, IO TpaBiTaIlisl MOXE MIHIMI3yBaTH HETaTUBHUI BIUIMB HECTadl BOIU 1
OyTH BaXJIMBUM (PAaKTOPOM IS BETETATUBHOTO PO3MHOKEHHS 1 TOITUPEeHHS pocyvH (JIobaueBchka
ta id., 2015). Tak, 3aBasgku rpaBiayTIHBOCTI poToHemMu L. pyriforme B ymoBax BOIHOTO cTpecy
BiIOYBCS IIBUJIIITUH PICT 1 PO3BUTOK raMeTo(iTy 3 YTBOPEHHSIM OUTBIIOT KUTPKOCTI CHEIiaTi30BaHNX
BHBOJIKOBUX OPI'aHiB, IO CIPHUSIIO BETETATUBHOMY PO3MHOXKEHHIO Ta PO3CEIICHHIO MOXY. AjamnTaris
710 eKCTpeMalbHUX YMOB aHTapkTH4HOi popmu P. pseudotriquetrum tex 3yMOBJICHA IMTiJABUIIICHOTO
IPaBIIYTIIMBICTIO TaMeTO(hOPIB 1 YTBOPSHHSIM BUBOJKOBUX OyJI00YOK Ha MaroHax, 1o € HaJIliHUM
Croco6oM PO3MHOXKECHHS B YMOBaxX KOPOTKOIrO BereTamiiHoro nepioay Anrapkruku (Lobachevska

et al., 2021, a). JIumie HeraTUBHUI TPABITPOMHUI piCT raMeTo(OpiB 1 BereTaTHBHE PO3MHOKCHHS

BHUBOJIKOBUMH OyJIb00YKaMH MOTJIM 3a0€3MEUUTH BUKUBAHHS MOXIB B AHTapKTHUIIL.

8.3.4. MOP®O®YHKIIIOHAJIbHI CTPEC-PEAKIII TAMETO®ITY
WEISSIA CONTROVERSA | CERATODON PURPUREUS

ByrieBoau BUKOHYIOTh CUTHAJIbHY (DYHKIIIFO Y CTPECOBUX YMOBAX 1 MiJl yac MIKpOrpaBiTaiii
(Rolland, Sheen, 2005), a 3miHeHa cHiIa TSDKIHHS MHOPYLIye MPO/aHTHOKCUIAHTHHN piBEHb
Mmetabonizmy kmituH (Kusik, Xopkasuis, 2016). Llykpu nepexorioTh akTUBHI (GOPMH KUCHIO
(ADK) i ranemyroTh mpoliecu BitbHOpaaukansHoro okucHeHHs (Kapnen, Konymaes, 2009).

[Tonmicaxapu HarpoMa/pKylOThCS Yy IUIACTHAAX TPaBIUYTIMBUX aliKaJbHUX, YacTo W
cyOanikaabHHUX KIIITHH, HIL1I0I0YM IPaBICEHCOPHI MpoliecH. B anikanbHii 1 cybanikaabHii KIITHHAX

KayJoHeMHuX croyioHiB W. controversa c¢ 3HayHO Oulbllle aMmiIoNJIacTiB 1 HMXKYa o-aMila3Ha



107

aKTHBHICTh, HDK y XJOpoHeMmi (Tabi. 24). Bucoka akTUBHICTh ()epMEHTY Y KIIITHHAX KayJIOHEMHU

3abe3neuye OIOCHHTE3 BYIJIEBOIIB Ta PICT 1 radyXeHHsS KIITHH CTOJOHIB. DOTOCHMHTE3 HA/I3EMHO1

JICHIPOINHOT JEPHUHHU TAKOXK € JDKEPEJIOM NMPOIYKTIB COHSYHOI €Hepril Ui pO3BUTKY IiI3eMHOI
KayJIOHEMU Ta OPYHBOK TaMeTo(OpiB.

Tabmuus 24

I'paBizanexHa (yHKIIOHATFHA AKTUBHICTh PI3HO AM(EpEeHLIOBaHUX KIITUH HPOTOHEMHU

Weissia controversa

Kinpkicth Bwmict AKTHBHICTE O- IHTEeHCHBHICTE
Tun npoToHEMHO1 aM1J0ILIACTIB B KpOXMallo, aMmiIa3sH, MKT dboTocuHTE3Y,
JEpPHUHU aniKanbHINA MKTI/T CyXOi kpoxmanto/xs/mr | mr CO2/r cyxoi
KJIITHHI, IIT. Macu OuIKa Macu/rox
Xnoporema 7+3 29,7+16 6,4 + 0,02 5,48 + 0,03
Kaymonema 28 £ 2 48,718 2,1 +£0,07 1,13 £ 0,09

[IpoBeneHo MOPIBHSAJIBHI JOCITIKEHHS] METa0OoJi3My BYIJIEBOJIB 3aJIEHO BiJl YMOB
TPaBICTUMYJIAIIT JBOX PI3HUX 3a YYTIMBICTIO 70 TpaBiTamii 1 3 PI3HUX KIIMAaTHYHUX YMOB
nomupeHHs BuaiB MoxiB — C. purpureus i W. controversa. AmikaibHi KIIITHHH 7-I€HHOT XJIOPOHEMH
C. purpureus Bxe uepe3 0,5 ro micis TpaBICTUMYJIAIII BUSBISUIA YITKY TPaBITPOIHY PEakKIliio, a
xJiopoHemHi ctosionn W. CONtroversa ¢S He pearyBajiy Ha JIif0 rpaBiTallii i TpaBiuyTJIMBUMH OyIn
JUIIe KITHHU KayloHeMH. st 0OMaIBOX BHIIIB BU3HAYEHO PI3HMM BMICT 3arajlbHUX BYTJICBO/IIB
(Tabm. 25).

BwmicT xapboriapariB y mpotonemi apuaHoro Buay W. controversa 0yB ynBidi OUTbIINM, HDK Y
C. purpureus, mabyTh. dYepe3 MPUYPOUCHICTh IO PI3KO BIAMIHHUX MICIIEBUPOCTaHb. Bucoka
KOHILIGHTpAllisl BYIJIeBOAIB y mpotoHemi W. controversa, sk OCMONpPOTEKTOPIB, € MOKa3HUKOM
ajanranii 10 Ae(iIuTy BOJIOTH. Ixne HarpoMa/KeHHs 3a0e3neyye BHYTPIIIHIO PETYIIALII0 BOJHOTO
MOTEHIIIATy Ta CIpHUs€ AKTUBHOMY YTPUMYBAHHIO BOJIH, 0 BYKJIMBO B YMOBaX BUCOKUX TEMIIEPATYP
Ta nedinuTy BojgonocradanHs y nocynummBux micisix (Kusk, Xopkasiis, 2016, a; Kusk, 2017, a,6;
Greenwood, Stark., 2014; Greenwood, et al., 2017). Haii6inpiwmii BMicT ByriieBoaiB y C. purpureus
1 W. controversa, Bu3HaueHO Ha JeHHOMY oOcBiTieHHI. [licist kiaiHOCTaTyBaHHS KOHIEHTpAIlis
kapOorigpaTiB 3MeHImiaacs Ha 15,1 % y C. purpureus, 1o 3yMOBJIE€HO HEBEJIUKHUM CIIOBLUIbHEHHSIM
dboTocuHTeTHUHUX TpoueciB, 1 Ha 20 % mimBumunacs y W. controversa. KiinocraTyBaHHsS He
BIUTMHYJIO Ha cuHTe3 ByriieBoiB W. controversa, rametodit KoTpoi He rpaBidyTJIMBUMN, 32 BUHATKOM
KayJIOHEMHOT cTaii, a Ounbie iHimifoBano 010XIMIUHI 3aXMCHI PeaKIlii KIITUH BiJ HATPOMaKEHHS

BUTbHUX panukanis (Ajay, Bhalla, 2007; Singh et al., 2014; Su et al., 2020).
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Tabmurs 25
Bwmict ByrneBoniB y nepuunkax moxiB Ceratodon purpureus i Weissia controversa B ymoBax

3MiHEHO{ rpaBiTamii (Mr/T cyxoi MacH)

. . Bonopo3unnni
. ) 3aranbHUI BMICT Mouonykpu,
BapianT mocminy ) Kpoxmans, mr/r BYTJICBOJIH,
BYIJIEBOJIB, MI/T MT/T
MI/T

Ceratodon purpureus
KoHuTpoas 2,27 £ 0,15 0,11 + 0,008 0,48 + 0,03 0,11 +0,01
I'paBicTumymsIis 2,21 +0,15 0,14 + 0,01 0,28 +£ 0,03 0,07 + 0,007
Kninocrar 1,93+0,16 0,11 +0,01 0,72 £ 0,05* 0,14 + 0,01

Weissia controversa
KoHTpoas 4,52 + 0,27 0,25 + 0,02 1,77+0,1 0,18 + 0,01
I'paBicTuMymAIis 434 +£0,27 0,28 + 0,02 0,82 + 0,09* 0,11 +£ 0,01
Kninocrar 5,47 + 0,33 0,15 + 0,01* 1,39 £ 0,16* 0,27 +0,01*

Tpumimka™ — pi3HUI CTATUCTUYHO JIOCTOBIPHA MOPIBHAHO 0 KOHTpoJTto mipu P<0,05.

[Toka3zaHno, 110 1M1 9ac MiKporpaBiTallii MOCUIIOBABCS T1APOJIi3 MOJIMEPHUX (DOPM BYTIICBOJIIB,
nepeaycim kpoxmaiio (Musgrave, et al., 2000). s C. purpureus i W. controversa tex BCTaHOBJIEHO
MEeBHI 0COOJIMBOCTI BYIJICBOJHOTO OOMIHY, IO 3ajeXaTh Bix rpasiramii (Tadm. 25). Y mpoToHemi
rpaBiuyTiauBoro C. pUrpureus BMicT Kpoxmaio cTaHoBUB 4,5...6,4 % Big 3aranbHHUX BYIJIEBOIB, a
IICJISI TPaBICTUMYIIALIT KOHIEHTpaLlis ojicaxapuy niasuinyBaiacs Ha 40 %, 3aBAsku 30UIbIIEHHIO
KUTBKOCT1 aMUIOIUIACTIB y amikadbHUX KiiTHHax. ITiCas kimiHOCTaTyBaHHS KUIBKICTH KPOXMAIIIO
30epirayiacs Ha piBHI KOHTposro. Y mpotoremi W. controversa BmicT kpoxmainto ctaHoBuB 3,1...5,4
% Bl 3araJpHOTO MMyny KapOorizpaTiB, ToOTO He Bimpi3HsBca ictotHo Big C. purpureus. Y
rpaBicTuMynboBaHiil mporoHemi W. controversa Bmict kpoxmaito migsuiryBacs Ha 11,3 %, a micis
KJIIHOCTaTyBaHHA 3HWKYBaBcs Ha 7,8 % (Tabum. 25). OueBuHO, KiiHOcTaTyBaHHs Juit W. controversa
Oyno OUThIIMM cTpecoBUM (akTopoM, HDK s C. pUrpureus, mo 3yMOBHIIO 3MIHY IPOOKCHIAHTO-
AHTUOKCHIAHTHOTO CTaTyCy KIITHH 1, SK HAcIiIOK — TMOCHUJIEHHS TiApoJi3y THoJjicaxapuay Ta
30UIBIIEHHS BMICTY PO3YMHHMX BYTJIEBOJIIB, SIKI BUKOHYIOTh MOMI(QYHKI[IOHAIBHY 3aXHCHY POJIb Y
CTPECOBUX YMOBaX.

OCKUIbKM KIHIEBUMH MPOAYKTAMH TiIPOJII3Y KPOXMANI0 € HU3bKOMOJIEKYJSPHI BYIJIEBOJH,
JOCITI/DKEHO BIUIMB I'paBiTallii Ha BMICT IYKPiB 1, 30KpeMa, MOHOIIYKpiB. B yMoBax Ki1iHOCTaTyBaHHS
3a(hikcoBaHO 30UIBIIEHHS BMICTY PO3YMHHUX ByrieBodiB B 1,3..1,5 pa3iB y nmpoToHemi 0OMABOX
BujiB. Taki peakiii MOXiB Ha MOPYIIEHHS BEKTOPHOI HAMpaBJICHOCTI CHJIM TSDKIHHS MOIIOH1 110

BIUIMBY IHIIMX a0l0TUYHUX YMHHUKIB, KOJIM Y CTPECOBUX YMOBAX BYIJIEBOIHUI OOMIH 3MiHIOBAaBCS B
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OiK HAKONMYCHHS LYKPIB, 3aITHUX y peaKiisax HeWrpanizanii ButbHux pamukanis (Rolland, Sheen,
2005; Kaprmern, Komynaes, 2009; Kusik, Xopxkasiis, 2016, a, 6). [1ig gac rpaBicTUMyAsIii MPOTOHEMHU
C. purpureus icTOTHO 3MEHINYBAaBCA ITyJd BOJOPO3YMHHUX BYIJIEBOIB, IO KOPETIOBAIO i3
HarpoMa/pKEeHHSIM KpoXMaio. 3MEHIIEHHsT BMICTY IIYKpiB BH3HaueHO Takox it W. controversa.
BMicT MOHOIYKpIB y IepHUHIII 30UIBITYBABCS il BIUTMBOM 3MIHEHO1 CHJIM TSDKIHHS, a TXHS YacTKa
BiJl 3arajbHOTO BMICTy po3uMHHUX ByrieBoaiB s C. purpureus cranosmna 20,1..24,1 %, a
W. controversa — 13,5..19,2 % (tabm. 25). OTxke, MIBUIICHWA BMICT MOHOITYKPIB ITiCIIs
KJIIHOCTAaTyBaHHsI BJIACTUBUU i1 000X BHUIIB, a iXHE HAarpoOMa/PKEHHs, OYEBUIHO, KOPEIIOE 3i
criiikictio pociuH 1o crpecy (Phillips et al., 2002; Glime, 2017).

[IpoananizoBano aktuBHICTH aminaz C. purpureus i W. controversa, siki rigpoiizyloTh
Kpoxmaib (puc. 58). a-aminazHa aKTHBHICTH y 3...5 pa3iB MepeBHINyBajia aKTUBHICTh J-aMiizas3u, 1o
MIATBEP/DKYE KIIOUOBY poJib (PEPMEHTY Y TiAPOJIi31 KpOXMallio. Y IpaBiCTUMYIbOBaHIN MPOTOHEMI
aKTUBHICTH 0- 1 B-aMi1a3u Oysia HatHMKYOIO, 1 KpOXMalb HArpoMaJpKyBaBcs B amutoruiactax. [licis
KJIIIHOCTAaTyBaHHs, a TaKOXX Ha CBITJI aKTHBHICTH O-aMiTa3 Oyja BHUCOKOIO, IO CBITYMIIO TIPO
MOCUJICHHST TIAPOJI3y KPOXMall0 Ta KOPEIIOBAIO 3 BMICTOM PO3YMHHHX KapOOTigpaTiB y

MpOaHaTI30BaHUX BUIIB MOXIB.
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KOHTPOJIb TPaBiCTHM. KITIHOCTAT KOHTPOIIb TPaBiCTHM. KJIIIHOCTAT
Ceratodon purpureus Weissia controversa

Puc. 58. AkrtuBHiCTh 0- i B-aminasu y maronax MmoxiB Ceratodon purpureus i Weissia

controversa B ymoBax 3MiHEHO1 BEKTOPHOT 11T rpaBiTarii

BusnaueHo, 110 aKTHUBHICTh oO-aMina3u pociauH W. controversa, mo pociu Ha CBITIi
(koHTpONB), Oyma Huxk4Yoro, HbK C. purpureus. AKTHBHICTH (epMEHTYy MK BHUIAMH MOXIB
BIJIpi3HAJIacs Ta ICTOTHO 30UIbIIyBajacs micis KiniHoctaryBanHs: y C. purpureus B 1,8 paza, ay W.
controversa B 1,6 pa3a, MOpIBHAHO 3 TpaBICTUMYJIbOBAHOIO MpoToHeMow. HaitiMoBipHilie,

KJIIHOCTaTyBaHHS OIIOCEPEIKOBAHO BIUIMHYJIO Ha BHMCOKY AaKTHBHICTh O-aMila3d 1 TiApoJi3
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MoJIiCaxapuaiB SIK 3aXMCHY pEaKIlifo, OKpiM TOTO — 1 Ha MiATpUMaHHS ocMoperyssuii y nepauni W.
controversa y crtpecoBux ymoBax. OTxe, Biji MeTab0J1i3My BYTJIEBOIIB 3aJIE€KUTH 1 TPaBIUyTIUBICTD,
1 CTIKICTh MOXIB IO CTPECOBHX YHHHUKIB.

3arasiom, MOKHa HiICYMyBaTH, II0 CHPSIMOBAHICTH METAa0OJi3My BYTJICBOJIB y NMPOTOHEMI
MOXIB TICHO TOB’si3aHa 13 TPaBIUYTIUBICTIO Ta TWPOSIBOM TPOIIYHUX peakmii MoxiB. Y
rpaBiuyTiauBoro Buay C. PUrpureus Kpoxmaiab HArpoMaJDKyBaBCs ITiJ] Yac TPaBICTUMYIAIIL i
po3masaBcsl Ha CBITJI Ta MICis KIIHOCTATyBAaHHS, 1O MPSAMO KOPEITIOBAIO 13 3HUKEHHSM DPIBHS O-
amMuIa3HOi aKTUBHOCTI. BoaHOYac BIUIMB TpaBICTUMYJSALII Ha aMiula3HYy aKTHBHICTb Ta BMICT
kpoxmamo 'y nepauHi W. controversa, ne AOMIHye HerpaBidyTIWBa JIEHIPOiTHA XJIOPOHEMA,
BUpaKeHUM MeHIe. J[ms 060X JOCHIPKEHUX BUIIB BCTAHOBJICHO TAKOX 3aJIEKHICTh METa00I3MY
BYIJIEBOIB BiJl KJIIIHOCTaTyBaHHS. 3a BIUIMBY CHMYJIbOBAHO1 MIKpOTpaBiTallii y MPOTOHEMI MOXIB
MOCHJTIOBABCS T1IPOJII3 KPOXMAII0 Ta HAKONWYYBAJIUCS PO3UYMHHI BYIJIEBOIH, SIKI MOXYTb OYyTH
3aMigH1 'y HeWTpamizamii BUTbHUX pamukaniB. lle cBiAuWMTh, MO peakiii MOXIiB Ha MOPYIICHHS
BEKTOPHOI HAMPaBIEHOCT! CHUJIM TSKIHHS MOAIOH1 10 Jii HA POCIMHHI OPraHi3MHU IHIIUX CTPECOBUX

YUHHUKIB.
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9. AKTUBHICTD ITPO-/ AHTUOKCHUJIAHTHUX PEAKLIIA MOXIB B
YMOBAX 3MIHEHOI I'PABITALIL

9.1. IIOPIBHSUIbHUI AHAJII3 MOP®O—®I30JI0I'TYHUX PEAKIIINA 1
NEPOKCHUJHOI'O OKUCHEHHS JIIIIAIB TAMETO®ITY POHLIA NUTANS

Metabouri3M pociavH Ha 3eMiTi 3HAXOAUTHCS TMiJ] BILTUBOM TOJISPHU3YIOYOT Mii rpaBiTaiii, mo
KOPEKTY€E TPAJIEHTH 1 TPAHCTIOPTHI KJIITUHHI MMOTOKHU, BIUIMBAE HA CUCTEMU CIPUUHATTS 1 miepeaadi
rpaBicHTHaAITY Ta iHAYKYeE (izionoriynii mpomecu pocty i Mopdorenesy pociaud (Kopmom, 2009;
Braun et al., 2018).

BuxopucToByrour ekcriepuMeHTalbHI MIAXOAM 1 CydacH1 TEXHOJIOTIi MOXHa 3MIHUTH [0
rpaBiTalifHOT CHJIM Ta 1HIL1IOBaTH TpaBITAIIHUI CTpec 1 MpOaHai3yBaTH BIUIMB 3MIHEHOI rpaBiTallii
Ha 1uTogizionoriuni mpouecu pociuu (Sack, 1997; Baluska, Mancuso, 2009; Paul et al., 2014;
Prasad et al., 2020; Pourhabibian et al., 2021; Lobachevska et al., 2022; Kordyum, Hasenstein, 2023).
Sk 1 mopdonoriyna audepeHuianis MOXiB, BaXIUBI JOCIIPKEHHS KIITUHHOIO MeTadoii3My Ta
3aXMCHI peakIlii ramMmeTodiTy Ha CTPECOBY Jit0 3MiHeHO1 rpasitaiii. Hosi iHhopmMaTuBHI pe3yiabTaTi
po OI0JIOTIYHI MPOIIECH 1 KIIITHHHI MEXaHI3MHU POCIMH B YMOBAax CTaJIOl 1 3MiHEHO1 BennyuHu 1 ¢
MarOTh BaroMe 3Ha4eHHs, 30KpeMa, 1 Il KOCMI4HO1 010J10T1i.

Sk cBimuaTh pE3yNbTaTH AOCTIKEHb, MIKpPOTpaBiTallisi 1 3MIHEHI YMOBU BEKTOPHOI il
rpaBitarii Ha 3emMJi, Ti0Th K CTPECOBHH YMHHUK HAa aKTHBHICTh KOMIIOHEHTIB aHTHOKCHUIAHTHOL
cucremu (Porterfield et al., 2003 a, b; Chebli, Geitmann, 2011; Kordyum, 2014; Hexyxa, 2015; Kusik,
Xopkasiii, 2016, a, 6; Herrans et al., 2019; Manzano et al., 2022). OaauM i3 3arajlbHUX MOAYJISATOPIB
MeTabo0JIi3My B YMOBAax CTpeCy € akTuBarlis nepokcuaHoro okucHeHHs mimigiB (ITOJI) sk meprmoi
JIAHKW PEeaKIliif, 10 IHIIiIOI0Th CHCTEMH 3axXHMCTy KITHH Ta opranismy (Kopmiom u ap., 2003).
EnforeHHNM YMHHUKOM BHYTPIUITHBOKIITUHHOTO MeTaboniaMy € pH muto3omto. Binomo, mo 3miHa
pH cepenoBuina Ha 1 o1, mpu3BOAMTH 110 3MiHU iHTpanemoasspHoro pH; Ha 0,1 ox. (Felle, 1988), mo
Mae 3HaYCHHS Ha paHHIX cTafisx rpaBictumyssiii (Fasano et al., 2001). 3amwxenns pHiin 5,5 10 4,5
OPOTATOM MMEpIINX 2 XB IPaBICTUMYIALIT y KIITHHAX KopeHeBoro doxiuka Arabidopsis thaliana
BILTMBAJIO HA IPaBiiHIyKOBaHY cHCTeMy, OB sa3aHy 3 Ca2*—3aIeXHOI0 Perysiicro, IUTOCKENEeToOM,
€H/I0TUIa3MaTHYHUM PETHUKYIYMOM, aKTUBHICTIO (hepMeHTiB. [1iABUIIEHHS KUCIOTHOCTI CepeI0BUIIA
7m0 5,5 y craTolMTax 4oxJiMka Zea MmayS raJibMyBall0 OCIIaHHS aMiIOIUIACTiB Ta 3HWKYBAJIO
rpaBiuyTIMBICTh KopeHiB (Johannes, Smilde, 2009). [Ins rpasitponizmy nporonemu Pohlia nutans

ontumansHuM Oyno pH 7, iHiri sk 3HaueHHs pHi ramsmyBanu picT 1 rpaBiTponHuil ruf (tadm. 26).
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Tabnuus 26

Bruus pH cepenosuina Ha rpaBivytiauBicts npotonemu Pohlia nutans

Hlomiusa Kyt 3runy nporonemu
Bennuuna pH IIPOTOHEMHMX . Z ap ’
(dparMeHTiB, MKM pail
pH 4,5 289,1+ 1,7 27,1+0,1
pH 7,0 735,2+ 54 67,3+0,5
pH 9,0 611,8 + 4,8 41,2+0,3

VY TpaHcayKii 3aXMCHUX peakiiii 0coOIUBY poJib BilirpaioTh akTuBHI popmu kucHio (Neill et
al., 2002). Sk oauH i3 IHAYKTOPIB CTPEC-peaKirii MEPOKCH I BOJHIO T0JyIa€ThCS 10 (DYHKIIIOHATBHIX
peaxiiii pocIuH Ha 3MIHY CHJIM TSKIHHS. B yMoBax cuMynboBaHO1 rineprpasitaiiii y KyJIbTypl KJIITHH
Arabidopsis thaliana icrotHo 306inbmryBaBcst BMmicT H202, skoMmy mnepenyBano HaKONHYCHHS
nuro3onpHoro Ca?* Ta axruBanis Ca?*-3anexnoi HAJI®H-oxcunasn (Hausmann et al., 2014).

AHaJi3 BMICTY IEpOKCHy BOJHIO B TaroHax P. nutans micis KJIiHOCTaTyBaHHS YiTKO CBITYUTH
PO 3aJICKHICTh YTBOPEHHS IMEPOKCUIY BiJ CHIM TSOKIHHSA: Yepe3 2 TOJ MICIS KIIHOCTaTyBaHHS
BH3HaueHO BUCOKUi BMICT H202, o Maiike B 1,5 pa3u nepeBuIyBaB piBeHb Y KOHTPOJI1 — POCTIHUH,
10 POCTM Ha CBITJII B YMOBaxX CTajoi BEKTOPHOI 1ii rpaBirarii (Tabmn. 27, koHTposs). Yepes 24 1 48
rojJ KOHIIGHTpallis Iepokcuay 3MmeHmyBamacs g0 0,59 — 0,61 mr/r c¢.M., a HA chomy 100y
€KCIIEpUMEHTY 3HOBY pi3ko 30ubmryBaBcs BMicT ADK 1o 0,94 mr/r c.m. Ile o3nauae, mo Bmict H20»
y KJIITHHAX maroHis P. nutans 3MiHIOEThCS MUKIIYHO HA MOYATKy peakilii, MiABUIyBaJIacs KUIbKICTh
MEePOKCUTY, HaJladl HOTO KUIBKICTh JCIIO 3MEHIITyBaJIacs 1 3HOBY MiABUIIYBaJIacs B KIHIII peaKIlii.
UYepes 24 rof miciig KJIIHOCTATyBaHHS KOHIEHTPALlis EPOKCUAY y TaMeTO(ITi 3HIKYBaacs 10 PiBHS
KOHTPOJIO, TOOTO BimOyBamacs TMOCTyrmoBa cTaOLTi3alis Ta 3MEHIIyBajacs HaMpyXEHICTh
OKHCHIOBAJIbHUX MPOIIECIB, IHIYKOBAaHUX I'PaBITAllIiHUM CTPECOM YHACTIAOK KIIHOCTaTyBaHHS.

Jlis BcTaHOBJIEHHS 3B’3Ky MiX BMicToM H202 Ta mpo-aHTHOKCHIAHTHUMH pEakilisiMU B
yMOBax MOJEIbOBAaHOI MiIKporpaBiTalii, Oyjl10 MNpoaHalIi30BaHO JIMOMNEPOKCUIALII0 MaroHIB
P. nutans. V 3BHYHHX yMOBaX B POCIMH HOCTIHHO MPUCYTHIM MEBHUH piBEHb OKUCHEHHS JIIMiJiB
(ITOJI), inaykoBaHM aKTUBHUMHU (hOpMaMM KUCHIO. 3MILIEHHS PIBHS € MEPILOI0 JAHKOK PO3BUTKY
crpec-peakuii. Pisenp [1OJI y maronax P. nutans tectyBaiu 3a BMICTOM MEPBUHHUX Ta KIHIIEBHX
MPOJIYKTIB JIMOMEPOKCUAALIl — MIEHOBUX KOH IOTaTiB Ta MajlOHOBOTO AWanbieriny. llinBuieHHs
piBHs JIK € 4yTauMBUM TecTOM Ha MOSBY TiAPONEPEKUCIB y KIIITHMHAX, a MAJTOHOBUN AMANbIETI] —
MapKepOM PO3BHTKY JIECTPYKTHBHHX IPOLECIB Y JTimiaHi# kommoHeHnTi memOpan (Miller et al., 2008).

BusiBieHo, 1110 B yMOBax 3MiHEHO1 IpaBiTallii BMICT JIEHOBHX KOH IOTaTiB MiABUINYBABCS Bipa3y 3
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nepmux roauH aociainy i 0yB Ha 30 — 50 % Buiui, HK Y KOHTPOJI YIIPOJIOBXK YCHOTO MEPioay
KIIIHOCTAaTyBaHHS, a KoHIeHTpalis MJIA 30iibiryBanacs juiie Ha cboMy 100y nocmuiny (tabdmn. 27).
3MiHeHa cuia TSDKIHHS iHIyKyBaia y maroHax P. nutans cyrreBe 30UIbIIEHHS BMICTY MOYAaTKOBHX
nponyktie [IOJI, Tomi sk BMICT KIHIICBUX METa0OJITIB JIMOTEPOKCUIAIT YIPOIOBK ABOX Ji0
KJIIHOCTaTyBaHHsA 30epiraBcsi Ha pPiBHI KOHTpoJto. OUeBUAHO, Taka TPUBAIICTh TI'PABITAIIHHOTO
CTpecy 3HaxXOoJMWJIacsi B MeXaxX TOJIEpaHTHOCTI kirituH P. nutans. BiporimHe 30UTbIIeHHS KUTBKOCTI
MJIA 3adikcyBanu iuile Ha CbOMY 100y KIIIHOCTaTyBaHHS, 110 MOTJIO OyTH 3yMOBJIEHE YaCTKOBUM
BUCHQ)XCHHSIM PECYpPCIB aHTHOKCHUIAHTHOI cucteMH. Ilicist rpaBiTamiitHOTO CTpecy, 3yMOBJIEHOTO
KJIIHOCTATYBaHHSM, aKTUBHICTh MPOOKCHIAHTHOI CHCTEMH 3HHM3MJIACS Maike JI0 PiBHS KOHTPOJIIO,
110 CBIIYUTH MPO 3BOPOTHICTH JAECTAOUTI3allIHHUX TTPOIIECIB.
Tabmuus 27
BrnuB kiiHOCTaTyBaHHS Ha BMICT MEPOKCHUAY BOJHIO, JIEHOBUX KOH IOTaTiB Ta MaJlOHOBOTO

JTUaNbIETITy B maronax moxy P. nutans

. Bwmict nepokcuny Bwmict nienoBux Bwmict manoHoBoro
Tpusanicts . . .
. BOJIHIO, MKI/T CHPO] KOHBIOTaTIB, OJI. JMaJbAETiny,
KJIIHOCTaTyBaHHsI, O] .
Macu abcopOItii HMOJIB/T CHPO1 Macu
KonTpons 0,58 +£0,02 10,5+ 0,8 124,6 £ 3,5
2 0,81 +£0,05* 15,8 +0,7* 1152 £ 2,2*
24 0,59 +£0,02 14,6 + 0,8* 119,3+ 3,2
48 0,61 +0,02 15,2 + 0,4* 129,5 5,1
7 ni6 0,94 £0,07* 16,7 + 0,4* 143,2 £ 5,6*
24 ron micns 0,57 + 0,04 13,1£0,2 126,2 +4,7
KJIIHOCTAaTyBaHHS

Ipumimxa: * — pi3HUIL TOPIBHSAHO 3 KOHTPOJIEM CTAaTUCTUYHO JMocToBipHa mpu P < 0,05.

[ligBumennss piBHa JK € 4yTnuBUM TeCTOM Ha TMOSBY TiAPOMEPEKUCIB y KIITHHAX, a
MaJOHOBUHM NTUANBJETII — MapKepOM PO3BUTKY AECTPYKTHBHHUX MPOIECIB Y JIMiIHIA KOMIOHEHTI
MeMOpaH i3 pi3HOW0 crenudiyHicTIoO 10 cyOcTpatis, ski cTumymooTs ionn Ca?*, Cu?* Ta nmesxi
aminokucioTu (Barkasdjieva et al., 2009). CybpaTom ajist Katana3u € TMePOKCH] BOJHIO i 3aBISKH
aKTHUBHOCTI (hepMEHTY B yMOBax 0I0r€HHOT0 Ta abi0T€HHOI'0 CTPeCiB HOro Ha/UIMIIIOK 3MEHIIY€EThCS.
MikporpagiTallii CyTT€BO BIUIMHYJa Ha MoJAMQIKaIil0 KaTaJa3HOl aKTUBHOCTI: Ha IOYaTKy
KJIIHOCTaTyBaHHA (2 roj) akTUBHICTH Oyia Ha piBHI KOHTPOJIIO, uepe3 24 Ta 48 roJ miBUIYyBajIacs
B 1,4-1,8 pa3iB i 3HMWXKYyBanacsa Ha cboMy A00y (Tabm. 28). Omke, aHANI3yIOUU ITUHAMIKY BMICTY
MEPOKCHUIY BOJHIO 1 KaTaja3Hy aKTUBHICTh, BCTAHOBJIEHO 3B 30K MK KOHIIEHTPAIIIEIO IEPOKCUIY B
KJIITUHAX Ta aKTUBHICTIO KaTajas3u. Ilepokcunasu — GaratodyHKIiOHATbHI epMEHTH, IO OEpyTh

y4acThb Yy 3aXHCTI OpraHi3My BiJl OKHCHIOBAJBHOTO CTPECy, KOHTPOJIOIOTh PICT POCIHUH, IXHIO
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audepeHIiaio Ta PO3BUTOK YHOPOJOBK pi3HUX cTajid oHrorenesy (Ghamsari t al., 2007).
CrnenudiyHicTh MEPOKCUAA3 BU3HAYAETHCS CIIOPITHEHICTIO J0 CyOCTpary 1 MOB’s3aHa 31 3MIHOIO
3apsiay, KOHQIrypaiiero GepMeHTa i KaTATITHYHAME BIACTHBOCTSIMH CyOCTpaTy 3a pi3HUX 3HAYCHBb
pH. BuxopucroByBanu Tpu THUIH cyOCTpaTy: OCH3HIWH, IO SKOTO BHUINY CHEHU(IYHICTH MaIOTh
aHIOHHI TEPOKCHUIA3H; T'BASKOJ, MOOM BH3HAYMTH KATIOHHI MEPOKCHIA3U Ta acKkopOaT 3 METOIO
OIIIHUTH aKTUBHICTH ackopOarmepokcuaa3u. Ha mouatkoBux cramisix pocty pociun Pohlia nutans B
yMOBax 3MIHEHOi BEKTOpHOi nii rpaBitauii (2 Tr0J) peakiis T'BasKOJINEPOKCHIA3W Ta
OEH3UIMHIIEPOKCH1a3H OyIa Mo1I0HO0, IPOTE ACIIO0 3MEHITyBajacs, HOpIBHAHO 3 KoHTposieM (Kusik
ta iH., 2021). Yepes 24 Ta 48 ron micis KJIIHOCTaTYBaHHsS AKTUBHOCTH (DEPMEHTY MOCTYIOBO
MiZBUIYBajiacs, MPUYOMY ICTOTHIIIE TBasgKOJINepoKcuaa3u (Tadiu. 28). BiAMIHHOCTI NEPOKCHIA3HOT
aKTUBHOCTI Oy/H 1 Ha ChOMY J00Y: 3HWKYyBaJlacsd aKTUBHICTh OCH3MIMH—3JICKHOT IEPOKCUIA3H 1
3ajuIIanacs BHCOKOK AaKTHBHICTh TI'BasKOIMNEpOKCHAa3u. Bigomo, 1m0 raaskojnepokcuaasa
JIOKANI3YEThCS Yy IIUTO30J11, BaKyossIX, KJIITUHHIA CTIHI[L, 3a/isHa Yy MpoIlecax pOCTy M pO3BUTKY
POCIHHH, BIAIrpae KIOYOBY POJIb Y MOJSPHU3aIlii KIITHH SK BIMOBIIL HAa TPaBICTUMYII, BIUTUBAIOUN
Ha peopraHizamiro MIKpodiOpwI IeTI03W  KIITUHHOI. 3HAYHE IMABUIICHHS aKTUBHOCTI
TBasKOJIMEPOKCUA3M B YMOBaX 3MIHEHOI rpaBitailii CBIIYUTH MPO 3HAYCHHS IMEPOKCHUIA3 IS
dbopmyBaHHS CTIHKOCTI 10 TpaBitamiiHoro crpecy. lle Moxke OyTH 3yMOBIJIGHE HApOCTaHHSIM
MPOIIECIB  BUIBHOPAIUKAILHOTO OKHUCHEHHS, @ TaKOXX OCOOJHMBOCTSAMH PpEaKIiii OpraHismMy Ha

IOJIOKEHHSI BITHOCHO BekTopa rpasitamii (bapanenko, 2003; Martzivanou et al., 2006).

Taomus 28

Brus KJ'IiHOCTaTYBaHHH Ha aKTHUBHICTH (bepMeHTiB AHTUOKCUJIAHTHOI'O 3aXUCTY B IIaroHax

moxy Pohlia nutans

AKTHBHICTE AKTUBHICTH AKTHUBHICTH AKTUBHICTB
TPUBATICTE CATANAI. MKM I'BasIKOJI- OeH3UIH- ackopbar-

KmHECTaT I 10 /’Ml" IIEPOKCH/IA3H, MEPOKCH/IA3H, MEPOKCH/IA3H,
B 6511(2 <8 BifH. o/1./1 T cupoi |BimH. oa./1 T cupoi | (MKM ackop0. k-

Macu/XB Macu/XB TH/MT OLIKa/XB

KE;{;{%‘EZT(S)“ 0,198+0,022 32,5427 16,8+1,8 0,198+0,012
2 ron 0,182+0,019 30,1+3,3 13,941,2* 0,269+0,021*

24 ron 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*
mij;‘;i;;ﬁ:}jm 0,185+0,011 44,243 6 12,4+1,1% 0,191+0,002*

Ilpumimka: * — pi3HULA TOPIBHIHO 3 KOHTPOJIEM CTaTUCTUYHO AocToBipHa npu P < 0,05.
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VY rpyni nepokcuaa3 BaxIJIMBY pOJib y MiHIMI3aIlil OKMCHOTO TOIIKO/KEHHS 3a JIii CTpecopiB
pi3HOi mpupoau Bimirpae GpepMeHT acKopOATTIyTaTIOHOBOTO LHUKIY — acKopOaTrepoKcuaasa, 1o
KaTaJli3y€ BIIHOBJIEHHS TEPOKCHAY BOJHIO JIO BOJM 32 Y4YacTIO acCKOPOIHOBOI KHCJIOTH SIK
crenuQigHOTO JOHOpPA MPOTOHIB. BoHA € 0THUM 13 OCHOBHHX (DEPMEHTIB, IO YTHIII3Y€E ITEPOKCHU]T
BogHio B pocimHax (Rao, 2006). Peakmis ackopOarnepokcumazu maroHiB P. nutans Ha BIummB
3MIHEHOT CWJIM TSDKIHHA Bipi3HsUIacs Bil AaKTUBHOCTI PEIITH TEPOKCHIAa3 HANOYaTKy
KIIIHOCTAaTyBaHHS. AKTHBHICTh (epMeHTYy 30ulbllyBaiacs BiApazy 3 MHepmux roxa 1 Oyna
MaKCHMaJIbHOO Ha 24 roj kiiHocTtaryBaHHs. Haznamni BigOyBaBcsi MOCTYNOBUH cHiaj aKTUBHOCTI 1 Ha
ChOMY /100y aKTUBHICTh 3HU)KYBAJIacsl 10 PIBHSI KOHTPOJIIO.

3iCTaBUBIIM JUHAMIKYy aKTUBHOCTI AQHTHOKCHJAHTHUX (EPMEHTIB 13 BMICTOM MEPOKCUIY
BOJHIO Ta IHTEHCHUBHICTIO JINONEPOKCUAALl, 10 BH3HAYEHO B YMOBAaX BIUIMBY 3MIHEHOT CHIIU
TSOKIHHS Ha pocnuHu P. nutans, 3po6ieH0 BUCHOBOK MPO CTPECOBY MPHUPOY KITHOCTATYBAaHHS Ta
3aXUCHY pOJib (pepMEHTAaTHBHOI CHUCTEMH B ajanTalii 0 rpaBiTaliiHOTO cTpecy. IHIyKTOpoM
aKTHUBAIlli aHTHOKCHJIAHTHOT CUCTEMU € TEPOKCHU] BOJHIO, OCKUTHKU YITKO TPOCTEKYBAIIOCS ICTOTHE
30utpeHHs BMicTy H2O2 Ha mouatky kiiHOCTaTyBaHHA. BIpoaoB:x gociiay 3a mepiof Aii 3MIHEHOT
rpaBiTarii 3MiHa MPO-aHTHOKCUAAHTHUX PEakKIliid, SK BIAMOBIAL POCIWH Ha (aKTOp CTpecy, mMaia
(dazoBuit xapakrep (Kusk Ta 1., 2016, 06).

Jlst mepioi a3y — 2 oA KIHOCTATyBaHHS, XapaKTepHE 30UTbIIIEHHS BMICTY TIEPOKCUIY Ta
HU3bKa aKTHBHICTh ()EPMEHTIB-aHTUOKCHIAHTIB. Y Apyrid (a3l crpecoBoi peakirii, micis 24 — 48 ron
KJIIHOCTaTyBaHHs piBHOBara Mibk HakonmudeHHsM ADK Ta (yHKIIOHYBaHHSIM aHTHOKCHUIAHTHOL
CUCTEMHU cTabLTi3yBajacsi YHACTIJIOK MiIBUIIEHHS KaTajda3HOi Ta MEePOKCHUIa3HOi akTUBHOCTI. Llei
nepio] MOXHA PO3TIIAIATH K CTaH MiABUIICHOT PE3UCTEHTHOCTI pociuH 10 ctpecy. I1ig yac TpeThoi
¢da3u, Ha cbomy J00y micias KIIHOCTaTyBaHHs BKiItoyanacs BTopuHHa iHAaykuig ITOJI, sxa
MpOSIBUIIACS SIK Y MOBTOPHOMY 30UIbIIEHHI BMICTY MHEPOKCHUIY BOJHIO, TaK 1 Yy HAaKOMMYEHHI
MaJlOHOBOTO JTUANIBJIETINY, 10 3YMOBJIEHO BUCHAXEHHSIM PE3EpPBHOTO IMyNy aHTUOKCHIAHTIB. Xoua
Ha Wi cTtaaii 3adikcoOBaHO MIIBUILIEHY aKTHUBHICTH I'BasSKOJINEPOKCUAA3H, PIBEHb MPOOKCHUIAHTHOT
aKTHUBHOCTI BHSIBUBCSI JOCUTh BHCOKMM. Ha mouaTkoBHMX eramax KiiHOcTaTyBaHHS (2—24 ron)
OCHOBHY pOJIb Y JIKBiJalii NEpOKCUAY BOJIHIO BiJirpae ackopOaTmepokcuja3a 1 KaTajasza, a
3HIDKEHHSI aKTUBHOCTI ()EpPMEHTIB KOMIEHCYBAIOCS IHITUMHU PEaKI[isIMH, HacamIepes aKTHUBAIIE0
IBasiKOJMepoKcHaa3u (Tadin. 28).

BinmoBigHo 10 KOHIIEMIII] cTpecy 3MiHU (TIPO-) aHTHOKCHIAHTHOT PIBHOBArM CYJJMHHHUX POCITUH
B YMOBax MiKporpasirtaiii MaoTh (a3oBy 3anexHicTb (Kopatom u ap., 2003). I'pasiraniiinuii crpec
MOPIBHIOBANH 13 (pa3zamu 3arajnpHOrO anantauiiinoro cuagpomy I'. Cenbe 1 QM 10 BUCHOBKY, 1110

MeI1aTOPOM 3aIYCKy TaKoi CTpecoBO1 peakilii € MPOTyKTH MEPEKUCHOTO OKUCHEeHHs JiminiB. [ToaioH1
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pe3ynbTaTH OTpUMaHi Juisi GOPMYBaHHS CTaHY TEIIOCTIHKOCTI IiJ 9ac KOPOTKOYACHOTO BILIUBY
rineprepmii Ha pociunu (Kapnen, Komymaes, 2009). ToMy BBaykaeTbes, 110 paHHI peakilii MOXiB Ha
MOPYIICHHST BEKTOPHOI HANPABICHOCTI CHJIM TSDKIHHSI TOJIOHI IO BIUIMBY HA POCIIMHHI OpraHi3Mu
iHIMX a0loTWYHMX YMHHUKIB. HecnemmidaicTs peaxmiii 3yMOBJIEHAa aKTHBALIEIO CHUTHAIBHUX
CHCTEM, SIKi, 04€BHIHO, (GYHKI[IOHYIOTH 32 €IMHUM MIPUHIUIIOM Ta IHAYKYIOTh BiIMOBIIb POCIHH HA
cTpecopu pizHOI mpupoau. ToMy OCOONMHMBOCTI 3aXMCHUX pEaKIii MOXIB MalOTh 3HAYCHHS IS
eK0(1310JIOTTYHHUX TOCTIIPKEHb B YMOBAX CTPECY, BKIIOYHO 13 3MIHEHOIO BETUYNHOIO CHJIH TSKIHHS
1 BIVIMBOM Ha IpaBIuyTJIUBICTh Ta IPABITPOIIIZM.

Bapto yBarm # Te, mo micias KIIHOCTaTyBaHHSI BIATBOPIOBAaBCS CTaOUIbHUN cTaH (Tipo/
AHTHOKCHJIAHTHOI cHCcTeMU Ta (PYHKI[IOHAJIbHA aKTUBHICTh KJIFOUOBUX ()EPMEHTIB aHTUOKCUJAHTHOTO
3aXUCTY, TOOTO BIHOBIIIOBAJIACA perapaiiis (i310J0TYHIX 1 METa0O0IIYHUX MPOTIECIB 1 IT1IBUIIIHIIACS

1HAMBIAyaJIbHA CTIMKICTH A0 3MIHU BEKTOPHOI /il rpaBiTaIii.

9.2. 3AXMCHI PEAKIIi-BIIMOBIJII BRYUM ARGENTEUM HA CTAII
IMPOTOHEMMH 1 ®OPMYBAHHSI TAMETAHTITiB

[IpoananizoBaHo BMICT IEPOKCHAY BOJHIO y TameTodopax B. argenteum nepen hpopmyBaHHsIM
CTaTEBUX OPraHiB 1 HA €Taml YyTBOPEHHS TaMETaHTIiB 3aJIEKHO Bif] CTaJlii OHTOTEHE3Y 1 TPUBAIIOCTI
KJIIHOCTaTyBaHHsA. Pe3ynbTaT aHamizy cBig4aTh, IO BMICT TMEPOKCHAY 3MIHIOBABCS BIIPOJIOBXK
OHTOTEHE3Y 1 3aJIeKaB BiJl TPUBAJIOCTI KIIHOCTaTyBaHHA. UyTiuBilIi A0 3MIHEHUX YMOB TpaBiTarlii
OyJu maroHu Ha ctaii opMyBaHHS CTaTEBHX OpraHis (puc. 59).

VY kontpoui BmMicT H202 y rameTodopax 3 raMeTaHTIsIMU HE BIIPI3HSABCS Bill POCIIHH, SIKI HE
YTBOPHJIM CTaTeBUX opraHiB. OJHaK, Bke 48-roJ1 KIIHOCTATYBaHHS BUSBUIIOCS CTPECOM, OCOOIUBO
JUTSI POCITMH 3 TAMETAHT1IMH, YHACTIZOK YOTO PI3KO MiIBUIIMUBCS BMICT nepokcuay. IIpo akTuBariiro
MIPOLIECIB NINOMEePOKCUAALIIT CBITYUTH ICTOTHE 30UTBIIICHHS BMICTY IEPBUHHUX MPOAYKTIB — IIEHOBUX
KOH IoraTiB i He3Ha4He migBumeHHs MIA micis 96 rox kiniHocTaryBaHHs (puc. 59).

BcranoBieHo, 1m0 yIpOAOBXK KIIHOCTAaTYBaHHS BMICT JI€HOBUX KOHIOraTiB Ha CTafil
dbopmyBanHs crareBux opraniB Ha 40 — 50 % OyB BUIIMM, HDK y pociuHax 0e3 raMeTaHriiB, a
30i1bIIeHHs KoHIeHTpanil MJIA posnounHanocs Ha 4 100y B 00HIBOX BapiaHTax qociiny (puc. 59).
[Tig BOIMBOM 3MiHEHOT CHIIM TSOKIHHS 30UTBIIMBCS BMICT MOYaTkoBUX MpoAaykTiB [1OJI, a KiTbKICTh
KIHIIEBUX MeTa0OJIITIB JIMOoNepoKcHIallii ynmpoaoBx 2 ai0 KiIiHOCTaTyBaHHA 30epirajiacsi Ha piBHI
KOHTpoJito. Biporinne 30utbmienHs kinbkocTi MJIA Oyno 3adikcoBaHo mnume Ha 4 100y
KIIIHOCTAaTyBaHHS, 110, OYEBUIHO, MOTJIO OyTH 3yMOBIIEHE YacCTKOBHM BHCHAKEHHSM pPECYpCiB
AHTHOKCHJIAHTHOI CHUCTEMH YHACHIIIOK YTBOPEHHS HOBHUX paJUKaTiB. 3HAYHO YYTIUBIII 0
rpaBiTallifHOTO cTpecy OyJiM MaroHW Ha Mi3HIMINA CTajil pO3BUTKY — 3 TaMETaHTIIMHU, BiAMOBIIHO,

OyIia BUINOIO IHTEHCUBHICTh OKCUJAHTHHUX PEaKIIiid.
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Puc. 59. Bwmict mepokcuay BOJHIO, JIEHOBHX KOH’IOTATiB Ta MaJIOHOBOTO JHANBJCTINY B
nmaroHax Bryum argenteum 3asie’xHoO BiJ TPUBAJIOCTI KiiHOCTaTyBaHHS: (1) — mepen ¢hopMyBaHHIM
crareBux opraiB, (2) — Ha cramil m03piBaHHS raMETaHTiiB; JepHMHA Oe3 rameranriiB (a), 3

arTepuaisamu (6) ta apxeronismu (). Ltpux = 2,5 MM

OTxe, 3aJIeKHO BiM CTamii pO3BUTKY POCIMH 1 BIUIMBY TpaBiTarii Ha AudepeHiiamito
raMeTaHriiB peakIiiHICT, cUCTeMH OKHUCHEHHS B. argenteum sminroBanacs. Ilicis auctpecy
aKTHBHICTh IPOOKCHJIAHTHOTO ITyJTy 3MEHIIIyBajIacs, 0 € MOKa3HUKOM 3BOPOTHOCTI IECTPYKTHBHHUX
MPOIIECIB, SIKI BUHUKIIA y 3B’S3KY 13 3MIHOK BEKTOPHOI Jii rpaBirallii Ta pO3BUTKOM aJalTHBHOT
IUTACTUYHOCTI JI0 MiBUIIEHHS OKHCHIOBAILHOTO CTPECY.

I3 xommekcy HecrermU(pIUHUX peakiiii pOoCIMH Ha [0 CTPECOpIB BAKJIMBE 3HAYECHHS Mae
aKTUBALlIl MOJIEKYJISIPHOTO KHCHIO Ta PO3BUTOK OKHCHIOBAJIBHOTO cTpecy B KiiTHHaxX. CTyIliHb
PO3BUTKY CTpECY 3HAYHOIO MIpOI0 BHU3HAYAETHCS CHIJIOIO 1 TPUBATICTIO Mii (pakTOpa, UyTIHBICTIO
POCIIHH 1 CTAJi€l0 iX PO3BUTKY.

JlocuikeHo BIUIUB TeIIoBOro crpecy (+42°C, TpuBanicTh 2 rojJ) Ha rpaBiTponizM Moxy Bryum
argenteum Ha crajii po3BUTKY IPOTOHEMH 13 cnop i ramerodopis. ¥ B. argenteum perenepatuBHa
(BTOpHMHHA) IPOTOHEMA, OTPUMAaHa pereHeparli€to KIiTHH raMmeToopiB, HOPIBHIHO 3 TPaBIUyTIUBOIO
MIPOTOHEMOIO 31 CHOp MPOSBIIsIA 3HAYHO YITKIIIY TpaBiTponHy peakuito (Tadmn. 29). Uepes 24 roa
MICIIS TPaBICTUMYJIALIT KYT 3THHY aliKaJlbHUX KIITHMH IpOTOHEMH 3i criop ctaHoBuB 40,3 + 1,5° a
yepe3 2 gobu — 52,1 + 0,7°. KyT rpaBiTponHOT0 3ruHy IpoTOHEeMH 3 rameTodopiB yepe3 24 ron
rpaBictumyisnii OyB Oumpmmii — 69,9 + 1,8° a uepes 48 rom — 86,2 + 0,9°. 3 HmWKUOWO

I'paBiuyTJIMBICTIO CIOPOBOi MPOTOHEMH KOpENIOBala HU3bKA CTIMKICTH IO BHCOKOI TeMIeparypH,
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MOPIBHSHO 3 PETeHEPATHBHOIO IPOTOHEMOIO, SIKA BUSIBIIIACS CTIMKIIIOIO 1 10 TEMIIEpaTypHOTO BILIUBY.

['paBiuyT/IMBICTH NOBHICTIO BIIHOBIIOBANIACS Yepe3 48 ToJ1 micis TpaBiCTUMYIIALIIL.
Tabmuns 29

BennuuHa rpaBiTponmHHX 3THHIB NPOTOHEMH i3 cmop i ramerodopiB B. argenteum micms

IPaBICTUMYIIALI; KyT 3TUHY, TPAI.

KouTpos, ac mics ITicsimist TEIIOBOTO CTPECY

TPaBICTUMYJIAIIi (+42°C, 2 ron)
YMoBHU fociiny :

uepes gepes gepes 24 rox micns | 4yepes 48 rox micis
24 rox 48 ron rpaBiCTUM YT rpaBICTUM yJIALIIT
IIporonema sicmop | 40,3+15 | 72,1+0,7 32,2+0,6 52,1+£1.2
I'ameTodopu 69,9+1,8 | 86,2+0,9 63,5+1,1 82,4+0,9

3MiHy pO3BUTKY TIpaBITPOMHOIO 3ruHy Moriau 3ymoButu mnpouecu IIOJI, ynHacminok
HakornnueHHs] TBK-akTuBHUX MPOAYKTIB, 110 KPUTUYHO Ui (DYHKIIOHYBAHHS KJIITHH Ta LLTICHOCTI
KJIIITUHHUX KOMMapTMeHTIB. [IpoaHanizyBaau BMICT MaJIOHOBOTO JUATBACTINY 1 KapOOHUIBHUX TPYIT
OLTKIB SIK TOKA3HUKIB PEaKIliii OKUCHEHHS 1 OKCHJIATUBHOTO CTPECY.

Ha mporonemHiit cranii po3BuTky 1y ramerodopax B. argenteum Bmict MJIA 30utbiryBaBcs
BiZpa3y MIC/Isl BIUTMBY BUCOKOT TEMIIEPATYPH, a BUIIUN MOKA3HUK JIIMOMEPOKCH ALl BUZHAYEHO IS
KJIITHH TTpoToHeMH. Yepe3 1 100y miciis cTpecy OKMCHIOBAIbHI IIPOIIECH Y TIPOTOHEMI MPOIOBKYBAITH

HapoCTaTH, TOJIi SIK Yy IMaroHax B. argenteum rmoka3HUKH JIMOMEPOKCH ALl 3HU3WIIUCS MaiKe /10 PIBHS

KoHTpOITIO (pHc. 60).

O MpomoHema
O OpoTonema 8 l"apmmq:lupn

350 4 B Famerodops

300

250 1
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100 4

Brricr MJA, maome1 @ mackcp.
Buict KI" finkis, Envons/ Mr Ginka

504

Koxtpoas Tenmorni cTpec Ticamia cIpecy Konrpomm Temmozii c1pec licnamia cxpecy

Puc. 60. BrumiB TeroBoro crpecy Ha BMICT MaJOHOBOTO JUANBAETINY Ta KapOOHUTBHUX IPyIl

OUIKIB y IpoToHeMi i rameTodopax Bryum argenteum.
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Bwmict MJIA BUKOPHCTOBYIOTDH SIK NMOKAa3HUK pEaKiliii OKUCHEHHS 1 OKCHAATHBHOTO CTpECy, a
BU3HAYEHHS CTEMEHS OKHCICHOCTI OUIKIB — KapOOHUTFHUX TPy OUTKIB IS OI[IHKH PIBHS OKCHUIHOTO
CTpecy 3aCTOCOBYIOTh HeudacTo. [l yac okucHoi Moauikalii OUIKIB 3MIHIOETBCS iX TiApo(OOHICTS,
130€TIeKTpUYHA TOYKA, TEPMOCTAOLIBHICTh, BTPAava€ThbCsi ()epMEHTATHBHA AKTHBHICTH. JleTanbHO
BHBUYCHA MO ]iKaIlis OUTKOBUX MOJICKYJI B YMOBaX Jiii aKTUBHUX ()OPM KHUCHIO, PE3YJIBTATOM SIKO €
YTBOPEHHSI JIOJIATKOBUX KapOOHUIBHHUX TPyl B OlUHUX JaHIorax amiHokucioT (Stadtman, Berlett,
1999).

TeroBuit crpec iHAyKyBaB miABuiieHHs BMicTy KI' OUkiB Ha oOuaBOX cTauisx (MPOTOHEMI i
rameroopax) po3BuTKy ramerodity B. argenteum. ¥V npoMy BUTAIKy TakoXX 3HAHACHO YITKY
3aJIeKHICTh OKUCHOI Mojau(iKkalii OUIKIB B CTaii oHToreHesy Moxy. binbmry kuibkicte KI' Ou1kiB
BH3HAYCHO y MPOTOHEMI SIK BIIpa3y Iij] BIULTABOM BHCOKO1 TEMIIEPATYPH, TaK 1 B TIEPI0 MICISAIIT CTpeECy,
10 TIOSICHIOEThCS HAPOCTaHHSIM JECTPYKTHUBHHUX 3MIH y KIITHHAX NMpoToHeMHU. Bimomo, mio miminu
MeMOpaH JOCUTh €()eKTHBHO 3aXHINAIOTh JITOMEPOKCUIA3H Ta HU3bKOMOJICKYJISIPHI aHTHOKCHIaHTH,
BHACIIZIOK YOTO TIEPOKCHUIM JIIMIAIB MIBUIKO METa0OJI3YIOThCS, a BITHOBJICHHS OKHCHEHUX OLUIKIB
MPAKTUYHO HE BIIOYBAETHCA, OCKUTBKH BOHU CTAIOTh MillIEHHIO /T il crienndigaux mporeas (JIymax
ta iH.,, 2004). Tomy mnpomecu mnepokcupaamii B. argenteum B3aeMomoB’s3aHi 1 MPOMOPIIMHO
3MIHIOIOTBCS 13 TPUBATICTIO TA IHTEHCUBHICTIO CTPECY, BiJl YOTO CYTTEBO 3AJICKUTh IPaBIIyTINUBICTh HA
PI3HHX CTaIisIX PO3BUTKY POCIMH MOXY.

IToka3ano, 1Mo CTIMKICTH TpaBITpONHOI peakiii 1o cTpecy B. argenteum minBuimyeThcs Bif
cTajail mMpoToHEMHU 10 cTajii rameTodopiB. B yMOBax MigBUIEHUX TeMIEpaTyp TpaBiuyTIMBICTh
MOXYy 3aJIeKajla BiJ aKTHBalllii KOMIIOHEHTIB aHTHOKCHJIAHTHOTO 3aXHCTy, SKI €(QEeKTHUBHIIIEC
1HTI0YBaIM  JIMONIEPOKCUIAIIII0 Ta OKHCHY Mojaudikaiito OuUTkiB ramerodopiB, MOPIBHIHO 3
MIPOTOHEMOIO 13 CIIOP, TOMY BIAHOBIIEHHSI IPaBITPOIMI3MY pereHepaTUBHOI MPOTOHEMH (YHACTIIOK
pereHeparlii KJIiTHH JUCTKIB 1 maroHiB rameTodopiB) micis crpecy BinOyBanocs mBujiiie. Takum
YHHOM, Tepedir MpoLEeCciB OKMCHIOBAILHOTO CTPECY B HECHPUSITIMBUX YMOBaX HEOJHO3HAYHUH 1 Y
KOKHOMY KOHKPETHOMY BHIIAJKy HEOOXIZHO BpaxOBYBAaTH pIBEHb CTpecy 1 cTaiito AudepeHiiarii

POCIHHH.

9.3. OCOBJIHUBOCTI NI'MEHTHOI CHCTEMM TA IHTEHCUBHICTbH
®OTOCHUHTE3Y ®EPTUJIBLHUX POCJIVMH TAMETO®ITY BRYUM ARGENTEUM
Y MoxonoiOHUX iHiIiamis 1 J03piBaHHs YOJOBIYMX Ta KIHOYMX FaMETAHT1iB KOHTPOIIOIOTHCS
1 TeHeTHYHO, 1 (i3ionoriuno. JKiHoUi POCINUHY y MepioJ JO3piBaHHS CTaTEBUX KIITUH MalOTh BHIILY
IHTEHCUBHICTh (DOTOCHMHTE3Y Ta OUXaHHs, OUIBLIMM MpHUpICT OiOMacu Ta LIBUAIIE PEreHepyIOTh,
MOPIBHSHO 3 YoJioBiunMu ocobunamu (Hanson, Rice, 2014). Kpim Toro, »iHOYi pOCIIMHU CTIHKIIIi

70 pi3sHOMaHiTHHX abioTnuHux crpeciB (Stark et al., 2010). ITopiBHSHHS pe3ynbTaTiB KUIBKICHHX i
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SIKICHMX 3MiH MITMEHTIB IJIACTH]I T4 IHTEHCHBHOCTI aCUMUTSIIT BYTJICKUCIIOTH B POCIIMHAX 3arajoM,
a TaKOX BIUIMBY 3MIHEHOI CHJIM TSDKIHHS HAa TaKi MPOIECHU Ja€ MOXKIUBICTH 3’SICYBaTH TPHUPOIY
TUTACTUYHOCTI YW KOHCEPBATHUBHOCTI OOMIHHHMX PEaKIliii, BUSBIISE CTYIIHb IPUCTOCOBAHOCTI POCIIMH
no ymoB icuyBanus (Foyer, Harbinson, 1999; Kochubey et al., 2004; Konymnaes, Kapner, 2010;
Jagtap et al., 2011; 2024; Henyxa, 2015; Jagtap et al., 2024).

JlocmipkyBasii  BIUIMB 3MiHEHOi TpaBiTamii Ha MNIrMEHTHHHA KOMIUIEKC Ta IHTEHCHBHICTBH
dboTocunTe3y (depTunbHUX pociauH Moxy B. argenteum (ta6m. 30). Y KOHTpOJI, KOJIU POCITHHH
3HAXOJAThCA B yMOBaX BEKTOpHOI il 1¢g BH3HaueHO OUIBIIMIA BMICT XJIOPO(DUIY @ y UYOJIOBIYMX
pOCIIMHAX, MOPIBHSHO 3 JKIHOYMMH. 3a KUIBKICTIO XJIOpodiny b Ta KapoTHHOINIB pi3HOCTATEBI
pPOCIHMHM ICTOTHO He BiApi3Hsucs. [lim yac KIIHOCTaTyBaHHsS 3MIHIOBAJacs 4YacoBa JAMHAMIKa
(hOTOCMHTETHYHOT aKTHBHOCTI (hepTUIbHUX pocnuH. Hacammepes, 1ie 3MiHN BMICTY XJIOpoduTy a.
Moro KinbkicTh 3HMKyBajacs B UONOBIUMX i XKIHOUMX POCIMHAX uepe3 24 Toj, Bil MOYaTKy
kimiHocratyBanHs. CepenHio (96 roa) TpUBATICTh KIIHOCTAaTYBaHHS MOKHA PO3IBIIATH SK 4Yac
aKiimMaTu3ailii, OCKUIbKM BU3HAYEHO KOMIIEHCATOpHE 30UIbIIEHHS BMICTY XJ10podiny a Maiixke B 1,6
pa3iB y )KIHOYMX POCIMHAX. BMICT KapOTHHOIIIB Ha MOYATKOBIH (a3l KIIHOCTATyBaHHS 3HI)KYBABCH,

a HaJaJIl MiJIBUIYBABCS — Y )KIHOUMX pociauHax B 1,5 pasy, i 1,2 y 40I0BIUKX.
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Tabmua 30

BwmicT mirmMeHTiB (MI/T cyxoi MacH) y ¢pepTHIbHUX pociauHax Bryum argenteum B ymoBax 1 g Ta KJliHOCTaTyBaHHS

Xnopodin a Xopodin b Kapoturoinu
BapianTtu nocinigy: KOHTPOJIb, KIIIHOCTaTyBaHHS, TOJT
24 ron 96 rox 8 m16 24 ron 96 ron 8 16 24 ron 96 rox 8 mio
KoHTponb, 4010B141 pocivuHA
0,62+0,02 | 0,61+0,01 | 0,65+0,01 | 0,43+0,01 | 0,40+0,01 | 0,44+0,01 | 0,46+0,01 | 0,48+0,01 | 0,46+0,01
KonTtpons, kiHOY1 poCIuHU
0,54+0,01 | 0,57+0,01 | 0,60+0,01 | 0,41+0,01 | 0,39+0,01 | 0,42+0,01 | 0,44+0,01 | 0,42+0,01 | 0,42+0,01
KrinocTtaryBaHHsI, 40JIOBIY1 POCTUHU
0,55+0,01 | 0,53+0,02 | 0,44+0,01 | 0,38+0,01 | 0,36+0,01 | 0,39+0,01 | 0,51+0,02 | 0,56+0,01 | 0,59+0,01
KiinocTaryBanHsI, )KiHOY1 POCITHHH
0,42+0,01 | 0,67+0,02 | 0,69+0,02 | 0,39+0,01 | 0,41+0,01 | 0,40+0,01 | 0,56+0,01 | 0,66+0,01 | 0,64+0,01
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VY ¢orocucTemi KapOTHHOIAM HE JIMIIE BUKOHYIOTH POJIb JOAATKOBUX CBITIO30MpaIbHUX
MIrMEHTIB, a ¥ 3HEMKO/DKYIOTh CHHIJIECTHUH KHUCCHb Ta IHINI BUIBHI paguKald B yMOBax
OKHCHIOBAJILHOTO cTpecy. HeBucoke 30UTBIICHHS BMICTY KapOTHHOINIB MICJSA KIIHOCTAaTYBaHHS
MOJK€ CBITUUTH IPO JESKE CTPECOBE HABAHTAXKCHHS HA POCIUHH, TOI SIK M1/l BIUIMBOM TeMIIepaTypu
1 BUCOKOT IHCOJIALIT KUTBKICTh MIrMEHTIB B maroHax B. argenteum 30umemryBanacs y 3-4 pasu (Kusxk,
2015). Bwmict xnopodiny b ynpoaoBx KIIHOCTaTyBaHHsI CYTTEBO HE 3MIHIOBABCH.

3a IHTEHCUBHICTIO (POTOCHMHTE3Y HOJIOBIUl Ta KIHOYI POCIMHU BIAPIZHAIUCS Yy KOHTPOJI Ta
micns  KIHOCTaTyBHHA (puc. 61). s pociawH KOHTPOJIO BHU3HAUEHO BUILY IHTEHCHBHICTH
dboTocunTeTHUHMX TIpotieciB (2,28 + 0,01 mr CO2/r c.M./ro) [71st YOJIOBIUMX MAroHIB, HIK KIHOYMX
(1,60 = 0,01 mr CO2/r c.m./rom). Taka BigMiHHICTH 3yMOBJeHa crerudiko0 (HopMyBaHHS Ta
N03piBaHHA TaMeTaHriiB B. argenteum i enepreTuyHi BUTpaTu Ha (GOPMYBAHHS CTaTEBUX OPraHiB
YOJIOBIYMX OCOOMH OLTBIII, 110 ¥ MIATBEP/IKYE aHai3 (POTOCUHTETUYHOT aKTUBHOCTI.

3MiHa CHJIM TSDKIHHS MO-PI3HOMY BIUTMHYJIA HA POCIMHU 000X CTaTel: BUBHAYEHO MOCTYIIOBE
MIABUIIEHHS (POTOCMHTETHUYHOI aKTUBHOCTI KIHOYMX POCIIMH, L0 KOPEIIoBAIO 31 30UIbIIEHHSIM
BMicTy Xopodiny a. [HTeHCUBHICTh (HOTOCHHTE3Y YOJOBIYMX POCIIHH YIIPOJAOBXK KIIHOCTaTYBaHHS,
HaBMaKW, 3HU3WIACS Maibke B 1,3 pa3u, ToOTO 3MiHEHA TrpaBiTallii € CHUJIBHIIINM CTPECOBUM
YUHHUKOM JIJISl YOJIOBIYMX POCIWH, HDK Ui KiHOuuX (puc. 61). PesynpTaTi aHanmizy KuIbKiCHOTO
CKJIay TIrMEHTIB Ta IHTEHCHUBHOCTI ¢doTocuHTe3y (epTunpHux pociauH Bryum argenteum
MIATBEP/UKYIOTh BUILY YYTJIUBICTh YOJIOBIUMX POCIIHMH, 30KpEMa JI0 CTPECOBOIO BILIMBY 3MIHHM CHUIIH

TSOKIHHS.
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Puc. 61. BrumuB KiIiHOCTaTyBaHHS Ha IHTEHCUBHICTb ()OTOCHHTE3Y (DEPTHIBHUX POCIUH

Bryum argenteum (mr CO2 /T c. M./TOx)
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Jlnst 6aratboX ABOJAOMHHUX BHJIIB MOXIB, HAIPUKJIAJ, XapaKTEpHE 3HAYHE 3MEHIIEHHS YOJOBIYMX
0coOuMH abo iX BIACYTHICTh Yy HECHPHUSATIMBUX NPUPOAHUX yMOBaxX. B apKTHYHHX yMOBax y
Polytrichum strictum Menzies ex Brid. Ta Polytrichastrum alpinum (Hedw.) G.L.Sm. donoBiunx
0COOMH HE 3HAXOWJIH, TOJI SIK y CyOapKTU4HIN 30HI BOHM PACHO yTBoprotoThes (Stark et al., 2010).
V IliBHiuHIi AMepHIlI Ha THXOOKEaHCHKOMY y30epeskki uoioBiui ocoounu y Bunai Chiastocaulot
mayebarae S.D.F. Patzok, M.A.M.Renner, Schaf.-Verw. & Heinrichs, Takakia ceratophylla (Mitt.)
Grolle ta T. lepidozioides S. Hatt. & Inoue (Glime, 2017) ue yrBOprotoTbes. st BUIIB pojy
Macromitrium Brid. (Orthotrichaceae) ekcnepumeHTaTbHO BH3HAYEHO OUIBIY YYTJIHMBICTH

YOJIOBIYMX OCOOWH JI0 TeMIIepaTypHOTo cTpecy Ta BucymyBanus (Une, 1985).

9.4. ATAIITUBHI BJACTHBOCTI MOXIB, 3YMOBJIEHI Y® OIIPOMIHEHHSI I
I'PABITALIEIO

BuBuenHs aii ¢akTopiB MIKporpasiTalii Ha pO3BUTOK POCIHMH SK OKPEMOI ramxy3i KOCMIYHOT
HayKH, HE MO’KE 3aJMIIMTH [103a yBarow BIUIMB YyibTpadiojeToBoro omnpoMiHeHHs (Y®). Sk
mokazanu  OaraTOpiyHi  JOCIDKEHHS, MOXH € IIJIKOM  OMNpaBJaHUM OO ’€KTOM IS
EKCIIEpUMEHTAIILHOTO aHamzy Mii Y® Ha poCIWHHUN OpraHi3M, TUM Iaye, 10 apeajl MOIUPEHHS
Opio(iTiB 0XOIUTIOE TEpUTOPii 3 BUCOKUM piBHEM YD onmpomineHHs Ha [liBmHi Ykpainu (bauypina,
Mensauuyk, 1988), a takox y perionax IliBgennoi Awnrtapkrtuku (Glime, 2017; Tuba, 2011;
Robinson, Waterman, 2014; Muller et al., 2016).

[IpoBeneHO AOCTUDKEHHS B3a€EMO3AIECKHOCTI MOP(O-(i310J0TTYHUX BIACTUBOCTEH KIIITHH
nmpoToHeMH apuaHoro Buay \Weissia controversa 3 rpaBiuyTIMBICTIO i PE3HCTEHTHICTIO A0 YD-
onpoMineHHs. [IpoaHanmizoBaHO OCOOJIMBOCTI BYIJICBOJHOTO OOMIHY, IO 3a0€3MEeUyIOTh PO3BUTOK
amanTuBHMX BiactuBocteit W. controversa i Ceratodon purpureus Ha CTpECOpHY [Iif0 €K30T€HHHX

YUHHUKIB.

9.4.1. AHAJII3 CTIMKOCTI MOXIB 10 J1i Y® MPOMEHIB

[Mommpenns W. controversa B apuanux ta cybapuanux ymonax Cepennboi A3ii Ta miBIHS
VYkpainu omnucano y mnpaui (bauypina, MenbHuuyk, 1988). Ha ocHOBI MOpIBHSUIBHOTO aHaizy
W. controversa 3 miBeHHUX perioHiB Ykpainu Ta CepeqHboi A3ii MM IIMIIIM BUCHOBKY, IIO MOX
BUCOKO pe3ucTeHTHul 10 YP-onpominenus (Kapnam ta iH., 1988).

Bimomo, mo BenMki ab0 KyMYJIATHBHO Maji O3 pajiaiii pyWHYIOTb OIOJIOTIYHI CHCTEMHU
yHacnigok 3MiH B opraHizauii JJHK, ski yacto npusBosaTh A0 MyTtalliii abo 3aruGeini opraHizmy.
OxpiM TOTO, pajialiiiHe ONpPOMIHEHHS BHCOKOI €Heprii BUKOPUCTOBYETHCS Ul IeHepallii HOBHX
mytaHTiB pociuH (I'pomsuncekuii, 2013; I'yakos, 2016). ¥ nociipkeHHI BIUIMBY 10HI30BaHOTO

BUIIPOMIHIOBaHHS Ha POCIMHU Ba)KJIMBO BHBUUTH MEXaHI3MH CTIMKOCTI 0i0JOTTYHUX cucTeM. Uu €
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3B’s130K MK Mop¢odyHKIioHaNEHOIO opraHizaniero mpotonemu W. controversa rta ii peakuiero Ha
rpaBiTaliiiHe MOApPA3HEHHs 1 IMIIBUIICHOIO CTIHKICTIO POCIUH MOXYy A0 Y®-BHNPOMiHIOBaHHS?
Panime Oymo BcranoBieHo, mo Y®-myrantu C. purpureus pearyrb MO3WTHBHO TPaBiTPOITHO, a
KiHETHKA TPaBiTPOMHOIO 3THHY MOAIOHA 1O MPOTOHEMH IuKoro tumy (Xopkasuis, Jlemkis, 2009).
[Iporonemna cramis W. controversa 3i cnenudiuyHoo nudepeHIanielo KIITHH Ha KayloHeMy 1
JICHIPOINN XJIOPOHEMHOTO THITY 30€pira€ThCs yIIPOIOBK KUTTEBOTO UKITY. Take audepeHIiitoBaHHs
MPOTOHEMH Ha KayJOHEMY 1 XJIOPOHEMY B YMOBAxX apHIHUX MICIEBUPOCTAHb MPH3BENO JIO PI3KOi
(yHKIIOHAJIBHOI BIAMIHHOCTI KJIITHH Ta IHTEHCUBHIIIOTO (GOpMyBaHHS JIEHAPOINIB, HAIPUKIIAL, K Y
Weissia armatum (Thér. & Trab.) Fedosov (panimie W. papillosisima, Jlazapenko Tta in., 1961). Pois
TaKUX MOP(]OJIOTIUHUX O3HAK, OB’ SI3aHUX 3 (1310JI0TTUHUMHU (PYHKLIIMHU 1 €KOJOTTYHUMH YMOBaMU
CepelIoBUINA, TOJSATae y 3a0e3MeUeHH] BUKUBAHHS TaMeTO(ITy y CTPECOBUX KIIMAaTUYHUX YMOBax
(JIazapenko, 1959; Kapnamr ta in., 1988). bpioditn € momiHaHTaMU cepea BUINIMX POCIHH 3a
MOIIUPEHHSAM Yy JIOKaJITeTax 3 BUCOKUM piBHEM Y D-BUNpPOMIHIOBAHHS (aJbIiMChKI 1 MOJSpPHI
perionn) i3 cneuu@iuHO0 CTPATEri€l0 3aXUCTy B HOro MIKIUIMBOrO BIUIMBY. Baxnuso i te, 1mo
MOXH, TPUCTOCOBaHI /10 MICIIEBUPOCTaHh B YMOBax BHCOKOI'O BHUIIPOMIHIOBAHHS, MalOTh OUIBIII
(hOTOCMHTETHYHI MOKJIMBOCTI Ta BHIII IMOPOTH YYTIWBOCTI JI0 HAUIMINKY OCBITJICHHS, HDK Ti, 1110
ajanTyBaJucs J0 HU3bKUX IHTeHcuBHOCTel cBitia (Newsham, Robinson, 2009; Robinson,
Waterman, 2014; Kyyak et al., 2021; Lobachevska et al., 2020).

VY tprox BuaiB MoXiB — Funaria hygromertrica, Ceratodon purpureus i W. controversa micis
onpoMineHHs Y® notyxHicTio 3 kB1/mM? Buskumu maitxe 100 % anikansuux kaitun W. controversa,
30 % — C. purpureus i 10 % — F. hygromertrica. Cepenne 3Ha4€HHS 103, 0 COIPUYUHUIIN 3aru0eIb

90 % KJIITHH y Pi3HUX BUJIB, ICTOTHO Bifpi3Hsutocs (puc. 62).
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Puc. 62. BiacoTok BxuBaHHS KJITHH mnpoToHemu Funaria hygromertrica, Ceratodon

purpureus i Weissia controversa 3ajexHo BiJ iIHTeHCUBHOCTI Y D-0mpoMiHEHHSI.

[Topir BwXHMBaHHA MIATBEP/UKYE JOKAJIbHY MPUYPOUYEHICTh BHJIB MOXIB /10 MICIEBHPOCTaHb i3



125

BUCOKHUMH JI03aMH COHSYHOI paaiatii i Y®-¢ony, cepen sikux F. hygromertrica, mopiBHsiHO 3 JBOMa
IHIIMMU BUJAMH MOXIB, BUSBWJIACS HaliMeHII cTilikoro. Y mpuponnux ymosax W. controversa
YTBOPIOE HEIIUTbHI IEPHUHKH 70 1 CM 3aBBUIIKH, OJ110-3€JIeH], JJUCTKH OPyHBKOIOIIOHO CKIIaIeHI
3 TOHKOCTIHHHX KJIITHH, SIKI HAQJ3BUYAMHO YYTJIMBI JI0 3MIHUA €KOJIOTIYHUX YMOB MICIIEBUPOCTAHb.
3aBAsKU  CBOEpiAHIA audepeHIiamii CTOJOHIB, y SKi KOPOTKI XJIOPOHEMHI JACHIPOImU 3
KOPOTKOUWTIHAPUYHUMU a00 ADKKOBUAHUMH KIITHHAMH E€KPAHYIOTh KayJIOHEMHI CTOJIOHH,
MPOTOHEMHA JIEpHUHA TOCUTH cTilika 10 Y® BumpominioBanHs. [lonioHy aenapoingHy dbopmy Ha
BHCOKHMX IHTEHCHBHOCTSIX ocBiTieHHs (50-70 MKMomb-M 2-c) yrBoptoe C.purpureus ta immi
npeacTaBHUKKA poay Pottiaceae, mpore y F. hygromertrica taky ¢dopmy pocty He BusBieHOo. Ha
BHCOKHX (4...5 kBT/M?) n03ax V@ onmpoMiHEHHS KUTTE3IaTHUMHU 3alMIIANNACA HAHOUIBII ITUTBHO
eKpaHOBaHI KJIITUHU KayiaoHemu W. controversa a ix perereparisi 3Ha4HO MiJCHIIIOBaJIa BUKUBAHHS
NpPOTOHEMHOI JepHHHU. DOpMYBaHHS MIUTHHOI JEPHUHH 13 KOPOTKHUX HEPO3TaTy)KEHUX
XJIOPOHEMHUX CTOJIOHIB, SIK J0JIaTKOBa (popMa poCTy MPOTOHEMH, MOXKE MATH MPsSME BIAHOIICHHS JI0
eKpaHyBaHHs paniauii. He BukioueHo, mo came taka QyHKIIS € pe3ylbTaToOM BIAMIHHOCTEH MIX
KJIITHHAMHY 1 IPUYMHOIO HEUYTIMBOCTI 10 Tpasirartii (Lobachevska et al., 2021, a, b). Mopdoutoriuna
oprasizailisi KJiTHH XJOPOHEMH — MaJli PO3MIpH, CIIOBUIBHEHI TEMITH MITO31B, 0OMEXEeHa JTOBXKUHA
CTOJIOHIB 1 IIBHJKE 3aBEpIICHHS POCTY JACHIPOINiB, MOPIBHIHO 3 KayJOHEMOIO, HE CIPHSIIN
rpaBiayTuBOCTI. [lapameTpu KIIiTHH 1 CTOJIOHIB mpoToHeMHOT nepHuHn W controversa HaBeneHo y

Tabi. 31.

Tadmums 31

Mopdomoriui MmoKa3HUKH 1 TIOMIHECIIEHIIS siaep KiiTiH mpotonemu Weissia controversa

Po3mipu amikanbHUX JoBxunHa . .
CronoHu KJIITHH, MKM CTOJIOHIB, MKM O0’em saep ThioMirecHenLs
’ . s JHK-JIAPI,
MPOTOHEMH / KUTBKICTB MKM )
JIOBJKUHA HIMPHHA ) BiZIH. O]I.
KJIITUH
i +
Xaopouemitl | gy, g5 | 14109 | L004E3L 77,3+89 56,8 + 2,1
JICHIPOinu 4 — 5 xinituH
2759,6 £ 16,7/
Kaynonemni | 1823+34 | 20,8+1,1 ) 199,0 £ 12,7 795+49
14 — 15 xniTuH

SAnpa xnituH AeHapoiniB 1 kaynonemu W. controversa mennmni, HbK 4yTnuBimmx 1o Y@ Bumis,
Hanpuknaza o6’em sapa Funaria hygrometrica = 583,2 + 29,2 mxm3, a6o Ceratodon purpureus — 233,3
+ 13,9 mxm®, un iHmux BuAiB Moxi (Jemkus, CoitHuk 1985; Braun, 2018). Uyrnusicts 10 YO
OTIPOMIHEHHS KOPEJIIOE 3 PO3MIpaMH sJiep: KIITHHU 3 BEIMKUMU SJpaMH, SIK BIZIOMO, paioyyTJINBIIIi,
HDK 3 Marumu sapamu (I'yakos, 2016; I'poazunckuii, 2013).

XapakTepHOIO 0COOJIMBICTIO MOXIB € BUCOKHUI BMICT (DEHOIIB, sIKi CHPUSIOTH 3aXUCTy Big Y D-
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OTIPOMIHEHHS y IPUPOIHUX yMoBax (Zhao, Dixon, 2013; Glime, 2017). ¥ W. controversa ¢enosbHi
cnonyku (®PC) 3 makcumymom moriuHaHHs A = 310...410 HM 3a0apBIIOIOTH KIITHHHI CTiHKH
KayJOHEMHHUX CTOJIOHIB y Y€PBOHO-KOPHYHEBUH KOJIP 1 CTBOPIOIOTH (hoTo3axucHu O6ap’ep. Bmict
@®C y wIiTHHaX MPUPOAHUX 3pa3KiB 1 JIAOOPAaTOpHIN KyIbTypi BiApi3HABCA, ayie OyB OUTBIINM Yy

KayJIOHEMHUX CTOJIOHAX, HUK y JeHapoinax (tabm. 32).

Tabmuis 32
BMicT eHONBHUX CIONYK Y ICHIpOinax i kayloHeMHuUX crojioHax Weissia tortilis
Tun qudepenriamii Bwmict denomis, mr / 100 T cyxoi macu
CTOJIOHIB [Ipupoani 3pazku JlaGopaTopHa KyIbTypa
XITOpOHEMHI JEHAPOi TN 87,6 +0,4 62,3+0,7
Kaymonema 120,3+ 1,6 78,0+0,5

Oxpim TOTO, BMICT (heHOJIbHUX coayK y W. controversa 3HayHO NepeBUIyBaB OKa3HUKH, OTPUMaH1
it iHmmX BuaiB MoxiB (Kusk, 2005) ta OyB 3HaYHO BUIIMHI Y IPHUPOTHUX ymMoBax (Tadm. 32).
Biamiaai mopdosoriuni ¢popmu nmporoHeMHoi nepaunn W. controversa copMyBaiucst HacaMIiepes
3QJIEKHO BiJT BUCOKHMX J03 COHSIYHOI pajiaiii, a TaKoX TpaBIYyTIMBOCTI aliKaJIbHUX KIITHH
JIEHAPUTIB 1 MIA3€MHOT KayJIOHEMH, SIK IOTIOMDKHOT'O CIIOCO0Y POCTY y cTpecoBUX yMoBax. CIIiibHO
Taki Mopdosoriyai Mmogudikaiii cnpusin miactuaHocti W. controversa B JoKadbHUX YMOBax, a
3Ha4YeHHSI (EHOTUIHUX 1 (QYHKIIOHATBPHUX O3HAK Ta BIAMOBIAlI HA EKOJOTIYHI CHUTHAIH CIia
PO3IIIAIATH SIK MPUCTOCYBAHHS 10 YMOB PI3HUX OCEJIHIII.

Pesucrenthicte W. controversa mo Y®-sunpoMiHOBaHHsS cdopMmyBajacs sK aJanTHBHA
peaxirisi Ha JiF0 BUCOKHX JI03 COHSYHOI pajiallii, Mpu IbOMY PIBE€Hb CTIAKOCTI 3yMOBJICHUU SK
MOPPo(Di310T0TIUHUMU OCOOIMBOCTAMHU, TaK W €PEeKTUBHICTIO (YHKI[IOHYBAaHHS penapamiiHux
CHCTEM B €KOJIOTIUHUX YMOBaX MICIIEBUPOCTAaHb MOXY.

Jlyis BUBYEHHS MPUPOJAHUX MEXaHI3MIB amanTailii pocaud a0 Y D-onpoMiHEeHHsS yHIKaTbHUM
cepenopuieM € AHTapkTuka. CTIHKICTh MOXOMOAIOHUX A0 a0I0TUYHHUX CTPECOBUX (PaKTOPIB MOKHA
BBAXKaTH YHIKAJbHOIO — B €KCTPEMAIbHUX KIIMaTHYHUX YMOBaX AHTApKTHKHU OpiodiTH 3aiiMaroTh
40 % ¢nopu (Lobachevska, et al., 2005; Carvalho et al., 2017; Stark, 2017; Pizarro et al., 2019).
Mox# afanTyBajaucs J0 HIMPOKOTO Jiana3oHy OCBITIEHHS, pOCTYTh SIK HA BUCOKOMY PiBHI IHCOJIALIT
(6mu3bko 100 kkan/cM? Ha pik, Maiike K Ha €KBATOPI), TaK i HA JIHi TIMOOKOBOJHUX AHTAPKTHYHUX
o3ep, Hanpukiag pocaunu Plagiothecium orthocarpum Mitt. (Robinson et al., 2000, 2003). Ogaum
13 OCHOBHMX CTPECOBMX UYMHHMKIB €KOCHCTEMH AHTAPKTHKU € YyIbTpadioraeToBe OMPOMIHEHHS.
[linBuimennii piBeHb ynbTpadioneToBoi pamialii fK pe3yapTaT BHUCHAXEHHS CTPaToc(hepHOro

o3oHoBoro rapy (100...137 J10) cnpu4nHIOE HOLIKOHKEHHS POCIIMH, X04a y 0araTb0X aHTapKTUYHHUX
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BUJIIB YHACTIIOK TPUBAJOi Jii (pakTOpa eBONIOLINHO ChOPMYBAIUCA MEXAHI3MH 3aXUCTY BiJl BIUTUBY
yabTpadionery, sSKi moM SKIIyTh ado HiBemoTh Horo edekr (Bjorn et al.,, 1998). V 3npatHocti
MOXIB IPUCTOCOBYBATHUCS JO YMOB MIKPOCEPEIOBHUIIA 3HAYHA POJIb HAJCKHUTh TpaBiTallii. 3aBIsSKu
CHJII TSDKIHHSI 30UTBITYIOThCS Bapiatii MopdoreHesy i piBeHb (heHOTUITHOT MIIACTUIHOCTI TaMeTo(iTy
(Xopxkagiis Ta iH., 2015; Lobachevska et al., 2018).

VYnbrpadiosieToBe ONMPOMIHEHHS IHAYKYE Yy KIITHHAX ,,0KHCHIOBAIBHHHA CTpec”, J0 SKOTO
YyTJIMBI, 30KpeMa, JIMiAM MEeMOpaHHUX CTPYKTYp 1 XJIOpodil y THIAKOiZaX XJIOPOIUIACTIB.
3ano0iraroTh IbOMY MOLIKOKEHHI0 Y ®-abcopOyBaiibHI criostyku (penonbHoi npupoau (YO-AC)
Hakonnuennss YO-AC € HalomMpeHIIOWn peakliel0 CYAUHHUX POCIMH AHTApKTUKH Ha BILUIUB
ynsTpadionery (Newsham, Robinson, 2009). He 3aBxau € npsiMa 3a/Ie)KHICTh MK HAKOTTHYCHHSIM
YO-AC Tta tonepanTHIcTIO A0 Y ®-0npOoMIHEHHS, ajie JJOBEJIEHUM € TOW (PaKT, 10 BOHH MOXYTh
CYTTEBO 3MEHIINTH NMPOHUKHEHHS YIbTpadiojeTy B KIITHHY, €KpaHyIOUd HOTO IMPOMEHI, a TaKOX
3a0€e3MeYnTH 3aXUCT BiJl BUIbHOPAIUKAIbHUX peakilii, iHaykoBaHux Y ®-onpomMineHHsIM. {10 poib
BUKOHYIOTh (DJIaBOHOINM, 10 (YHKIIOHYIOTH SIK Y®-TOrIMHAIbHI MOJEKYIM 1 aHTHOKCUAAHTU
(Sroka, 2005). OcHoBHuii MexaHi3M (HOTOMPOTEKTOPHOT (yHKIIII (IaBOHOINIB 3abe3medyeThes
BHCOKOIO TIOTJIMHAJIBHOKO 3JaTHICTIO B Y®-CIEKTpi Ta JIETKOIO €JIEKTPOHHOIO i €HEPreTUYHOIO
nepemaucto (Dixon, Paiva, 1995). Bmict ta jokamizamis Y®-abcopOyBaabHHX CIOAYK (eHOIBHOT
MPUPOJIM 3HAYHO MEHINIE BUBYEHI y OpiodiTiB, TOPIBHSIHO 3 CYIMHHUMH pOCIWHaMHU. Bimomo, 1o
YO-AC cynuHHUX POCIHH JIOKAJI30BaHI B TPUXOMax M CMIKYTHKYJISIPHOMY BOCKY JIMCTKOBHUX
IJJACTUHOK, y IHUTO30JI, XJIOpOoIUIacTaX, sAapi, BaKyoJIsaX, KIITHHHIA CTIHII, €HIOIUIa3MaTUYHOMY
perukyinymi (Zhao, Dixon, 2013). V kiiTHHaxX MOXIB IIi CIIOJYKH BHSBIICHI y KIIITHHHINA CTiHI[ Ta
Bakyossix (Hikomaiuyk Ta in., 2000; Zhao, Dixon, 2013).

BaxnuBoro wactuHOlO pobotu Oyno AociimkeHHS BIUMBY Y®D-ONpoOMIHEHHS Ha BMICT
pO34YMHHOT (BaKyoJIApHOI) Ta 3B’A3aHOI y KIITHHHIA CTiHOI ¢paknidi Y d-abcopOyBanbHUX
KOMIIOHEHTIB ()€HOJIBHOT NPHUPOAM, KUIBKICTH (hJIABOHOIMIB 1 CIEKTPH iXHHOTO MOTJMHAHHS Ta
KOHLIEHTpAllli CBITJI03aXUCHUX MIrMEHTIB (AHTOI[iaHIB 1 KapoOTHUHOINIB) Yy TMAaroHax MOXY

Ptychostomum imbricatulum 3 AntapkTuku.

9.4.2. EOEKT Y®-ONNPOMIHEHHS HA TPABIYYTJIMBICTH I MOP®OJIOTTYHY
MIHJIUBICTh PTYCHOSTOMUM IMBRICATULUM
VY KITIMaTUYHUX yMOBaxX AHTApPKTUKH JJIs1 MOXIB aJalTUBHUM PE3€PBOM € IPaBITPOIHI peakilii,
OCKUIBKM 3aBASKH CHJII TSDKIHHS 30UIbIIYIOTBbCS Bapiallii MopdoreHesy i piBeHb (DEHOTHITHOT
tactuaHocTi rametodity (Lobachevska et al., 2021, b).
Mopdonoriuna ¢opMa MOXIB BH3HAYAETHCSA IMEPEIYCIM CHOCOOOM Tally’)KeHHS Ta KyTOM

HaxXuwily JaTepajJbHUX TUIOK BIAHOCHO BEKTOpa TpaBiTallifHOI CHJIM 1 YTBOPEHHSIM OpYHBOK
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ramerodopiB. Eneprernynum pkepenoM po3BUTKY Ta iHimiamii rpaBiMopdoreHedy € CBITIIO.
[IpoananizoBaHo BIUIMB (Di3107OTIYHO AKTUBHOTO JUIsi MOXIB HYEPBOHOTO 1 CHHBOTO CBITJa Ha

AKTHBHICTb TaJTY)KEHHSI Ta YTBOPEHHsI OpYHbOK Ha IpaBITPOIHIN poToHeMi Moxy P. imbricatulum 3

AnrapkTuku (Tabm. 33).

Taomumst 33

KinpkicTh Tany30Kk Ha TpaBiTpomHiid mpotonemi Ptychostomum imbricatulum, mo pocmu min
kyramu 0 = 90° Ta 40...50° micnsg 4-TOJ OCBITJIEHHS YE€PBOHHMM 1 CHHIM CBITJIOM. [HTEHCHBHICTb
OCBITJICHHS: YepBOHE, CHHE CBITJIO — 6 MKMOJb M2 ceK*; 6ine — 15 MkMomb M2 cex ™.

N — KUIBKICTh Tray30K, 110 yTBopuiincs Ha 10 rpaBITpOIHUX CTOJIOHAX.

Bapianmi KiunpkicTe ramy3oxk, n 4’/ g
OCBITJICHHS Kyr, 6 =90° 0 =40...60° 71
.
Bine cBitio 105,0+0,8 52,0+1,8 By
-}’
HepBowe cBITIO, | 45q 408 75,0+ 2,1 g =
}Lmax :660 HM o
CuHe CBITIIO, Nl
}Lmax =551 am 94,0 + 2,3 57,0 + 1,9 —

BcranoBeHo, 1110 CBITJIO BIUIMBA€E Ha KT iHIITIAIT raay30K, I/ SKUM BOHH 3aKJIaJat0ThCs HA
TOJIOBHOMY CTOJIOHI mpoToHemu (Tabs. 33). Ilicist ocBiTJIEHHS YEpPBOHHMM CBITJIOM NpoTOHeMH P.
imbricatulum 6ibLIiCTh raTy30K 3aKJIaJaIkcs 1 IPOJOBKYBAIM TPUBAIMI Yac POCTH ITig KyToM 90°,
a1 (X Oyno MeHIe) pociu rpaBiTponHO. TakuM YHMHOM, YEpPBOHE CBITIIO MEPEBAXKHO OJOKYBAJO
rpaBilepIENIIiio 1 TPaBITPOMHUHN PICT KIITUH IPOTOHEMHU, YHACTIAOK YOT0 3MIHMWIHCS MOp(doIoTiyHa
peaxiiis Ha /110 rpaBitalii i opma ramyxeHHs JepHUHU. Binomo, 1110 HU3bKi IHTEHCUBHOCTI CHHBOTO
1 YepBOHOTO OCBITJICHHS MOIYJIFOBAIA T'PABITPOITHUH KYT, BEJIMYMHA SKOTO € PE3yJIbTaTOM B3a€MO/Ii1
MK rpasi- i pororpomizmom (Xopkasiis, Jemkis, 1999; 2003). dus P. imbricatulum Bcranosneno,
[0 YEepPBOHE CBITJIO IHINIIOBANO 3aKJaJlaHHs Taly30K Ta BHUCOKY AKTHBHICTh Tally)K€HHS KIITHH
I'PaBITPONHOI MPOTOHEMH, MOPIBHAHO 13 CHHIM 1 OUIMM OCBITJIEHHSIM Ta HETpaBiCTUMYJIbOBAHOIO
OPOTOHEMOIO Y KOHTpouIi (puc. 63).

Ie minTBep/rKye B3a€EMOJIIO CBITNA 1 TpaBiTamii Ta i 3HaYeHHA JUIs Mop¢oJoriuHOT GopmH
JepHUHU MOXY. B1THOBIIEHHS TpaBITPOMTHOTO POCTY MICJIs OCBITICHHS Bi10OYyBanoCs MOBUILHO, CHHE
CBITJIO MaJI0 TPUBANIIIY TaJbMIBHY Ji0 HDK 4Y€pBOHE, NpoTe OyJ0 CTUMYJIATOPOM 3aKiIafaHHs

OpyHBOK Ha rpaBiTponHii mpotonemi P. imbricatulum (puc. 64, a).
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KiTbKicTh ra;ay3ok Ha CTOI0OHAX, IIT.

Bizre ceitto  UYepBoHe ceiTii0 CHHE CBiTI0

Puc. 63. Tanyxenns xiaitua npotonemu Ptychostomum imbricatulum: ocsitieHust Oimum,
YEPBOHUM CBITIIOM Amax =660 HM 1 CHHIM CBITOM, Amax = 551 HM: 1 — micns rpaBicTuMynsauii, 2 —

KOHTPOJIb, PABITPOIIHA IPOTOHEMA.

Lk

Puc. 64. Bpynpku Ha mpoTtoHemi Ptychostomum imbricatulum rta ramyxeHHS KITITHH i

BILITMBOM CHHBOTO (@) i uepBoHOTrO (6) cBitia; mrpux 200 MKM

[Ticnst 4epBOHOTO OCBITJICHHS KJIITUHU IHTEHCUBHIIIE Taly3ujucs, a OpyHbOK Oyino Hebarato
(puc. 64, 6). BizoMo, 1110 OCTiI0BHE OCBITICHHS YEPBOHUM 1 CHHIM CBITJIOM CTHUMYITIOE 3aKJIaJaHHS
OpYHBOK, XO4a YITKOTO pO3’sICHEHHS MEXaHi3My BIUIMBY rpasitamnii Hemae (/lemkiB Ta iH., 2005).
OueBuIHO, IO TPUTEPOM TATYKEHHS TPaBITPOITHOI MPOTOHEMH 1 YTBOPEHHS Ha Hiil OpyHbOK OyIo
CBITJIO, a TpaBiTalis AisIa IK CHHEPTiYHUH (pakTop 3aBsKU nossgpusaliiinomy epekry. Binznaunmo,
1110 CHHE CBITJIO IHAYKYBAJIO YTBOPEHHS Ha cTeOJI1 1 B OCHOBI MOJIOIUX OpPYHBOK PU30iAiB, 1110 POCIH

MO3UTHUBHO I'PaBITPOIHO (puC. 65, a).
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o OpyHbKa

\\ v J/’
Puc. 65. Ptychostomum imbricatulum: a — miciist OCBITJIEHHSI CHHIM CBITJIOM PH30iIy B OCHOBI
OpYHBKM pOCIM TO3UTUBHO TPaBITPONHO, 6 — Ha BEPXIBI[l TPaBITPOMHOTO CTOJOHY KIITUHU

MOTATY3UJIUCS 1 YTBOPHIINCS MYYKH NpOTOHEMHU; IITpuX 200 MKM.

OTmxe, Bl COUIBHOT J1ii CBITJIA 1 rpaBiTallii 3aJIeXUTh MOP(OJIOTTYHA MIHIMBICTh IPOTOHEMH, IO Y
KUTTEBOMY IHKJII MOXY Ma€ BHHSTKOBO BaXJIMBE 3HaueHHS. DEHOTUN Taly)KEHHS TPaBITPOITHUX
CTOJIOHIB, TIPOCTOPOBA OPIEHTAIIS IMI3eMHOT MPOTOHEMH y TPHPOJAHUX EKCTPEMaTbHUX yMOBax
AHTapKTUKH — II€ 3aci0 OCTyIy J0 CBITJIA, JDKEPEN KUBJICHHS 1 BOJHU, B3a€EMOJIi 3 TPYHTOBOIO
6iotoro. [IpucTocyBaHHAM 1O KOPOTKOTO BETETalIHHOTO TEepioay AHTApKTUKH € (GOpMYBaHHS Ha
BepXIBIli rpaBirpornHux crosoHiB P. imbricatulum my4yka KOpOTKHMX CTOJIOHIB, SIKi PO3Magalnucs Ha
okpeMi 2-3-kiiTUHHI (parMeHTH 1 npopoctanu (puc. 65, 6). dparmenranis Ak oaHa 3 GopMm
ACEeKCyaJIbHOTO PO3MHOXKEHHS JA€ MOXKITUBICTh OJIHIN POCIIMHI MOXY YTBOPHTH '€HETUYHO IIECHTHYHE
MTOTOMCTBO 1 IIIBUJIKO KOJIOHI3YBaTH OUTBIITY TepUTOpiro. Hamami Ha cTos0HAX 3aKiiaianucs OpyHbKH,
3 SIKMX PO3BHUBAJIMCS IPABIYYTINBI raMeTO(POPH, IO TEK CHPUSIIO IIIACTUYHOCTI BUY 1 HIBHIIIOMY
po3pocTanHio MOX0Boi Aepuuau P. imbricatulum. JIumie rpaBitpomHi cTogoHH i rameTodopH, MO
pociau Hajx CcyOCTpaTOM, MOTJIM EHEPreTUYHO 3a0€3NEUUTH IIBUJIKE BEreTaTUBHE MOHOBJIICHHS
(Lobachevska et al., 2021, b). HaOyrrs kommereHiii 10 OpYHbKOTBOPEHHS Ha BEpXIBIli
rpaBitponHoro croyoHy ([emkiB Ta iH., 2005), a TakoXX YITKO BHpa)xK€Ha TPaBIYYTIHUBICTbH
rameTro(opiB MOXIB 3 AHTAPKTUKU € MOPPOTE€HETUUHUM IIPOSBOM I'paBIMOP(O3iB 3aJI€KHO BiJ yMOB
cepenoBua. Taki rpaBi3ajexHi MPOLECH SIK aKTHBALlA TayKEHHS Ta KyTH OOKOBUX Tally30K Ha
NPOTOHEMI IHILIOBaIK 3MiHY MOPQOJIOTiYHOT CTPYKTypr MOXoBoi nepuuHu P. imbricatulum.
MiHIUBICTh Opi€HTAIlil POCTY CTOJIOHIB 1 IpaBIYyTJIMBICTh rameTo(opiB CHpUSIH (HOPMYBAHHIO
MOTYXKHIIIOT JEpHUHM 3 MiJBUIIECHOIO 3aTHICTIO IO TPUBAJIOTO YTPUMYBAaHHS BOJIOTH Ta BUCOKOIO
(GOTOCHHTETUYHOI0 MPOAYKTHBHICTIO. Edext Y®d—onpoMiHeHHs 3 iHTeHcuBHicTIO 4 KBT/M? Ha
I'PaBIUYTIUBICTH CTOJIOHIB OYB HEOHAKOBUI: aliKaibHi KJIITUHU IPOTOHEMH JIbBIBCHKOTO 3pa3ka P.

imbricatulum BTpaTHIM YYTJOMBICTH JIO TpaBiTallii, OYECBUIHO, BHACIIIOK HE3BOPOTHHUX
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JECTPYKTUBHUX 3MiH, a JUIS CTOJIOHIB aHTApPKTUYHOTO 3pa3ka 3a(iKCOBAHO JIMIIE 3MEHIICHHS KyTa
rpaBiTponHOTO 3ruHy A0 10,3°, mpoTe rpaBiuyTAMBICTh KIITHH 30epiranacs (Tadm. 34).

Tabmuns 34

BB Y®-onpomiHeHHS Ha KyT TPaBITPOIHOTO 3THHY PEreHEepaTUBHOI MPOTOHEMH,

OTpHMaHOI 3 JIMCTKIB 1 MaroHiB 3paskiB Moxy Ptychostomum imbricatulum 3 Awnrtapkruku i

JIbBiBCBHKOT 001acTi

BapianTtu nocniny ['paBiTponuwmii 3ruH, @

Pocnunu 3 /Iveiecokoi oonacmi

KonTpons (6e3 onpomiHeHHs) 22,5+28°

Y®-onpoMiHeHHs 0

Pocnunu 3 Awumapkmuku

Kontposs (6e3 onpomMiHeHHs!) 24,6 £2,2°

Y®-onpoMiHeHHS 10, 3+ 0,8°

9.4.3. AHTUOKCUJIAHTHA AKTHUBHICTB I AHAJII3 ®OTOIMPOTEKTOPHHUX
BJIACTUBOCTEN ®EHOJIbHUX CITIOJIYK

PTYCHOSTOMUM IMBRICATULUM 3 AHTAPKTHUKH I JIbBIBCbKOI OBJIACTI
bpiodiram BIacTUBUIA BUCOKUI TTOTEHITIAT CUCTEMH 3aXUCTY BiJl OKHCHOI JECTPYKIIii 3aBISKH
CUCTEM1 HHM3bKOMOJICKYJIIPHUX aHTHOKCHIAHTIB ((hIaBOHOIMIB, (DEHOJIBHUX CIOJIYK, acKopOary,
IJIyTaTioHy), skl Harpomamkytobcs B kiituHax (Dey, De, 2012). Taki aHTHOKCHIAHTH MAaroTh
0COOJIMBE 3HAYCHHS ITiJ] YaC TEMIIEPAaTyPHOT'O Ta OCMOTUYHOTO CTPECIB, BIUIMBY BaXKKHX METATIB Ta
Y®-onpominenns ([Imutpies, [TonskoBebkuit, 2007; Tapan Ta iH., 2007). Mu BBaykaau 3a JOIUTbHE
BU3HAYUTH AHTHOKCHAAHTHY akTHBHICTH (AA) pocmun P. imbricatulum 3 ekctpemanbHUX yMOB
AHTapKTHKH Ta IMMOPIBHATH 13 3pa3kaMH 13 MOMIpHUX UPOT JIbBIBChKOT 001acTi. Bubpanu edekruBHi
koHueHTpanii ekcrpakTiB (EKsp), koTpi iHridyBanu 50 % BUIbHUX pagukaniB. MK MOKa3HUKaMU
EK50 1 aHTHOKCHIAHTHOT aKTUBHOCTI BCTAHOBJICHA OOCPHEHO MPOTOPIIIHA 3aJICKHICTD: 110 HUKIUM
OyB moka3zHuk EKso, To BuIO0 Oyna aHTHOKCHAAHTHA AaKTHUBHICTh POCIWH. K TO3UTHBHHIA
KOHTPOJIb BUKOPHCTOBYBaU ackopbiHoBy KucioTy (EKso ackop6inoBoi kucnotu nopisHtoe 0,06 mr/
mi). Y pociunax P. imbricatulum 3 Antapkruku Bu3HadeHo Maibke y 1,5 pasa Hinkunii piBens EKso
1, BinmoBigHo, Buiy AA (EKsgp = 3,65 mr/ M), nopiBHSIHO 3 pociuHamu JibBiBcbko1 nmomyssiii (EKsp
= 5,04 mr/mn) (puc. 60). YO-onpomiHeHHs 1HAYKYBaJIO 30UTbIIEHHS aHTHOKCHAHTHOT aKTUBHOCTI
AHTAPKTUYHUX 3pa3KiB POCIuH A0 2,86 MI/MJ i CBIIYUTH PO BUCOKUN aHTUOKCHJIAHTHUHN 3aXHCT

POCIHH 3 AHTApKTHKH, MOPIBHAHO 3 pociauHamiu 13 JIbBIBCbKOT 001.
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JIbBiBCBHKA OO AHTapKTHKa

Puc. 66. AuTHOKCHIaHTHA aKTUBHICTH pociauH Ptychostomum imbricatulum 3 Anrapkruku Ta
JIbBiBChKOT 06sacTi mig BIUIMBOM Y D-0npoMiHEHHS: @ — PI3HUIIS CTATUCTUYHO JIOCTOBIpHA (pIBEHB
3HauymocTi p < 0.05) onpominenux pociaut (YP), mopiBHIHO 3 HEOPOMiHEHUMHU, KOHTpoJb (K); 6
— PI3HULIS CTaTUCTHYHO JocToBipHA (p < 0,05), mopiBHSIHO 3 pocauHamu 3 JIbBIBCHKOT 00JI.

prvzimka*: — MEHIIIE 3HAYCHHS BEJIMYMHHU € TIOKA3HUKOM BHIIO1 aHTI/IOKCI/I)IaHTHO'l. aKTHUBHOCTI

®enonpHi cronyku (PC) 3aBnsku 37aTHOCTI (YHKIIOHYBAaTH SIK CKaBEHKEPH BUIBHUX
paguKkaigiB 1 akKTUBHUX (OpM KHCHIO, MIATPUMYIOTh BIIHOBJIICHHH CTaH KJIITHH Ta TO3UTHBHO
BIIMBAIOTh Ha aKTUBHICTh aHTHOKcHIaHTHHX (epmenTiB (Michalak, 2006). Inaykitis cuaresy OC
BiOyBa€THCA K BiamoBias Ha Y@ BHIPOMIHIOBaHHS Ta BUCOKI iHTeHcHBHOCTI cBiTia (lgbal et al.,
2019). ITaronu P. imbricatulum manu pisauii BMicT @C: y 3pa3kax 3 AHTAPKTHKH BU3HAYEHO ICTOTHO
OUThIIMI BMICT (peHOIB, micas Y D-onpoMiHeHHsI KUIbKICTh (PeHOIB migBuiIyBaiacs me Ha 35 %,
CIPUSAIOYHN MOTJIMHAHHIO MIKIIJIUBHUX JJI POCIIHH MpoMeHiB (Tadir. 35).
Tabmuus 35
BwmicT denonpuux cronyk y maronax Ptychostomum imbricatulum 3 Antapkruku i JIbBIBCbKOT

obmacTi micist YO onpomiHeHHS; (MT/T cyXoi Macu)

Babi BwmicT po3unHHMX Bwict 3B’ s13aHUX CymapHuii BMICT
ApIaHTH V@-AC V@-AC V®-AC
Pocnunu 3 JIveiecvkoi odo1acmi
Konrpon, 1,06 0,18 1,48 £ 0,22 2,54 + 0,35
(6e3 ompoMiHEHHS)
Pocmmm e 1,25+0,22 2,11+0,33° 3,36 +0,42°
YO onpomMiHeHHS

Pocnunu 3 Anmapkmuku

Kowrpo 1,52+ 0,16 2,56 + 0,31 4,08 0,52 *°
(6e3 onpoMiHEHHS)
Pocnunu micns 1,81 +0,25 4,05 + 0,430 5,86 + 0,610

Y@ onpoMiHeHHS

Ilpumimka: a — pI3HULS CTATUCTUYHO JOCTOBIpHA, MOPIBHSAHO 3 KOHTpoOJIeM (piBEHb
3HauymocTi p < 0,05); 6 — pi3HUIA CTATUCTUYHO JOCTOBIpHA, MOPIBHIHO 3 pOCIUHAMH 3 JIBBIBCHKOT
o6macti (p < 0,05)
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Pocnunn npBIBCHKOTO 3pa3ka B 1,6 pa3a Manu MEHIINI BMICT ()@HOIBHUX CIIOJIYK Y KOHTPOI,
SKUW HE3HAYHO MiJBHMINYBaBCS Micisi cTpecy. ToOTo, mist pocnun P. imbricatulum 3 Antapkruku
BJIACTUBUHN OUTHIIMI KOHCTUTYTHBHUH Iyl (DEHOJIBHUX CIIOJIYK, MOPIBHSIHO 3 POCIMHAMHU CEPEIHIX
MHUPOT. 3a BMICTOM PO3YMHHOI (BaKyoJIIpHOi) Ta HEPO3UYMHHOI (3B’S3aHOI y KIIITHHHIA CTiHII)
¢bpakiiii peHoIbHUX CIIOJYK B 000X 3pa3kax Moxy P. imbricatulum Busnaueno B 1.5...1.8 pasiB Buty
KoHIeHTpamito Y ®d-abcopOyrounx ¢enonpHux crnoiyk (Y®P-AC), noxani3oBaHHX Y KIITHHHIN
ctirui. [Ticas Y® onpomiHeHHs iXHIA BMICT TaKOK MIJBHILYBAaBCS JEIIO OUIbIIE, HDK PO3YMHHHUX
Y®-AC (tabn. 35). [loaiOHi pe3ynpTaTi OTpUMaHi sl iHIIUX BUAIB MoxiB. Y Ceratodon purpureus
(Hedw.) Brid., Schistidium antarctici (Cardot) L.1. Savich & Smirnov 3 AHTapKTHKH BMICT 3B’ sI3aHHX
3 KIITUHHOIO cTiHKOo Y®-AC OyB Maibke y AeB’ATh pa3iB OUIbIIMM, HDK BMICT PO3UHMHHUX
(Bakyossipanx) Y®-AC (Clarke, Robinson, 2008). V mneuinounuka Jungermannia exsertifolia
Stephani BmicT Hepo3unuHuX YD-AC Maibke y 2,5 pa3a nepeBHIIlyBaB BMICT PO3UYHHHUX (DEHOTIBHUX
contyk (Fabon et al, 2012). IlepeBaxkaB BMICT 3B’SI3aHHMX 3 KJIITHHHOI CTiHKOKO CIIOJIYK, IO
abcopoyBarin Y@, y cybapkrununux Bumis Pleurozium schreberi (Willd. ex Brid.) Mitt. ta
Polytrichum juniperinum Hedw., P. pseudotriquetrum i Fontinalis antipyretica Hedw., y Bocsmu
BuiB charnoBux MoxiB 3 Hopserii (Soriano et al., 2013). Tomy, sk BcTaHOBJIEHO, (EHOJIBbHI CIIOTYKH
KJIITUHHOI CTIHKK 0Oe33alepevyHo BiIrparoTh BAXJIMBY (YHKIIIO Yy 3aXUCTi Bi Y® ompoMiHEHHS.
[Ticna Y® onpomiHeHHs B 00uaABOX 3pa3kax moxy P imbricatulum migsumryBascst BmicT YO-AC,
110 CBIAYMTH MPO 1HIYKOBAHMM XapakTep aaanTUBHOI BiAmoBimi. Taky peakiiito MOXHa TOSICHUTH
0COOIMBOCTSIMU MeTaboJi3My GeHonbHUX croyk. Cepen PeHOJbHHX CHOJYK OCHOBHY pOJb Y
noryivHaHHi Y ®—1poMeHiB BUKOHYIOTH (raBoHOinu. CamMe BOHHM (DYHKIIOHYIOTh y POCIMHHHX
KJIITHHAX K iHIYKTOPHI IPOTEKTOPH OKHCHIOBaIbHOTrO cTpecy (Jmutpies, ITonskoscskuii, 2007).
[Ipo me cBiguarh 3Ha4yHi 3MIiHU BMICTy (JIaBOHOIAIB B yMOBaX MiJBUIIEHUX PIBHIB 030HY abo
yneTpadionery. Bimomo, mo Y@ onpoMiHeHHS akTUBYE CHHTE3 (eHUIANaHIHY Ta IHIYKY€E MIBUIIKE 1
CKOOpAMHOBAHE MIIBUIICHHS aKTUBHOCTI (pepMEHTIB (hEeHUIMPONAHOIAHOTO NUIAXY O10CHHTE3Y, 1110
CrpHsie YTBOPEHHIO ,,cOHIIe3axucHoro mmrta” 3 ¢guaBoHoinis (Igbal et al., 2019). Ananizyroun BmicT
¢aBoHOIAIB, BU3HAYeHO B 1,2 pa3a OUTbIIMIA BMICT y pocCiMHAxX 3 AHTapKTUKH, ToIl sk YD
OTIPOMIHEHHSI CTUMYJIIOBAJIO iX CHHTE3 Y POCIMHAX 3 OOMJBOX KJIIMaTHMYHHUX perioHiB. OnHak ams
POCIMH aHTapKTHUYHOTO 3pa3Ka BU3HA4YeHO B 1,7 pa3a BMII KOHIEHTpauii ¢praBoHOiAIB micis YD-

onpoMmiHeHHs, HibK 1yist B. caespiticium 3 JIsBiBcbKOi 00macTi (puc. 67).
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Puc. 67. Bt Y®-ompominenHss Ha BMIcT (uIaBOHOIIIB y maroHax moxy Ptychostomum
imbricatulum 3 JIbBiBCbKOT 00J1. 1 AHTAPKTHUKH.

Ipumimka: a — pi3HUIS CTATUCTUYHO JIOCTOBIpHA, TIOPIBHSHO 10 KOHTpoito mipu p < 0,05, 6 —
PI3HUIISI CTATHCTUYHO JTOCTOBIpHA, IOPIBHIHO 10 3pa3kiB 3 JIbBiBChKO1 0071. ipu p < 0,05.

@DJ1aBOHOTIIN TIPEJICTABIISAIOTh BEIUKY TPYIy TMOJMi(EHOIBHUX CIOJYK, JIO SKUX HaJIekKaTh
(dbnaBoHONMM (KBEPIIETHUH, PYTHH, MOpPIiH, kemmdeposn), ¢aBoHU (JIFOTEOJIH, anireHid), ¢GJaBaHOHU
(recriepetin), ¢aBaHoM (KaTeXiH, emikarexiH) Ta aHtoiianu. [1{oou Bu3HaunTH, 5K (Q1aBOHOIIN
OepyTh y4acTh y 3axuCTi Bify Y D-0NpoMiHEHHS, MPOaHATI30BaHO CIEKTPH MOTJIMHAHHS CKCTPAKTIB
(h1aBOHOINIB Y PO3UMHI XJIOPHUAY allfoMiHIt0. SIK BUIHO Ha puC. 68, CIIEKTpU NMOTIMHAHHS 00HIBOX
3paskiB P. imbricatulum moaioni. MakcuMyMu TOTJIMHAHHS BU3HAYeHi it qoBkuH A = 420...440
HM, 470 uHM Ta 670 HM. Ctix BHECTH MOSCHEHHS, 110 B3a€EMO/IISI eKCTPAKTY (hJIaBOHOIMIB 3 XJIOPUIOM
QITFOMIHIIO TTPU3BOIUTH JI0 OATOXPOMHOTO 3MIllIEHHS MAKCUMYMIB MOTJIMHAHHS BUXITHUX PEarcHTIB
Ha 66...67 um (Pekal, Pyrzynska, 2014). BpaxoBytou# Iie, EPIIHii MAKCUMYM CIIEKTPY IOTJIHHAHHS,
OUYEBMJIHO, BiAMOBifae (IaBOHONAM PYTHHY Ta KBEPIETHHY, OCKUIBKM IXHI MIKM MOTJIMHAHHS
3HAXOJAThCS B IUISAHIN crekTpy 356 HM Ta 370 HM BiamoBimHO, a ixHix komiiekciB 3 AlCls — vy
cuektpi 422 M 1 437 M. BBaxkaroTh, mo cepen (¢uiaBoHOINIB, Ii (HJIABOHONIM € HAHOUIBII
e eKTUBHMMH BiTHOBHUKAMHU CYIIepOKCHIHOTO paaukana (Jansen, Urban, 2019).

Jpyruilt MakcuMyM HOTJIMHAHHS MO>Ke BIINOB1IATH (JIaBOHY JIOTEOIIHY, 3 MIKaMH Y JTOBXKHHI
xBuii A = 405...420 HM, a BpaxOBYIOUM 3MILIEHHS MOTJMHAHHSA, MK npunajnae Ha A = 470 HM.
MaxkcuMyM y JOBTOXBHIIbOBI 00JIacTi CIIEKTPY MOKE CIIBMAIATH 3 aHTOIllaHaMU. AHTOILIIAHH, K1
HarpoMa/KylThcsl y 6araTbox pocinuHax micis Y @-onpoMiHeHHS, MEHIIIe MOTIHHAITh YD y Takii
JUISHIL CHEKTPY, MOPIBHAHO 3 (J1aBOHOJIAMHM 44 (pIaBOHAMU, X0Ya MMO3UTHBHY KOPEJISALII0 MK IXHIM
3arajJlbHUM BMICTOM 1 3HMKEHHSAM 4YYTJIMBOCTI 10 Y®-0npOoMiHEHHS BCTAHOBJIEHO Y pI3HHX

nocmmpkennsax (Bobo-Garcha, 2015).
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Puc. 68. Cnextpu morimHanHs ¢uaBonoinis Ptychostomum imbricatulum: a — 3pasok 3
JIbBIBCBKOT 0011., 6 — 3pa30K 3 AHTApKTUKH (K— KOHTPOJIb, YD — micis ONpOMIHEHHS).

BBaxarorh, mo aHTOIllaHM OepyTh y4yacTb Yy 3axucTi MeMOpaH THIakoigiB Big YO
MOILKOJKEHHSI, BUKOHYIOUH (DYHKIIII0 ONTHYHOTO (DUIBTPY, 3aXUILAI0YU €JIEKTPOH-TPAHCHOPTHHUM
JaHIOr Bin BHcOKoeHepreTnuHux kBaHTiB (Hollozy, 2002). AHTHOKCHIAHTHI BJIaCTHBOCTI
aHTOILIIAHIB 3YMOBJIEHI BHCOKOIO JOHOPHOIO AaKTHBHICTIO 1 3[aTHICTIO cTa0uUIi3yBaTu Ta
JIeTOKaTi3yBaTH HECHApEHHH €IEKTPOH, 110 OJIOKYE JIAHIFOrOBI BiTbHOpaIuKaibHi peakii (Ahmad
et al., 2010).

[Toka3aHno, 10 KOHIIEHTpAIll aHTOIIAHIB I BILUIMBOM YIbTpadioneTy 30UIbIIyBAIUCS Y
maroHax oOHIBOX 3pa3KiB MOXY, OJHAaK Moka3Huku y P. imbricatulum 3 Antapktuku Oyiu BUIIMMA
SK Yy KOHTPOJI, Tak 1 micis YdD-onmpoMiHEHHS, 110 € CBIAYCHHSIM KOPEJAIii CTiikocTi, HabyTOl y
3B’SI3KY 13 3MIHOIO 30BHITHUX (pakTopiB (Tabm. 36).

Taomuus 36

BwmicT aHTOIiaHiB Ta KapOTHHOIAIB y maronax Ptychostomum imbricatulum 3 Anrapkruku Ta

JIpBiBCHKOT 00J1acTi (MT/T CyX0i Macu)

BapianTtu nocniny BwmicT anTomianis BwmicT kapoTrHOiiB

Pocnunu 3 JlIveiecokoi oonacmi

KonTtpoJib,
6 . 2,23+0,19 0,21 +0,02
€3 ONPOMIHCHHS
Pocnunu nicns
2,91 £ 0,222 0,27 0,03

Y@ onpomiHeHHs

Pocaunu 3 Anmapkmuxu

Kontpons,
6 . 3,87+0,42 0,28+ 0,01
€3 ONPOMIHEHHS
Pocnunu micns
. 4,56 + 0,26 ° 0,36 +0,02%°
Y® onpoMiHeHHS
Ilpumimka: a — pPI3HULS CTATUCTUYHO JOCTOBIpHA, MOPIBHSHO 3 KOHTpoOJIeM (piBEHb

3HauymocTi p < 0,05); 6 — pi3HULIA CTATUCTUYHO AOCTOBIPHA, MOPIBHAHO 13 pociauHaMu 3 JIbBIBCHKOT
o6macti (p < 0,05)
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MiHnMBICTh BMICTY KapoTHHOINIB y mnaroHax P. imbricatulum wmoxe OyTH BakKIMBUM
MMOKa3HUKOM PEeakKIlii Ha CTPec, OCKUIbKH y CKJIaJli JOTOCUCTEM IIi HIrMEHTH € KOMIIOHEHTOM HE JIUIIIe
J0JJaTKOBOT1 CBITII030MPaIbHOT CHCTEMH, @ 3aXUIIAI0Th MOJIEKYJIH XJI0pO]iTy BiJ (POTOOKHCHEHHS i/
yac BUCOKOi iHcoursnii Ta Y® ompominenns (Hollozy, 2002). [dus pocniuu P. imbricatulum 3
AHTapKTHKM BU3HAYCHO BUIII MMOKA3HUKU BMICTY KapOTHHOIAIB, a miciast Y® ompomMiHEHHS BMICT
MIrMEHTIB ICTOTHO 30UIBIIYBAaBCS, MOPIBHSAHO 3 POCIMHAMHU JIBBIBCHBKOTO 3pa3Ka, IO TaKOX
HiATBEPKYE HIOKUYY uyTuBicTh P. imbricatulum 3 Antapkruku 1o Y® npomeHis.

MoskHa AONyCTUTH, 1O MIABUIIEHI 3aXUCH1 QyHKIIII raMeTodiTy MOXY 3 PI3HHUX JIOKAIITETIB
3YMOBJIEHI KOHCTUTYTHBHUMH MeXaHi3MaMH 3aXHCTy, OJHAK (pakTopu cepenoBuUmia AHTapKTHKH,
CHIpHsUTH OUTBIIIN (i3i0JIOTIUHIN MIaCTUYHOCTI Ta pe3rcTeHTHOCTI P. imbricatulum. ¥V nokaniterax
AHTapKTUKH 3 BUCOKMM piBHEM YD omnpoMiHeHHs Opio(iTH € TOMIHAHTaMH CepeJl BUIIUX POCIUH
3aBJSIKM  afanTUBHUM Mopdodizionoriunummnporecam (Glime, 2017). CrilikicTh 0 COHSIYHOTO
OTPOMIHEHHS 3yMOBJIEHA K MOP(}OJIOTTYHOIO MIACTUYHICTIO TaMeTo(ITy MOXIB, TaK 1 €(pEeKTUBHICTIO
pernaparfiifHuX CUCTeM 3aXUCTY BiJl OKUCHIOBaJIbHOT AecTpykiii (Medina, 2015).

BusHaueHO BUIy aHTHOKCHAAHTHY aKTHBHICTH ramerodiry P. imbricatulum 3 Anrapkrukw,
HDK JIBBIBCBKOT momyssiii moxy. [lim BmmBoMm Y®-ompoMiHEHHS pIBEHb PEAKIlid ICTOTHIIIE
HiBUINYBAaBCA Y MOXY 3 AHTapKTHKH, IO TIOB’S3aHO 3 BHIIUM IYJIOM AHTHOKCHJAAHTIB 1
e(EeKTHBHICTIO 3aXHUCHUX MexaHI3MiB. OJIHaK EKCIEPUMEHTAIBHO IOKa3aHO, IO JJIsi POCIHH
P. imbricatulum i3 JIeBiBCbKOT 00JIACTI TAKOXK BIIACTUBE 30UIBIICHHS AHTHOKCUAAHTHOI AKTUBHOCTI
micist YO 1 akTUBaIlis 3aXUCHUX MEXaHI3MIB.

Oco0MBICTIO MOXIB € BUCOKUM BMICT (PEHOJIBHUX CIIOJIYK Ta iX BH3HAYaJIbHE 3HAYCHHS IS
dopmyBanHs crpecocTiiikocti pociud (Jovanovic, 1994). 3abapBieHHS KIITHHHHX CTiHOK
KayJIOHEMHUX CTOJIOHIB Ta TUCTKIB MaroHiB AOCTI>KEHUX BUJIIB MOXIB Y YePBOHO-KOPHUYHEBUN KOJIIp
31e01IbIIOr0 3yMOBJICHE (DEHONBHUMHU CHONYKAMH, SIKi €KpaHYIOTh YIBTPACTPYKTYPy KIITHUH Bif
MOIIKO/IKEHb, MaroTh (POTO3aXUCHY [it0, MIABHUILYIOYM y TaKHil croci® CTIHKICTh POCIHH A0
ynpTpadionery. binpmmii BMIicT (riaBoHOINIB, SK KOMIIOHEHTIB AHTUOKCUIAHTHOI CUCTEMH MOXIB, Y
3pazkax P.imbricatulum 3 AnTapkTHKH, HOPIBHSHO 3 POCIHHAMH CEPEIHIX IMUPOT, MIATBEPIKYE
3Ha4eHHs (PEHOIBHOT0 MeTab0JII3MY Y CUCTEMI 3aXHUCTY 3aJIeKHO Bl YMOB CEpPEIOBHIIIA.

VYnbrpadioneToBe ONPOMIHEHHS aKTUBYBAIO cHHTe3 Y d-abcopOyBabHUX (PEHOJBHUX CHOJIYK
P.imbricatulum. Bmicr Y®-abcopOyBanbHHX CIOJYK, 3B’S3aHUX 3 KIITHHHOKO CTIHKOIO, OYB ICTOTHO
OUTBIINM, HDK PO3UYMHHHX (BaKyoJSIpHUX) (DEHOJIBHUX CIIONIYK Y 3pa3kax 3 AHTapKTUKU 1 JIbBIBCHKOT
obnacti, 10 BKa3ye Ha ixHIO crnerudiuHy 3axucHy (yHKUi0. Biiblia akTHBHICTH cuHTe3y Y@-

aOcopOyrounx (PeHOIPHUX CIOJMYK KIITUHHOI CTIHKM, MOPIBHSHO 3 BMICTOM PO3YMHHMX CIIONYK Y
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3paskax P. imbricatulum 3 AntapkTrku i Ykpainu (JIbBIBCbKA TOIYJIALLS), CBITYUT TPO IX y4acTh B
3aXUCTI KITUH Bii Y P-0NPOMIHEHHS HE3aJIEKHO Bijl KIIIMATHYHHUX YMOB.

Hocmipkeno ¢ruaBoHOIMM, sKi 3a0e3MedyloTh CTIMKICTh KITHH 10 Y® OompoMiHEHHS.
BiamoBinHo 10 crnekrpiB mormHaHHsA (uiaBonoiniB pociauH P. imbricatulum 3 AnTtapkTHkm i
JIpBiBcbKOi 0OMacTi BU3HAYeHI ()IAaBOHOJIM PYTHH Ta KBAapIETUH 1 (PIaBOH JIOTEONiH, SKi
3a0e3neuyroTh epeKTUBHUI 3axucT KiiThH Bin Y@ momkomkenus (Kyyak et al, 2021). Orxe,
ajanTarisi MOXIB 70 eKcTpeMaibHOro Y® omnpomiHeHHs, K ¥ 70 OaraThOX IHIIMX YWHHHKIB,
(dhopmyBanacs 3aBISKH BUCOKINA aHTHOKCHJIAHTHINA aKTUBHOCTI Ta IHTEHCUBHOCT1 OOMIHY ()€HOJIBHUX
CIIOJIyK, JUHaMIKa SIKUX 3MIHIOBajacs 3aJIeKHO Bl HaIpyXEHHs cTpecoBoro ¢akropa 1 craiil

PO3BUTKY POCIIUH.

9.4.4. IIOPIBHSIbHI JOCJI)KEHHSI AKTUBHOCTI TEPOKCHUIA3H I BMICTY
KOMITIOHEHTIB KJIITHHHOI CTIHKH PTYCHOSTOMUM IMBRICATULUM
3AJIEJKHO BIJI 3SMIHEHOI CUJIU TSIKIHHS 1 YMOB MICHHEBUPOCTAHbDb
CrabuibHe OJI0KEHHS 1 ONTUMaJIbHA OPIEHTAL[IS KJIITUH B TPaBITAIlITHOMY IOJI1 BU3HAYAETHCS

CTAaHOM MEXaHIYHOT HANpyru KIITHHHOI CTIHKM 1 BHYTPINIHBOKIITHHHHX MIKPOTPYOOUOK 1
MikpodinamentiB. CUTHaN CHUIW TSDKIHHS ITIBUIIYE >KOPCTKICTh KIITHHHOI CTIHKHA YHACIiJIOK
noJiiMepu3altii mosicaxapuiaiB, aKyMyJIsIlii JITHIHY, CTUMYITIOE€ YTBOPEHHS TOTIEPEUHUX 3B’ S3KIB Y
PI3HUX YMOBaXx rpaBiTalliiHOr0 HaBaHTaKEeHHS y kocMmoci un Ha 3emuti (Hoson et al., 2003). B ycix
mpouecax 3ajlisHa MEpoKCHIa3a KIITUHHUX CTIHOK. DepMeHT Mae€ KIIOYOBE 3HAUYEHHS Ui
noJisipu3altii KJIITHH SK BIANOBiAb Ha TPaBICTMMYJ, BIUIMBAIOYM Ha PEOpraHizallito MikpohiOpui
nemoao3u KinitiHHOI cTiHkH (Cosio, Dunand, 2009), KOHIEHTPYEThCA Y MICII YTBOPSHHS pH30ina
3UroTy QyKyca i Cpusi€ pO3pPUBY MOTIEPEUHUX JIAHITIOTIB TOTIMEPIB KIIITHHHOT CTIHKH, 1110 JIOKAJILHO
3MiHIOE i enactuunicTh (Vreeland, Kwan, 1999).

[Tepokcu BOHIO, JTOKATI30BAHUH Y KIIITUHHIN CTIHII, TAKOX 3aIITHUH Y MpoIlecax eIoHrallii,
nirnidikamii Sk peakiiii Ha rpaBicTUMYI. Bigomo npo perymrorounii Brumms H2O2 Ha 3ruH KOopeHs Ta
pict kiiTuH apabimorncuca B ymoBax rpapictumynsnii (Muthert et al., 2020). Ilin wac pocty
TMOKOTHUJIS POPOCTKIB COi y 30HI BUAOBKEHHS MIIBUIIYBAIacsi KOHIEHTpAIlis TMEPOKCUIY BOIHIO
(Passardi et al., 2004). Bmict H202 30u1b1IyBaBCst y KIITHHAX KOPEHsS KYKYPYA3HM TaKOX I 4ac
enmoHraitii Ta girnigikarii kaituaaux ctiHoK (Cordoba-Pedregosa, 2003).

[lepokcun BOJIHIO € TEPBUHHUM IHAYKTOPOM CTpeCc-peakilii pOCIWHHOI KIITHHH Ta
MocepeTHUKOM y (DYHKIOHYBaHHI CUTHAIBHUX TpaHcaykuidHux cucreM (Wojtaszek, 2011; Koparom
u 71p., 2003). H2O2 6epe y4acTpb He JuIlle B epeiadi 30BHIIIHBOT0 CUTHANY JI0 A1pa Ta MoAn(IKallii
TPAHCKPUIILIHUX TpOLECiB, ane, MeperyciM, KOOPAMHYE A0 KIITMHHUX KOMIIApTMEHTIB, SK

MIEPOKCUCOM, XJIOPOTIIACTIB, /IS IUTICHOT BiAnoBiAl pociaunu Ha crpec (Corpas et al., 2001).
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AHaniz nepokCuAa3u KIITHHHUAX CTIHOK MPOTOHEMHU aHTAPKTHYHOTO Ta JIbBIBCHKOTO 3Pa3KiB
moxy Ptychostomum imbricatulum cBimunTh mnpo axkTUBHY peakmito (EpPMEHTY Ha 3MiHY
rpaBiTaniinoi cuiu. [lepokcumasHa aKTUBHICTD MABUITYBAJIACS ITiJ] 9ac KiiHocTtaTyBaHHs (B 1,5-1,7
pasiB), me OuIbIIe mig yac rpaBicTuMyisnii (B 1,8—1,9 pasiB), mopiBHAHO 3 pOCIMHAMH KOHTPOJIO
(Tabm. 37).

Tabmuus 37
AKTUBHICTb IEPOKCHJIA3U, BMICT EPOKCUIY BOJHIO 1 JIITHIHOMOAIOHUX CHOJIYK Y MaroHax

moxy Ptychostomum imbricatulum 3 AntapkTuku Ta JIbBiBChKOT 00J1ACT1 3aJI€XKHO BiJ rpaBiTailii

AKTHUBHICTH . Bwmict
. . Bwmict H20o, L. )
BapiaaTu MIePOKCHJIA3H, BiH. N JIIrHIHOTIO JIOHUX
; . MKMOJIb / T CyXO1i
TOCITITY oJ1. / T cyxoi Macu CITOJTYK, MT/T
Macu .
/XB CyX0i Macu
Pocnunu 3 JIveiecokoi ob61acmi
Kowrposs 70,94+8,12 7,63+0,81 11,240,9
(cBiTIO)
I'paBicTumysIist 133,11+11,54* 10,48+0,95* 20,3+1,3*
KiinocraryBanHs 111,41+410,24* 8,95+0,93 8,6+0,7*
Pocnunu 3 Aumapkmuxu
Konrpos 81,46+9,16 10,81+1,36 12,3+1,1
(cBiTIIO)
I'paBicTuMmymsIis 151,83+17,25* 13,21+1,63 22,6+1,8*
KiinocraryBanHs 138,13+12,82* 12,32+1,42 10,1+0,9

Ipumimka: * — pe3ynpTaTH IOCTOBIPHI MOPIBHSAHO 3 KOHTpoJieM 3a P <0,05.

[TinBuIIEHHS aKTUBHOCTI EPOKCUAA3M B YMOBAX KIIHOCTATYBaHHS 3yMOBJICHE HApOCTaHHSIM
NPOLIECIB  BUIHOPAIUKAIBHOTO OKHCHEHHS, IO TIATBEP/UKEHO Y YHCIGHHHX JOCHiiax 3
MoJienoBaHHs edekTiB Mikporpasitanii (bapanenko, 2003; Martzivanou, Hampp, 2003), i cBiTuuTh
Mpo y4acTh GEepPMEHTY y IPUCTOCYBAHHI POCIIHH J0 3MiHEHO1 rpaBiTaiii. Moaynsilis mepoKCcHIa3HO1
AKTUBHOCTI MMOB'sI3aHa 3 MIBHUIICHHIM BMICTY MEPOKCHAY BOIHIO y KiitiHax P. imbricatulum, xoua
micist 7-71000BOTO KIIIHOCTATyBaHHs 30UTbIIeHHS Oyno He3HauyHe. Bigomo, 10 BMICT MEPOKCHUITY
BOJHIO SIK IHJYKTOpa aKTUBALlii aHTHOKCUIAHTHOI CUCTEMHU ICTOTHO 30UIbLIYBAaBCS Ha MOYATKOBUX
CTaisX, yepe3 2 TOJ MiCis KIIHOCTaTyBaHHA, a HaJalli HOro KOHIEHTpAIlisl y KIITHHAX MOCTYHOBO
sumxkyBanacs (Kusik, Xopkasuis, 2016, a, 6). HanpyxkeHiCTb OKHCHIOBaJBHUX MPOILECIB MiCIsA
IpaBITallifHOTO CTpecy 3MeHIIyBajacs 1 crabuTi3yBajiacsi YHAcHiIOK 3aXUCHOI (epMEHTHOT

AKTHUBHOCTI MEpoKCHuaas.
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[Tix gac rpaBicTuMymsnii Ta rimeprpaBitamii y KIITHHAX CYIUHHHX POCIHH TOCHIIIOBAIIUCS
nporecu JirHidikanii KIITHHHAX CTIHOK 32 y4acTIO MEepOKCHIa3u, sika Oepe ydacTb B OlOCHHTE31
nirainy (Wakabayashi et al., 2015). ¥V OpioditiB Taki mporiecu He JOCTIDKEeHI. Y KIITHHHUX CTIHKaX
MOXIB 3aMICTh JIITHIHY IPUCYTHI JICHIHOTOIOH1 CITOTYKH, 110 € ToJi)eHOIaMH, OYEBUIHO, TIOX1TH1
tpurigpokcubensony (Karahara et al., 2009), a nirHiH CyOIMHHUX POCIMH — 1€ MOJIMEp
(dbeHUponanoiniB (MOHOJITHIHIB), CHHTE3 SKHX IIOYMHAETHCS 3 OKHCHCHHS aMIHOKHCIIOTH
deninananiny (Libbert, 1974; Henyxa, 2015; Kukkola et al., 2003).

BcTaHoBIIeHO, 110 BMICT JIICHIHOMOMIOHMX CIONYK y mpoToHemi P. imbricatulum micns
IpaBICTUMYJIALIL Ta KIIHOCTATYyBaHHS ICTOTHO BIAPI3HSBCSA. Y TpaBICTUMYJIbOBaHId NPOTOHEMI
3pa3KiB MOXY 3 AHTapKTUKH 1 JIbBIBCbKOT 00JIaCT1 BMICT JIrHIHONOAIOHUX CIIOJIYK OyB Maiixke y/Biul
OUTBIINIM, HDK y 3pa3kax KOHTpPOJIIO Ta ctaHOBUB 2,0-2,2 % Big Macu cyxoi peyoBuHH (Tadin. 37).
[Ticnst kiHOCTAaTyBaHHs X KUIBKICTh 3MEHIIyBajacs, MOPIBHAHO 3 KoHTpousieM, 1o 0,8—1,0 % Bix
Macu CyXOi pe4OBHHM. 3MEHIICHHS BMICTY JIIFHIHY KJIITHHHUX CTIHOK B1IOYyBa€ThCs, 30KpemMa, y
npopoctkiB Pisum sativum, Bupomennx Ha 3-D wimiHocTari (Shimazu et al., 2001), Pinus sylvestris,
Vigna radiata, Avena sativa (Hoson, Soga, 2003; Hoson et al., 2003) ta Oryza sativa (Shimazu et al.,
2001) B ymoBax Mikporpasitaiii. € uYMMago MOCTIDKEHb JITHIHY Ta aKTUBHOCTI ()epMEHTIB
(beninamaninIiazn Ta TEPOKCUAA3W), IO OEpyTh ydacTh Yy TOJIIMEpHU3alii MOHOJITHIHIB, Y
MMPOPOCTKAX COCHM, KBacoJii Ta BiBca micis 194 romun peasibHOT0 KocMivyHOTO moiasoty. Ha 1-4 %
3MEHILUBCS BMICT JIITHIHY Y MPOPOCTKax COcHU 1 HA 15-24 % B KIITHHAX, MOPIBHIHO 3 Ha3eMHUM
kouTpoJieM (Chebli, Geitmann, 2011).

Busnauwnu BMicT JtirHiHomomiOHux pewdoBun y Ceratodon purpureus i Ptychostomum
imbricatulum i3 micueBupocrans JIbBOBa i AHTAPKTHKH, SIKi BIAPI3HSINCS IYTIUBICTIO 0 IPaBiTallii.
Ha puc. 69 npencrasneno C. purpureus, rpaBidyT/IMBHi MOX 3 KyTOM TpaBitporHoro 3runy 80,0 —
85,3° i mporonemy o6uaBOX 3paskie P. imbricatulum, mamouyTiuBy 3 HeBeIMKHM 3ruHOM 22,5°y
JBBIBCHKOTO 3pa3ka i 26,0 ° y 3pa3ka 3 AHTApKTHKH ITiCas 8 roJ1 rpaBicTuMyssiii (puc. 69).

Sk MoxHa 6ayuTH 13 pe3yNbTaTiB, HaBeACHUX HA puc. /0, BMICT JIrHIHOMOMIOHUX CHOIYK Y
KJIITUHHIA CTIHIII TPOTOHEMH MOXIB KODPEIIOE 13 TPaBiUyTIMBICTIO BUAY 1 3HMKYETHCS MICIA
KIiHOCTaTyBaHHs. Y 3paskax P. imbricatulum 3 pi3HuX nokamiTeTiB KUTBKICTh JIIrHIHOTOAIOHUX
CMOJYK ICTOTHO HE Biipi3Hsiacs, TOOTO OCHOBHA iX (DYHKIiSl CTOCYEThCS CTPYKTYpU KIITHMHHOT
CTIHKH, 1i 1aOUILHOCTI MiJl Yyac TPaBITPOII3MY, HE3AJIEKHO BiJl yMOB cepeoBua, JIbBiBCbKOT 0011,
g1 AHTapkTukH. [IpoTe mBuakuii po3BUTOK TpaBiTpomizmy y C. purpureus 3aBAsSKH BHCOKIN
IPaBIUYTIUBOCTI MPOTOHEMHM BUMAara€ MEXaHIYHOI CTIMKOCTI KIITHUHHHMX CTiHOK. ['paBiTauiitHuii
CUTHAJI MiIBUIIYE KOPCTKICTh KIITUHHOI CTIHKH, BIUIMBAIOYM HA Oi0CHHTE3 010TO0IIMEpIB 1 JITHIHY,

noJIiMepu3allito moJlicaxapuaiB, pi3Hi 1HIII Ipoleck 1 MOAU(DIKALiI0 CTIHKH B UITMPOKOMY Jliala3oHi
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YMOB, IOYMHAIOYH BiJI MIKpOTpaBiTallii B KOCMOCI /10 rinmeprpasiraitii Ha 3emii. Po3BUTOK MexaH3MiB
OTIOPY TpaBiTaIlii, HacaMIepe ] MIIIHOCTI KIITUHHOT CTIHKH, IO PEryTIOIOTHCS €0 TpaBiTalliiHUX
CWI, Ha0ylno OCOONMBOrO 3HAYCHHS JUIS (YHKI[IOHAJIBHUX peakIliid-BiMNoOBied Ha MEXaHIuHi
HaBaHTAKCHHsI BIIPOIOBK €BOJIIOLIT HaseMHUX pociinH (Wakabayashi et al., 2009; Chebli, Geitmann,

2011; Toyota, Gilroy, 2013; Soga, 2013; Mohanasundaram, Pandey, 2022).
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JIbBiB.0ON. AHTapkTHKa JIBBiB.OOI. JIbBiB.0ON.  AHTapkTtuka  JIbBiB.OOI.
P.imbricatulum C. purpureus P. imbricatulum C. purpureus

Puc. 69. Kyru rpaBirponHoro 3ruHy  Puc. 70. BmicT AirHIHOMOMIOHUX CHONYK Y

npotonemu Ptychostomum imbricatulum i  xmiTHHHEX CTiHKax MIPOTOHEMHU
Ceratodon purpureus uepes 8 roxm micms  Ptychostomum imbricatulum i Ceratodon.
TPaBICTUMYJISIII. purpureus.

BaxnuBy ponp y mporiecax CHHTE3Y JITHIHY BiIrparOTh BHCOKOIUIACTHYHI TEPOKCHIA3H,
30KpeMa, 3a iX y4acTio BilOyBa€ThCs OKMCHEHHS MOHOJITHIHIB 1 peryisiis 610CHHTe3y KIITHHHOT
obononku. He MokHa HEe BpaxoByBaTH, IO MiIBUIICHHS (EPMEHTATHBHOT aKTUBHOCTI MEPOKCHIA3
M Yac TPaBICTUMYJALII i€ SK aKTUBATOp PEryydimii OlOCHMHTE3y JIrHIHY, ajie MOXe OyTH
pernpecopoM Mpolecy 1 BIJIMBATH HA XIMIYHI MEPETBOPEHHS JIrHIHY Ta MOAU(DIKAIIO CTPYKTYypU
KIITHHHUX CTIHOK y Pi3HHX TpaBitariiinux ymoBax Ha 3emuii i y Kocmoci (Kwon et al., 2015;
Warinowski et al., 2016). BeranosieHo, 1110 6i0CHMHTE3 JIrHIHY 3a71€KHUTh Bifl 1 § 3MHOTO TSHKIHHS

1, BIAMOBIIHO, HOTO BMICT 3MIHIOETHCS 3AJICKHO BiJl BEKTOPHOT HAIIPABJIECHOCTI IpaBiTAIliiHOT CHIIH

(Hoson, Wakabayashi, 2015; Wakabayashi et al., 2015).
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10. MIHJIMBICTb I'PABIPEAKIII MOXIB 3AJIEKHO BIJI BMICTY
OPTO®OCDPATIB

JloCmiDKeHHST TPaBiTPOITHOTO POCTY BIPOJOBX OHTOTEHE3Y MOXIB CBIMYHTH, IO KYT
rpaBiTporizsMy Moxe 3miHroBaTucs Bix 0° mo 180° 3aymexHO Bix cTagiid pO3BUTKY Ta YMOB IIPHPOTHOTO
cepenoBuINa. BaxkiamBo, MO KyT OUIBIIOCTI JaTePaIbHUX TUIOK BCTAHOBIIOETHCS BITHOCHO CHJIH
3€MHOTO TSDKIHHSA, @ HE TeHEPAIBHOI OCi, 1 Bil TPaBITPOIHOTO 3rHHY 3aJISKUTh CTA0OUTbHE TTOJI0KESHHS
(opieHTalis) TUIOK Ha cTebul. ['paBiTallisi KOHTPOJIIOE 3arajibHy CTPYKTYPY TalyKEHHS 1 HalpsM poCcTy
JaTepalbHUX OpraHiB, TOOTO Kopemsuii MK MOP(OJOTTYHUMHM YacCTUHAMHU 1 LUIMM OPraHI3MOM.
[IpoaHanizoBaHO 3MIHHM BEIMYUH I'PAaBITPOIHOTO KyTa JaTepalbHUX TalyXeHb 1 IEpeopileHTallli pocTy
CTOJIOHIB NTPOTOHEMH 1 raMeTo(opiB 11010 BEKTOpPA CUJIM TSDKIHHSA, K1 BUJIO3MIHIOIOTH MOP(QOJIOTIIO
rameTodiTy 1 BIUIMBAIOTh Ha rpaBiMopdorene3 moxiB (Xopkasuie Ta iH., 2015; JlobauyeBchka Ta iH.,
2019).

VY moBepxHEBOMY Iapi IPYHTY, A€ 9aCTO PO3POCTAETHCS MPOTOHEMHA JIEPHUHA MOXIB, HECTada
dbochopy CHpUYHHIOE 3MIHH y CTPYKTYpl Taly)KeHHS CTOJIOHIB Ta (OpPMYyBaHHI TMII3EMHHUX
BereratuBHux opranis (Turner et al., 2001; Bay et al, 2013; Rico-Reséndiz et al., 2020, Yang, et al.,
2024). YV cnonykax oprodocdarie Caz(POs)2 dochop (Pi) € omuum 3 emeMeHTIB (HOTOCHHTE3Y,
CTPYKTYpH MeMOpaH, 610€HepreTUYHHX MPOIIECiB 1 HOoro BMICT cTaHOBUTH 0,2% BiJ CyX01 MacH pOCIHH.
Bucoka TonepaHTHICTh 10 HU3BKHUX KOHIIEHTpaIliil ¢ochopy, MPUIIBHAIIIEHHS POCTY B TAKUX YMOBaX 1
3MiHa TpaBi3aJie’KHOTO KyTa Taly>KeHHSl KJIITHMH MPOTOHEMH € IMEpPEeBarolo Ajs MOMIMPEHHS MOXIB B
EKCTPEeMAaJIbHUX MPUPOJHUX YMOBAX.

3 METOI0 BHU3HAYHMTH YH 3MIHIOEThCS C€(PEKTHBHICTh TPAaBITAIMHOTO CTHUMYIY JUISI POCTY 1
TaTy)KEHHS TPOTOHEMH 3aJIGKHO Bi KOHIEHTpalii ¢docdhopy, MpoaHaTi3yBaHO T'PABIUYTIUBICTH
npotonemu Ceratodon purpureus, Physcomitrium patens 3 ITpupoanoro 3anoBigauka ‘“Posroyus™ i

Ptychostomum imbricatulum 3 npuGepekHOT AHTaAPKTUKH.

10.1. PO3BUTOK MPOTOHEMH MOXIB CERATODON PURPUREUS | PHYSCOMITRIUM
PATENS 3AJIEZKHO BIJI BMICTY ®OC®OPY. JIOKAJIBALIA ®OCPOPY B KJIITUHAX
INPOTOHEMMH

JlarepanbHi IpUMOPIi 1 raTy’KE€HHsI KJIITHH TOJIOBHUX CTOJIOHIB IPOTOHEMH € OJJTHUM 13 CIIOCOOIB
PO3pOCTaHHs MOXOBOi JIepHHHU. EHEpreTHyHuM JuKepesioM Juid iHimialii radykKeHHsS NPOTOHEMH €
CBITJIO, a HampsiM POCTy OOKOBUX Taly30K KOHTPOJIIOE€ IpaBiTaliiiHa cwia. Kyr Haxuiy 00KOBHX
BIITATY’)KeHb € CTaOUIbHUHA a0o0 3MIHIOETHCS HE3HAYHO, MPOTE BIAPIZHAETHCS MDK BUAAMHU. Y
MOBEPXHEBOMY 1INIapi TIPYHTY, J€ YacTO pPO3POCTAETHCS IMOTY)KHA IMPOTOHEMHA JEpHUHA, picT 1
rajry)KeHHs IPOTOHEMH 3aJIeKUTh BiJl TO)KMBHUX PEYOBHH, HECTaya KOTPUX BIUIMBAE Ha IHILIaIliI0 KyTa

JaTepalibHUX TUIOK Ta iX KiTbKicTh. Ha 3MiHy BMicTy ¢ochopy B NpUPOIHOMY CEpEOBHUIII POCIUHI
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pearyiotb MopdoJorivHoo Moaudikaimiero. MiHSETbCS JOBKHWHA TEPBUHHUX KOPEHIB, KUIBKICTH 1
JOB)KHMHA JTaTepalbHUX KOPEHIB, POPMYIOTHCS CAMOIOTHUYHI acoIiallii, HalpuKIiIal MiKopu3a 3 Tpuoamu,
110 Ma€ KOJIOTTYHE 3HaYCHHS 1 miaBuInye edexTuBHICTh nornuHanHs pochopy (Chopra, Bhatla, 1983;
Franco-Zorrilla et al., 2004; Bustos et al., 2010; Péret et al., 2013; Puga et al., 2017; Rico-Resendiz et
al., 2020; Liu, Wirén, 2022). Slk MoieibHII 00’ €KT IS TOCITIPKEHD PEAKIIiid POCIMH Ha HU3bKHIA BMICT
bochopy BUKOPHUCTOBYIOThH TepeBakHO KopeHeBy cuctemy Arabidopsis thaliana i mamo Bimomo mpo
3anexHy (EHOTUIHY IUIACTHYHICTh POCIMH 0€3 KOpEHIB — MOXIB, SIKI y NPUPOJHOMY CEpEIOBHIII
HaArpoMapKyoTh Gocdop y Benmkux Kinbkoctsx (Bai et al, 2013; Glime, 2017).

lobu 3’sicyBati MopdodizionoriuHi peakiii MoXiB Ha BMICT ¢ocdopy, MNpoaHaIdi3yBalu
HIBUJKICTh POCTY 1 IPaBITPOIHUI KYT 3rMHY JIaT€paJIbHUX CTOJIOHIB Ha PI3HUX KOHUEHTpauisix Piy
noxkxuBHoMy cepenosuli Knomna — 0, 50,0 1 500,0 mxM. Ha migcraBi oTpuMaHuX pe3ynbTaTiB Hajgall y
nociikeHHsX BukopuctoByBanu 50 MM optodocdar. YV kouTponi (cepenosuie Knoma), sxuii
MOCTIHHO BHUKOPHUCTOBYEThCS JUIsl J1aOOPAaTOPHOI KYJIbTYpU MOXIB, BMICT opTodocdaTy CTaHOBUB
~1MM.

Pesynprat I0CTiKEHb BMICTY 3araabHoro (ocdopy y rpasirpomnniii mpororemi Ceratodon
purpureus i Physcomitrium patens naBeaeni Ha puc. 71. Jlist 00uaBOX BH/IIB BU3HAYEHO BUCOKUI PIBEHD
dbochopy B KoHTpOI, Ha cepeaoBumi 3 S0 MkM Pi BMicT ¢docdopy B AepHHHI 3HIKYBABCS, OJHAK
icrotHoi pizaumi Mmixx C. purpureus i P. patens He BusiBjacHO. Y MPUPOIHUX JOKATITETaX 1 JaO0paTOpHii
KyJIbTypi, KOJIM MOXH POCTYTh Ha CyOcTparax 3 pi3HUM BMicToM opTodocdarie (Glime, 2017),

30eperiiacs aHaJIoT1yHa BIIMIHHICTb.

KOHTPOJIb
® 50 MMPi
800

600

Bwict docdopy,
MI/KT CyX0i Macu
N
o
o

C. purpureus P. patens

Puc. 71. Bwmict 3arampHOro ¢ochopy y rpaBirpomnHiii mpotonemi Ceratodon purpureus i
Physcomitrium patens 3anexHo Bif KiibkocTi Piy MmoKMBHOMY cepeoBHILi. Pi3HUIIL MK KOHTpOJIEM

1 TOCHIIAOM U1 OOMIBOX BUIB HE ICTOTHA.

VY naboparopHiii KyiabTypi mpoToHeMHa JaepHuHa C. purpureus Ha cepeJoBHII 3 HIKYUM
BMicToM 50,0 MkM opTtodocdary po3BuBanacs NOBUIbHIIIE, HDK Y KOHTPOJIl, CTOJIOHH OYyJM KOPOTILII,

ix Oyno MeHIIe, TOMy J€pHUHKa HE JOCTaTHBO rycTa (puc. 72, a, 6). s BU3HAuUEHHS JIOKai3arii
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¢docdarie y kmituHax TpaBirpornHoi mpoToHemu Ceratodon purpureus BHKOPHUCTAM KOJbOPOBY
peakmiro 3 MomionatoM amoHio (puc. 72, B, T, 1). @ochatu dapOyBasucs y TEMHO-CHHIH KOIip 1
YiTKilIa HUTOXIMIYHA peakiis Oyja B pOCTyYHX amiKadbHHUX KIITHHAX, OOKOBHX MPUMOPIISAX POCTKIB

Ta ImjacTuaax.

Puc. 72. T'pasBitporiHa npotonema Ceratodon purpureus: (a) mmiiibHiIa JepHUHA YTBOPHIACS
Ha cepenoBunli Kuoma 3 50 MxM Pi, Hik y koutpom — 1 MM Pi (0). Knituau npotonemu C.
purpureus, 3adapOoBani MomibgaToM amoHil0 (B, T, 1). PochaTt y BUTISAAlI BKpaIjieHb TEMHO-
CHUHBOTO KOJIbOPY JIOKATI3YIOThCS B alleKC1 BEPXIBKOBO1 KIITHHU (B), Y TuTacTHaax (T) 1 IPUMOPIISX
ramxy3ok (xm). 36.:a,6—-30%; B, T, 1— 170 *.

BcranoBieHo, 110 MIBHIKICTH POCTY CTOJIOHIB mpotoHemu Ceratodon purpureus Oigbina Ha
CEPENIOBHINI 3 HIDKYUM BMICTOM Pi, a KyT rpaBirpomnizMmy miciis 4—8 ToJl rpaBICTUMYIIAIIT MEHIINH,

npoTe uepe3 16 roa TpaekTopist 1 KyT 3TUHY B KOHTPOJII 1y A0cHiAi BupiBHIOBaucs (Tadi. 38).

Taomuis 38
[IBuakicTe pocTy i rpaBitpomism mportoHemu Ceratodon purpureus micias rpaBicTHMYJISINT

3aJIeKHO Bi KOHIIeHTpallii oprodocdary (Pi) y cepenoBuii Knomna (n = 50 cTosoHIB)

YMoBH Hociigy [BuaKicTs pocty Kyt rpaBitponizmy, rpa.
MKM/TOJI O0—4roxn 4 —8ron 12 - 16 rox
C K
CPCIOBHIIE RHOTA 43,6 +2,3 28,0 + 1,4 60,2 + 2,7 87,1+2,9
3 1,0 MM Pi (KOHTPOJIB)
K
Cepenogmite Krona 47,7 2,1 20,8+ 1,9 47,8 2,6 83,9 + 2,4
3 50 MxM Pi

[ToTeHwiifHO NTOBXMHA CTOJIOHIB MOXe OyTH aJanTHBHOIO O3HAKOI B YMOBax HecTaul (ocdaris.
Binomo, mo aedinut gochopy 30iab11ye akTUBHICTD docdaras, a 0OMIH BHYTPIIIHBOTO OPraHIqHOTO
dochopy cnpusie mokpamieHHIO yMOB pocty pociuH (Turner et al., 2001; Plaxton, Tran, 2011).
BrnactuBa nans MOXiB BHCOKa aKTHUBHICTH (hocdaTa3, IO YacTO BUKOPUCTOBYETHCS JUISI OILIIHKH
KOHIIEHTpallii Gocdopy y cepenoBuiii, cripusiia migsuineHnto Bmicty Pi (Turner et al., 2001). Oxnax iiriaris

rpaBiTpoIizMy HpoTsaroM 4—8 roj B yMoBax HHU3bKOi KoHUeHTpauii Pi croBinpHIOBasacs, MaOyTh TOMY, IO
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YyTIUBICTH 10 HecTadi Gocdopy 3yMOBJIeHa MIEPEOPiEHTAIIEI0 POCTY 1 YTBOPEHHSM 3THHY, SIKI METa0ONiYHO €

OLIBII 3aTPATHUMH TPOLIECAMH, HIK 3BHYAiHIIA TpsMoNTiHiiHuiA pict (Sinnott, 2015).

10.2. AHAJII3 TAJTYKEHHSI IPOTOHEMHOI JEPHUHKH; BEJIMUWHA 1
MIHJIMBICTDB I'PABI3AJIEZXKHUX KYTIB JIATEPAJIBHUX I'AJIY30K

s Bu3HaueHHs BIUIMBY (pochopy Ha TPaBIUYTIMBICTH MPOTOHEMH MPOAHATI3YyBAld KYTH
JatepaibHHUX Taly30k Tprox BuaiB Ceratodon purpureus. Ptychostomum imbricatulum i Pyscomitrium
patens Ha 50 MxM Pi y cepemoBumi Knuoma. [lyis iHimiamii raiykeHHsI YalllKd 3 TPaBITPOITHOIO
MMPOTOHEMOIO HACBITIIIOBAIH 4 10/ OUTUM CBITJIOM IHTEHCUBHICTIO 15,0 MKMOJTB M2 cex ?, MEPEHO CUITN
y TEMPSIBY 1 471 TPaBICTUMYJISALIT 3a/IMIIANIA Y TOPU30HTAILHOMY MTOJIOKEHH], a uepe3 6 roj1 BU3HavaIu
KyT OOKOBHX T'UIOK BITHOCHO TOJIOBHOTO CTOJIOHY (puc. 73). CepeHi 3HaUYSHHS TPABITPOITHOTO KyTa
ookoBux ramy3ok C. purpureus i P. imbricatulum 6ymu B mexax 61—64° y KoHTpomi, aie
BEepTUKAJIBHINIE T KyToM 52-54° ramy3ku pociu Ha cepemoBuili 3 50 MkM Pi. OTxe, 3HMXKEHHS
BMICTY (hochopy BILUTMHYJIO Ha 3aJIEKHHUH BiJ rpaBiTallii HampsM POCTY 1 OPIEHTAILIIO JaTepalbHUX
rany3ok. Y Physcomitrium patens takoi 3anexxHocTi He BusBiin. HeoOXifHICTh B opTOdocharax s
BHJIIB, OYEBHJHO, HacaMmIiepe]] 3yMOBJIEHA iX MPUYPOUYCHICTIO O CEPENOBHIN 3 PI3HUM BMICTOM
oprodochariB — BHCOKMM YH HHU3BKHAM, a00 3JIAaTHICTIO AOCATTH Kepen ¢ocdhopy 3aBasKu

Mop¢oJIoTTuHINA OyI0BI.

KOHTPOJb
701 ; B 50 MmxM Pi

50 A
40 A
30 A
20 A
10 f

90°

—*

Kyrtu 3rumny ramy3ok, rpaj.

gy180° C. purpureus B. caespiticium  P. patens

Puc. 73. Po3nozin cepeqHix 3HaYeHb KYTIB JIaTepalbHUX Tany30K 7—10-aeHHOT TpaBiTpONHOL
npotoremu Ceratodon purpureus, Bryum caespiticium i Physcomitrium patens. Pisauiis nopiBHSHO

710 KOHTPOJIIO CTAaTUCTUYHO HocToBipHa st C.purpureus i B. caespiticium, p < 0,05.

OxpiM TOTO, BU3HAUWJIMA PO3IMOJUI MOKA3HUKIB TI'PaBITPOMHOrO 3ruHy B Mexax 10—90° i
BUJIUTWIIN IOMIHYIOUY BEIMYMHY KYTIB, IO MiJ 4ac 0OpaxyHKy CepeAHbOTO 3HAYEHHS 3aJIUIIATIOCH
mo3a yBaroto (puc. 74). HaiibinbIna KUTbKICTh KyTiB Oyiia B MeKax 3HaueHb 42—57°, 3HAUHO MEHIIe

KyTiB Oynu y niamazoni 26—41°, 58—73° 1 74—89° (puc. 74).
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Ceratodon purpureus m Ptychostomum imbricatulum Physcomitrium patens
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Puc. 74. ]Jliana3oH MIHJIMBOCTI BEJIMYMHM TPaBITPONHUX KYTIB JaT€paIbHUX Tally30K

MMPOTOHEMH MOXIB 3aJIEXKHO B BMICTY 3arajibHoro gocdopy (Pi) y cepenonuii.

I xoua 3Ha4YEeHHS KYTIB OKpEMUX JaTepalbHUX T'JIOK 4YaCOBO 3MIHIOBAajacs, BUCOKUH BICOTOK KYTiB
BenmuuHOIO 42—-57° y C. purpureus € miacTaBol0 BUKOPUCTATH iX Uil TMOPIBHSHHS KOHTPOIIO 1
nociiny. [Tokazaukom peakirii C. purpureus Ha BIDIMB IpaBiTallii € OLTbIA BETMYNHA TPABITPOITHOTO
KyTa, HDK B IHImMX BHUAIB. Tak, BIACOTOK KyTiB B Mexax 42—57° y C. purpureus Tia BIUTABOM
rpasirariii 30utbmuBCs 3 46 % 10 75 %. (puc. 74). Y P. imbricatulum i P. patens kyr rpaBitpomnHoi
peakiii Maike HE 3MIHMBCS, OJHAK 30UTBIIMIACA KUIBKICTh JATEPAJbHUX TUIOK, IO POCITH
TOPU3OHTANIBHIIIE JI0 TUIOMIMHHM cyOcTpaTy y Mexkax 58—73° 1 74—89°. Tobro, rpaBiuyTIMBICTh
3HU3WIACA 1 3HAYHA KUTBKICTh CTOJIOHIB MTPOTOHEMHU B YMOBaX HEJOCTATHHOI KUTBKOCT1 €K30T€HHOTO
dbocdhopy pocna maibke MIArioTPONHO IO MOBEpXHi cyOcTpary. HesBakaroum, mo mis P. patens
BH3HAYEHO BHMCOKHH BMICT 3arajibHoro ¢ochopy y mpoTOHEMHIH aepHUHI (amuB. puc. 71), Mox
YyTAUBHA 110 HecTadl (ocdariB 1 rOPU3OHTATBHUN PICT CTOJIOHIB JIOMIHYE HaJ TPaBITPOITHUM
BepTUKanbHUM. KinbkicTh Takux O0koBuX rany3ok y P. patens mocsrana 36 %, y C. purpureus i
P. imbricatulum wi mokasuuku Oyau Hrokdi — 5 % 1 14 % BignosigHo. Mik Bugamu C. purpureus i
P. imbricatulum 3’sBusacs nesika moJiOHICTh cepeHIX 3HaYeHb IPaBi3aleKHUX KYTiB, X04a 3 4aCOM
BETMYMHA KYTIB JEHI0 3MiHIOBajacs, Hacammepen y P. patens po3max MNOKa3HHKIB 1CTOTHO
Bigpi3HsABca (puc. 74). OgHUM 13 MOSICHEHb YYTJIMBOCTI IPaBITPOIHOTO KyTa JI0 BMICTY ¢ocdopy 1
OUTBIIOT HIBUIKOCTI POCTY € MEBHI CTajlli yMOBH MICIIEBUPOCTaHb PI3HUX BU[IB MOXIB, 30KpeMa
BOJIOTICTh, YM OPraHiyHi CHONYKH, IO SKUX POCIHMHA MOKE€ TICTATUCS 3aBASKH MOP(HOIOTTYHHM
BJIACTUBOCTSAM, HANPHUKIAJ IIBHJKOCTI POCTY 1 OopieHTalli npoToHeMHUX cTojoHIB (Glime, 2017).
MoskHa TakoX JAOMYCTUTH, L0 Cepe]l MpoaHali30BaHUX BUIB, came Y C. purpureus 3aBIIIKH HOTO
BUCOKIH I'paBIUyTIUBOCTI chopMyBasiacsi MeBHA CTIHKICTH 10 HecTadl (hocopy B cepeoBHIL, 1110
3armo0iryao Jae3opieHTalii KyTiB pocTy JaTepajbHUX TUIOK MpOoTOHeMHOI nepHuHH. Hatowmicts, P.
patens — epemepHuit Bua, 3 6araTopiyHOI0 MPOTOHEMOIO, SIKa YHACIII0K MEHIIOT IPaBidyTJIMBOCTI B
yMOBaxX HU3BKOTO Pipociia rOpu30HTANBHO, i TOMY MOTJIa HArPOMAaIUTH OKHUBHI PEYOBHHU 3 THIIUX

cyOcTpartis.
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[lepeBaxxHO peakIlio pOCIWH Ha 3MiHU BMicTy opTtodochopy (Pi) y cyOcTpaTi BU3HAUaIOTh LIS
kopeHeBoi cucremu Arabidopsis thaliana, ne 3oH0t0 mornuHanHs Gocdopy € KOpeHEBUIl YOXIHK 1
JoKaJi3oBaHi Ha MeMOpaHi Oinku Tpancnoprepu (Liu, Wiren, 2022). OGroBoprorOTh MPOILIECH PO3BUTKY
i pocarazny akTHBHICTH B yMOBax HecTadi hocopy B MeUiHOUHHUKIB, NesikuX BUIIB MoxiB (Press, Lee,
1983; Turner et al., 2001; Rico-Reséndiz et al., 2020). Yacto MOXH BUKOPHUCTOBYIOTh SIK iHJAUKATOPH
3a0pyIHEHHS HA3eMHUX 1 BOJHUX CEPEIOBUIL 1 3HAYHO MEHIIIE SIK MAPKEPH BMICTY OKUBHUX PEUOBUH
y HIpPUPOAHUX MicueBHpoCcTaHHsX. [l aHanizy BMICTY (hochopy 3aCTOCOBYIOTH METO]I BU3HAUEHHS
MIBUAKOCTI norymHaHHs Pi 1 aktuBHOCTI hocdaras 3 Bukopuctanasm moxis (Christmas, Whitton 1998;
Turner et al, 2001). Iloka3zano, o ¢ocdarasu JOKATI3YIOThCS B aneKkcax BEPXIBKOBUX KIIITHUH
MIPOTOHEMH, Ha KIITHUHHUX CTIHKaX 1 POCTyYMX YaCTHHAX MOJIOAMX JIUCTKIB 1, KaTajdi3ylouM TiApoJIi3
(docdariB, CIPUSAIOTH X BUBUTLHEHHIO 13 OPraHIgYHUX CIIONYK. /{715 mpoaHaimi3oBaHWX HAMH BHJIIB MOXIB
BCTaHOBJICHA HE JIMIIE BUCOKA TOJIEPAHTHICTh JJ0 HU3bKUX KOHILIEHTpalii (ocdopy, a MpUILIBUIIIEHHS
POCTY 1 3MiHa TPABI3AIEIKHOTO KyTa TATYKEHHS iX JIaTepaIbHUX TIOK, 10 B €KCTPEMAIIbHUX YMOBAX €
nepeBaroro pociauH. Mopdosoriuna gopma raayeHHs B yMOBaX HEAOCTaTHBOI KUIbKOCTI (hochopy
3QJIKUTH W Bifl TpaBiTAlliiHOT CHJIH, sIKA BIIMBAE Ha Opi€HTAII0 KyTa O01yHUX ramy3ok. CriapHa Jis
rpaBiTarlii i ToJepaHTHICTh A0 nedinuty Pi gae 3Mory yTBOprOBaTH HIUIBHINI JEPHUHU 1 OJTHOYACHO
MJIACTUYHINI IO MIHJIWBOTO cepenoBuia. 3arajgoMm, ¢dopma Tady)KEeHHsS IHTaKTHOI MPOTOHEMH
JOCTaTHLO CTa0UTbHA 1 TEHETHMYHO 3aKpillJieHa, ajie IHTEerpallis eKOJOTIyHUX (akTopiB 1 mporpam
OHTOTrEHE3Y PO3MIUPIOE (Hi3i0I0TTUHI peakilii i MOKIMBOCTI Tt peHoTuHOT Moaudikarii. ¥ Ceratodon
purpureus 1e BUSBWIOCA Y 3HAYHO BEPTUKAIBHINIINA TpaBi3alekHIM opieHTalii O1YHUX Tamy3oK, y
Physcomitrium patens migBuimmiIacs MBUAKICTE POCTYy MPOTOHEMH 1 KUIBKICTH ILIAriOTPOITHUX
CTOJIOHIB YHACHIAOK iX HUX4YOi rpaBiuyTauBOCTi. Pi3HI GopmMu (GEHOTHIIHUX peakilii MOXIB Yy
MOJI0JIaHHI cTpecoBoi 1ii GpocdaTHOTO rofoyBaHHS JHILE MATBEPHKYIOTh 3HaYeHHsI MOP(OoI0riaHOT
BapiabeIbHOCTI K aJanTHBHOT O3HAKH.

10.3. AKTUBHICTb ®OCPATA3HU MOXIB 3AJIEXKHO BIJI BMICTY OPTO®OC®ATIB (PI),
BILIUBY ®ITOTOPMOHIB I TPABITAIIII

Bucoka ¢ocdara3zHa akTHUBHICTH BiacTUBa JUIsI IUTOIUIa3MAaTUUYHUX MeMOpaH Bakyosed 1
IUTACTH/I, aKTUBHICTh (DEPMEHTY TaKOX € MOKA3HUKOM HarpomMa/keHHs opTodochaTiB, epeHECeHHs
SIKUX BiZ0yBa€eThCs 3a yuacTio OikiB-Tpancroprepis (Turner et al. 2001; Stetter et al., 2015; Salazar-
Henao et al., 2016; Guo et al., 2021). AkTuBHIcTh pochaTasu 3aJIeXKUTh BiJ BMICTY opTodocdariB y
cepeoBuIll. IcCHye HeratmBHa Kepesslis MDK akTHBHICTIO QocdaTa3 1 BMICTOM docdaTiB y
POCIMHHOMY OprasiaMmi i B cepenosuuli. Jledinut ¢ochopy 30umblIye akTUBHICTH (ocdaTa3 Ta
Karajizye OOMiH BHYTpPIIIHBOTO opraHiyHoro docdopy, mo 3ade3nedye HEOOXIAHY I POCTY

pociuH KinbKicTh eneMenTy (Turner et al., 2001; Plaxton, Tran 2011).



147

[IpoananizoBaHO aKTUBHICTh KHCJI0T pocaTa3u mpoToHeMHHX aepHuH Ceratodon purpureus i
Physcomitrium patens, siki Bipi3HSIOTbCS TPaBIYyTIMBICTIO 1 CTIMKICTIO 10 HecTadi oprodocdaTis
(Pi). Sxmo C. purpureus — MojaenbHHH OO0’€KT IUIA aHai3y TpaBidyTauBocTi, To P. patens
BHKOPUCTOBYIOTh Y JIOCHTIDKCHHSIX TPaBI3aJICKHHUX TMpoIeciB audepeHiianii, po3BUTKY, aHATI3y
peakiriii OKCHIaTHBHOTO CTpecy, Y MoJIeKyisipHiit 6iosorii (Cove et al., 2006; Takemura et al., 2017;
Braun et al., 2018; Koochak, Mdller, 2021).

Jlig o6uABOX BUJIB MOXIB BHU3HAYEHO BUCOKHMH piBeHb (Qocdopy B KOHTpOJI, OUIBLINI Yy
P. patens, uix y C. purpureus, 1o 3uuxyBascs Ha cepenoBuiili 3 50 MkM Pi (muB. puc. 65). Cepenni
3Ha4YeHHs KOHIeHTpalii Gochopy y mpoTOHEMHIM JepHUHI OyJIM BITHOCHO MOCTIHHUMHU BIPOIOBK
4—5 micsLIB B NMOYaTKy MPOBEJIEHHS €KCIEPUMEHTIB. Y MpupoaHux jokaimiterax C. purpureus i
P. patens poctyts Ha cyOcTpartax 3 pis3HUM BMicToM opTodocdatis (Glime, 2017), mo, oueBUAHO, €
MPUIMHOO BIIMIHHOCTEN MDK MOXaMH Y JIAOOPATOPHIN KyJIbTYpI.

VY P. patens i C. purpureus akTuBHICTh (hochaTa3u Aemio miaBUIyBagacss Ha KOHIEHTparii 25
MKM Pi, ane maibke He 3MiHIOBaJIacs, TOPIBHSIHO 3 KOHTpoJjeMm, 1 Ha 50 MxM Pi (puc. 75). OueBuano,
50 MmxM BMicT opTodocdartiB He € KPUTHUHUM JJIS POCTY 1 TATY)KEHHSI TPOTOHEMH, OJTHAK HIDKYA 25

MKM koH1eHTparlist ¢pocdaTiB Bxke Oyia 3arpo3iauBa i pepMeHTaTUBHA aKTUBHICTD ITIBUIIIYBaIacs.

KOHTPOJIb C. purpureus IPaBICTUMYIIALILSA KJIIHOCTATyBaHHS
H P. patens a,6,8
60

il ol

1,0pMPi 25uMPi 50 uM Pi 1,0uMPi  25uMPi 50 uM Pi 1,0 yM Pi 25 uM Pi 50 uM Pi

= N W b O
o O O O o o
o
o

AxTuBHICTh Qocdarasu,
1M/pNP/r cyxoi macu/rox

Puc. 75. AktuBHicth pocdarasu nporonemuux aepuud Ceratodon purpureus i Physcomitrium
patens B ymoBax 3MiHeHO1 rpaBiraiiii (8 roj rpaBicTUMYJISIIIT; 8 ro1 KIIHOCTATYBaHHS) 1 3aJICKHO BiJ
optoocdariB: KOHTPOJb — MPOTOHEMA POCIa Y TEMPSIBI.

Ipumimka: ¢ — cTaTUCTHYHO AOCTOBIpHA pi3HUIL Js P. patens na cepemopumti 3 1,0 MM 125
uM Pi mpu p < 0,05; o _ JOCTOBIPHICTh PI3HMIII ICTOTHAa MDK 3paskamu P. patens micns
rpaBicTUMYIAIl 1 KiaiHOCTaTyBaHHs mpu p < 0,05;® — craTucTHuHO gocTOBipHA pisauis Mik C.
purpureus i P. patens micns rpaBictumynsnii npu p < 0,05.

[IpoananizyBany akTUBHICTb (pepMEHTY B I'paBICTUMYJIbOBaHIN MPOTOHEMI, 1110 POCIIA HA CEPEeIOBUIL
325 MkM 150 MkM ¢ocdopom (puc., 75). SAkmio Ha 50 MkM Pi pi3HuLst akTUBHOCTI ocaTazu micis

IPaBICTUMYIIALIT IPOTOHEMHU 1 Y KOHTpOJIi Oylia He3Ha4yHa, TO Ha 25 MKM KOHIIEHTpaIlii aKTUBHICTh
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dbepMeHTy mimBuiyBanacs 1 pisHunsg 30umbmryBanacs. Lle o3Hadae, mo 50 mMxM Bwmict Pi y
CepeIOBUIIIl IOCTaTHBO BUCOKUH, BIMOBIAHO, (pepMEHTATHBHA aKTHBHICTh HU3bKA. 32 TAKUX YMOB
BIUIMBY IpaBitamii He BusiBiIM. Ha koHneHTpaii 25 MxM Pi peaktuBHICTh PochaTa3u miaBunimIacs,
OYEBHJIHO, 11¢ OYB MoporoBwuii BMicT (pocdaTy, o MPU3BEIIO 10 BUCHAKECHHS CyOCTpaTy 1 aKTHBAILii
dbepMenTy. 3aBAsSKH 3aCTOCYBAaHHIO y JIOCIHIJI HU3BKUX KOHILEHTpaliid ¢ocdaty Oyno BH3HAUEHO
3Ha4YeHHs rpaBiTalliifHoro (akropa B ymoBax ocdarnoro aedirmuty. [ligcraBoro it BUCHOBKY PO
y4acTh rpaBiTailii y perynsiii 6iocunre3y ¢ocdari Oyio miaBUIICHHS GepMEHTATUBHOT AKTUBHOCTI
IICJISI TPaBICTUMYIIALIT TPOTOHEMU. BaxkiinBo, 1110 B3aeMOI0 CBiTJIa 1 rpaBiTallii Ta BILUIUB Ha QOTO-
[ TpaBi- / cripanbHHI PICT MPOTOHEMHOI AEPHUHU MOXIB TEK OyJ0 BCTAHOBJICHO Ha YK€ HU3bKIH
(70 BEMOTB-M2-cex™) IHTEHCHBHOCTI OCBiTIIEHHs abo B B yMoBax Mikporpasirtamii (Kern, Sack, 1999;
JlemkiB Ta iH., 2006). be3nepedno, rpapitaiisi He MEPIIOTPUYNHA JIJIS 3MIHH aKTUBHOCTI docdaras,
aJje 1e M€BUil (PaKTop, M0 PEryimioe 3aralibHy CHTHAJIbHY cUCTeMY (1310710T0-010XIMIYHHIX MPOIIECIB.

Bigomo, mo ¢iToropMoHU CTUMYIIOIOTH picT B yMoBax (ocdopHOTO TrosI0ayBaHHS, IO
MIJBHIIYE TOJEPAHTHICTH KyJIbTyp A0 Tokcuunoi mii Pi (Jain et al., 2007; Lin et al., 2014; Rico-
Resendiz et al., 2020). Moxu cunresytots aykcun (IOK) Ha mpoToHeMHil cTamil, SKHi KOHTPOJIIOE
pICT, BHUJIIOBXEHHS 1 TalyXEHHS KIITHH; IUTOKIHIHM IHIIIIOIOTh AudepeHItianiio OpyHbOK
rametodopis.

Peaxitin  Ceratodon purpureus i Physcomitrium patens na necrauy ¢ocdariB 3a ymMOBH
KOMIUIEKCHOT il ¢iToropmoHiB 1 rpaBitamii BiapizHsiacs. Ha cepemoBumii 3 50 MxmMM Pi
I'PaBITPOITHA TPOTOHEMA OOMIBOX BU/IIB IIBUJIIIIEC POCTIA 1 Kpallle TaTy3uiiacs, HibK y KOHTpoJti 3 1 MM
Pi, a noxa3Huku akTUBHOCTI hepmeHTy Ha 11% Oynu Bumi y wymusimoi 1o gocdopy P. patens, vixk
C. purpureus (puc. 76).

Mopdonoriuni nokasHuku pocty mpotonemu C. purpureus i P. patens na cepemosuii 3
ayKCHMHOM 13eatuHoM Oyiu pizHi (emkiB Ta iH, 2006; XopkaBiiB Ta iH., 2015). AyKcuH CTUMYITIOBAB
ranykenHs C. purpureus, a 3eaTWH MOCHJIIOBAaB 3aKiaJaHHS OpYHbOK Ha TOJIOBHUX CTOJIOHax P.
patens. AkTuBHICTh (hocaTasu mi BIIIMBOM ayKCHUHY MiIBUINYBaJacsa B OOMIBOX BUIIB, OUIbIIE Y
C. purpureus, anix y P. patens, 3are B 0cTaHHBOTO iICTOTHO 30UTbIIIYBaNacs Micis Iii 3eaTUHY (pHC.

76).
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C. purpureus

100 m P. patens

D (o]
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AxtuBHICTE Pocdarazu,
uM pNP/r cyxoi macu/ron
=

o

koHTpotb  IOK 1,0 M 3eatumn 1,0 uM

Puc. 76. AxtuBHicTh (ocdarasu rpaBictumynpoBaHoi mporoHemu Ceratodon purpureus i
Physcomitrium patens 3anexxHo Bi (GiTOTOPMOHIB.

Ilpumimxka: * — CTAaTUCTUYHO ocToBipHA pizHMI Mk C. purpureus i P. patens y koHTpo:i pu
p < 0,05; ¥ — pi3HMIA CTATUCTUYHO JOCTOBIpHA MK 3paskamMu OOMIBOX BHAIB mixg miero 1,0 uM
3eatuny npu p < 0,05.

OnocepeaxoBaHHi BIUIMB I'paBiTallii Ha CTUMYJISIIIIO aKTUBHOCTI (JePMEHTY BIAPI3HABCSA MIK
Bumamu C. purpureus i P. patens, HaiOuIbIl WMOBIPHO, YHACTIAOK KOPENSIii 3 POCTOBHUMH
nporecaMu oOUIBOX KynabTyp. [HTeHcuBHUI MopdoreHe3 OpyHbOK rametodopiB Ha mpoToHemi P.
patens mig BruMBOM crenudiuHOi 1ii 3eaTMHy BUMarae OuIbINOi 010XIMIYHOT aKTHBHOCTI, HDK
CTUMYJIAIIIS] ayKCHHOM POCTY 1 ranmykeHHs mpotonemu C. purpureus. BiqnosigHo Hectaua docdaris
CTUMYJIIOBaja iX peMoOuri3amiro 1 ekcmpeciro kucioi ¢ocdarasu, Mo MIBUIIAIO AKTHBHICTH
dbepmenTy Ta enporeHHuil BMicT Piy P. patens. Cwia TsSOKiHHS SIK KpUTHYHUAN (GAKTOP MTPUPOTHOTO
CepeIoBUINAa KOHTPOJIIOE OPIEHTAIII0 POCTY 1 MOphOTEeHe3 POCIUH, a 3a eBHUN yMOB BIUIMBAE Ha
peryisiifo akTUBHOCTI ¢ocdarasu, IO BHU3HAYEHO CKCIEPUMEHTaIbHO. Pi3HA aKTHUBHICTH
docdarazu CBIIYUTH MPO 3aJEKHICTH BiJl YMOB CEPEOBHINA, 1€ MOIIMPEHi BUAU MOXIB, 30KpeMa,
CcyOCTpaTiB 3 IIMPOKUM J1ala30HOM IMOXHBHUX PEUOBUH. B eKcrepuMeHTaIbHUX TOCIIIKEHHSIX
CTaHJIapTHU3allisi yMOB BUPOIIYBAHHS KYJIbTYpP 1 KOHIEHTpaIlil GocdariB € BaKIUBUM MapaMeTpPOM
JUIs OLIHKK €KOJOriuHoi poii ¢ocdara3u sSK YyTIMBOTO IHIUKATOpPA META0OJIYHOTO CTpecy
HA3eMHHX MOXIB.

JlocnmipkeHHsT Ha KJIITUHHOMY PiBHI MOXJIMBOCTEHM MOJOJATH HEraTWBHUN BIUIMB HeCTadi
¢docdatiB 3a yyacTio GITOrOPMOHIB 1 rpaBiTaliifHOT CUIIM — IOCTYIHUH 1 IEPCIIEKTUBHUNA METOM JUIs
MOPIBHSUIBHUX aHAJi31B CKJIAAHINIMX CTaJiil pPO3BUTKY B OHTOTeHe31 pociuH. Haiimepiie, BiH
JIOTIOBHUTH CHHUCOK POCIWH—IHIUKATOPIB, sIKI MOKHA BHKOPUCTOBYBATH MJIsSi BU3HAYECHHS BMICTY

6i0docdaTiB y IpupoOIHUX IPYHTAX.
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11. BIVIMB METUJIFOBAHHS THK HA I'PABIYYTJINBICTbh MOXIB

BuBuaroun mnpupoay amanramiii pociaMH J0 MIKporpasitamii sk mTposiBy (HEHOTHUITHOT
IUIACTUYHOCTI, BaXJIMBO OYJI0 NPHUBEPHYTH yBary J0 EMIr€HETMYHHUX CHUCTEM pErysslili I'eHHOi
eKcrpecii B IHIYKII1T CTINKOCT1 JJO HECHPUITIUBUX €KOJIOrYHUX (pakTopiB. Sk Boamocs 3’1cyBaTH, y
CTPECOBHX yMOBAaX CEpEIOBHINA BIUIMB TpaBiTallii Ha PO3BUTOK OpioQiTiB BUSABISAETHCA Y
¢deHoTHNHUX 3MiHax 1 rpaBiMop¢o3ax, mo cHOpPMYyBaIHCA 3aBISKHA CMIreHETUYHIA pPerysmii
ropmoHanbHoi aktuBHOCTI (Lobachevska et al., 2021, a, b; Xopxkasmis ta id., 2021). Yumaino
JOCIIKEHb MIATBEP/DKYIOTh 3MIHM piBHA Ta cTpykTypu MmetwmoBanHs JHK 3amexHo Big
OI0TUYHOTO Ta pI3HUX (GOopM abIOTUYHOTO CTPECy — MOCYIUIMBOCTI, 3aCOJIEHHS, paaialiiiHOTOo
ONpoMiHeHHs pi3HOT moTyx)HOCTI i TpuBaiocti (Kovalchuk et al., 2004; Kravets et al., 2010; Hauser
et al., 2011). MonexynsipHi KOMIOHEHTH, IO KOHTPOJIIOIOTh MOCTTPAHCKPUIILIIHHI 3MIHU Perysuii
Tr€HOMY, BU3HA4Y€H1 JJIsl PI3HUX TPyl OpraHi3MiB, MEHIIE I POCIIHH, 1 MEePeBaXHO Ha MPUKIIAIL
Arabidopsis thaliana (Kopmaiom, [Iyouna, 2021), a maHux mpo y4acTh TpaBiTalii SK MOJSIPU3YIOUOTO
€KOJIOTTYHOTO (paKkTOpa B €MIr€HETUYHUX PeakiiiX HEMA€E B3arali.

Ha ocHoBI anani3zy rpaBirpomnizMy NpoToHeMH 3aiexHo Binm metmwmoBanHa [IHK BusznaueHo,
10 PEOPIEHTAITIS TPABITPOITHOTO POCTY (ITICIIS TPABICTUMYIISIIT) BIZOYBA€THCS 3a YUaCTIO KIIITHHHOT
maMm ATi — (EeHOMeHy, SKUH € YacTHHOK eIMIreHEeTHYHOI CHUCTeMH peryisilii, 30Kpema,
nocrrpancisimiianx 3MiH JIHK. Enirenernyna mam'ath, SK NPUPOJHUA MEXaHI3M, PO3IIHPIOE
Bapianii ()eHOTUITHUX O3HAaK Yy BIAMOBIAb HA MOCTIiHI (iyKTyallii mpupo HOTO cepeaoBHINA, SIKOTO
POCIIMHH HE MOXKYTh YHUKHYTH 4epe3 IpHUKpimieHui crocio xutts (Pimenpkuii, Xopkasuis, 2012;
Tumenxko Ta id., 2016; Lebedeva et al., 2017; Koparom, youna, 2021; Song et al., 2024).

Cuna TSXKIHHS € BUPIIAIbHUM €KOJIOTTYHUM (AKTOPOM JIsi pOCTY BHUILUX POCIHH, 30KPEMa,
IPaBITPOIII3M MOJYIIOE OPIEHTAIl0 POCTY BIAMOBIAHO 0 BEKTOpPA CUIU TSDKIHHS, YHACIIJOK YOTO
PO3BUBAETHCS TMO3UTUBHUI TPaBITPOMNI3M KOpPEHIB 1 HeraTUBHUHW — maroHiB. B ymoBax
MIKpOTpaBiTallii TPOIMi3My HE BHUSBIEHO, THUM HE MEHIIE POCIUHU aJanTyloThCi A0 3MiH

rpaBiTallifHOT CHJIM 1 YCHIIIHO 3aBEPUIYIOTh MOBHUM KUTTEBUN LUKI HA KOCMIYHUX OpPOITATBbHUX

craniisx (Medina et al., 2021, b; Micco et al., 2014; Karahara et al., 2020; Khodadad et al.,2020).

11.1. POCTOBA PEAKIIISI PHYSCOMITRIUM PATENS 3AJIE2KHO BIJI BILIUBY
5-A3ALMTUINHY HA CTAIII TPABIITEPLEIILIIT
I'paBiTponHy BiINOBiIb PO3AUIIOTH HAa TPU €TANU: CIPUMHATTS CHUTHATY, TPAHCIYKIS 1
pOCTOBa peaxllis, Xoya JAesKi aBTOpU BUAUIAIOTH 1€ 1HII eTanu y nepuentiii rpasicurHany (Kordyum
et al., 2014, Sato et al., 2015; Swarup, Bennett, 2018; Villacampa et al., 2021). IIpoananizoBaHO
YTBOPEHHS TPaBITPOITHOTO 3ruHY poToHemMu Physcomitrium patens 3anexHo Bix BIUTMBY iHTi0iTOpa

METHTIOBAHHS 5—a3alUTHINHY Ha CTaJlil0 CIIPUHHSITTS a00 TPAHCIYKIIIO TPABICTUMYITY.
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[IpoToHEMY B TOPH30HTATIHHO PO3MIIICHUX YalllKaX Ha XOJIOAI 0OpoOIsuM S—a3aluTHANHOM
nepes, TPaBiCTUMYISILIE0 (Ha CTamii COPUHMHATTS CUTHANY) 1 HiCis rpaBicTUMYSMii (Ha cramii
TPaHCIYKIii rpaBicuTHANY). [licis TOro MEepeHOCHITM Yaliku 3 MpoToHeMow B ymoBu 20—22°C i
3MIHIOBJIM TOJIOKEHHSI YallOK Ha BEPTHUKAIbHE (U1l TPpaBiCTUMYIAILIi), a00 BHUKOPHUCTOBYBAIU
KJIIHOCTaTyBaHHA. BCTaHOBIEHO, IO YHACHIJOK TMEPIENilii TpaBIiCUTHAIY Ha XOJIOZl JESKH 4ac
JacTHHA CTOJIOHIB pOCia 3aBISKU 30€peKEHHIO MaM’sTi mpo BEKTOp ctumyny (puc. 77, a, 6, B). B
ymoBax 20°C yTBOpPHMBCS HOBHMHU 3THH 1 TpaBIiTPOI3M pOCTKIB BimHOBHUBCS (puc. 77 0, 1,2), abo
HampsiM pocTy He 3MiHUBCS (puc. 77, B). BiAMIHHOCTI B poCTi Oy/IM MOKa3HUKOM peakiiii IpOTOHEMHU

Ha TPaBICTUMYJIALIIO HA XOJIOI 1 TP KIMHATHIA TeMIeparypi.

Puc. 77. ®parmenT npoToHeMHOI nepuuHu Physcomitrium patens: a — cToioHu y JepHHHI 110-
PI3HOMY pearyroTh Ha I'PaBiCTUMYIIAIIIO: BITHOBWIH TEPIIONIOYATKOBHI HAIIPSM I'PaBITPOII3MY, HE
BIIHOBWJIM, HE MPOpPEaryBaii Ha CTUMYJISIII0; O — 3pa3KH CTOJIOHIB, IO BIIHOBWJIM T'PABITPOIII3M,
cTpinka 1 Ha BCTaBIll — POCTOK ITIiCIIS TPaBICTUMYIIAIIT Tpu TemriepaTypi +2 °C (KJIiTHHU maM’aTaiu
PO TpaBiCUTHAJ, 1 MPOTOHEMa pociia BIIMOBIAHO A0 BEKTOpa rpaiTaiii); 2 — pOCTOK B yMOBax
KynpTUBYBaHHs +20 °C (CTOJIOHU BiJTHOBUJIM TIOYATKOBUI HAIMPsM IpaBiTpotizmy). JloBkuHA pocTKa
1 € oMM 3 MapameTpiB BU3SHAUCHHS TPUBAJIOCTI 30€peKeHHs KIITUHHOT TaM’Ti PO BEKTOPHY 10
rpaBitariii. ®parMeHT 6 — 3pa3Ku CTOJIOHIB, II0 HE BIAHOBWJIM IPaBITPOIN3M; JOBXKHHA mTpuxa S50
MKM (@, 6, 8); MOBXHHA IITPUXa Ha BCTaBIll — 30 MKM.

VY mepiiomy BapiaHTi, KOJIM 5-a3allUTHIMH 3aCTOCYBAJIM IEpe]] TPaBICTUMYJIALIEI0 HA CcTafil
MepIIenIlii, MOPIBHAHO 3 KOHTPOJEM, 3MEHIIUBCS BIACOTOK KIITHH, IO BITHOBHWJIU 1 HE BIAHOBUIIU
I'paBITPONHUHI picT (puc. 78). SIKI10 3BepHYTH yBary Ha CTOJIOHH, 1110 BITHOBMIIM I'PaBITPOMI3M (pHC.
78, a), IXHs IOBXKMHA 3rUHYy Oyna Outbmoro (puc. 78, a"), HOK y KOHTpOJI, TOOTO KJIITUHH JIOBILIE
nam’sTajly Mpo BEKTOPHY Ao rpaBictumyiny. Ha cTanii nepueniiii Takux CTOJOHIB Oyja TpeTHHA —
31,3 %.

SIkimo iHriGiTOpoM METHJIIOBaHHS OOpOOMIIM MPOTOHEMY Iicis TpaBICTUMYIALIi Ha cTaii

IHIYKIIT pOCTOBOI peakiii, KUIbKICTh CTOJIOHIB, IO BiHOBUJIM TIpaBITPOII3M, TAaKOX ICTOTHO
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smeHmunacs (puc. 78, a) mo 22 %, ix Oyno MeHIIe, HDK Ha cTajil mepreniii. Ayie 30UTbIINUBCS
BIJICOTOK amiKaJbHUX KJIITHH, 10 HE BIIHOBWIM TpaBiTponHuii 3ruH. Takux cronoHis Oymo 51,1 %,
nopiBHSHO 3 39,4 % — Ha crazii nepuemnii 1 45,9 % — y kouTpoi (puc. 78, 6), TOOTO iXHsI KIITHHHA
nam’aTh MpO JiI0 TpaBiTalii Ha XO0JIOAI TakoXK Oyna TpuBamimor. OTKe, HE3aIeKHO BiA cTauii
IpaBiiHAYKI[IT pOCTOBA PEAKIIiI—BiAMOBIb KIITHH MPOTOHEMH Ha JEMETHIIOBAHHS IMOIOHA, TIPOTE

BIZJTHOBJICHHS T'PaBITPOII3MY crioBiUTbHEHE (puc. 78, a).

n, % 140|, MKM
60 - 6 = 0"+ 3
4 120 A =
50 - a” *
40 | a 100 A -
20 18
* 60 -
20 + 40 A
10 + 20 -
0 - 0 -
rpaBiTp.BIIHOBUBCS HE BiJIHOBUBCSI rpaBiTp.BiAHOBUBCS HE BiJIHOBUBCSI
KOHTpoJb ™ a3a+rpasict. MrpaBicT.+a3a KOHTponb M aza+rpasicT. Mrpasicr.ta3a

Puc. 78. I'paBiTporiHa peakirist i JOBKHHA 3THHY CTOJIOHIB mpotoHemMu Physcomitrium patens
3QJIEKHO BiJ BIUIMBY S5—a3aluTUAMHY Ha MeTwmoBaHHsS ocHoB JIHK wa cramii mepuemmii 1
TPaHCAYKIlii TpaBiCUTHAITY; TPABICTUMYJIAIII0 TPOBOAWIN Ha Xoioml, t = 2° C; a — rpaBiTpomizm
MPOTOHEMH TTICTIST JIEMETUJIIOBaHHS BiMHOBHBCS; 0 — He BimHOBHBCA. I[IpoanamizoBano mo 200
CTOJIOHIB Y KOXKHOMY BapiaHTi. 3ipOYKOI0 MO3HAYECHO CTATUCTUYHO JOCTOBIPHY PIZHHUINIO MK

€KCIIEpUMEHTAJIbHUMHU 3pa3kamiu (a, 0) Ta mopiBHAHO A0 KOHTpoJto (a”, 6”) mpu p < 0,05.

BiamoBinHO 10 MOKa3HUKIB TIOBKWHU TPABITPOITHOTO 3TUHY (pHC. 77, 0, 1;) 1 MIBUAKOCTI pOCTY
npotoHemu (3.6 MKM/TOM), pO3paxoBaHO Yac 30epekeHHs MaM’sTi KIITUH Mpo TPaBICTUMYIN (puc.
79). Ilicns 3MiHM CTaHy METHIIIOBaHHS Ha CTail MepUenIii KIITHHHA [aM’SITh Oylia KOPOTIIO, HIK
Ha cTaiii TpaHcAyKuii. Ane Ha crafil TpaHCIYyKIlii, 30KpemMa i CTOJOHIB, IO HE BiJHOBHIIH
I'PaBITPOITI3M, 3B’ 130K MK KJIITHHHOIO TTaM’SITTHO 1 IEMETHIIFOBAHHSIM ITPOSIBJISIBCS YITKIIIE — [1aM’STh
Ipo JIiF0 TPaBICTUMYIY 1 TPUBATICTh pocTy OynM 3HA4HO NOBIIMMH. OJHAK 3a YMOBU KOPOTIIOT
KJIITUHHOT IaM ’SAT1 TPaBITPOITi3M OHOBIIIOBABCS IIBUALIE, TOJ1 SIK HACIIAKOM JIOBILIOT TaM’sIT1 CTaJI0
MOBUIbHE BIJHOBJICHHS I'paBiTponHoro pocty. Craii rpaBipeakiiii BUSBUIMCS i €NireHeTHYHUM
KOHTPOJIEM, IO CIPHsUIO (PEHOTUNHIN MIACTUYHOCTI rpaBiTpomnizMy. L{i1koM MoXIHBO, IO Taki
peakiii—BiANOBI/l Ha 110 METUIIOBaHHS Y IPUPOJAHOMY CEPEOBHILI Yy PI3HUH Yyac 1 y pi3HUX MICIIX

MOXKYTh BUSIBUTHCS HAHOLTBIII TPUCTOCOBAHUMH JIO CHIEIU(IYHUX YMOB.
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I, MM

130
110 ¢

o e

0 b e

t, ro
50 -
1,8 1,9 2 2,6 3,2 3,5
5-aza +rpaBicTum. rpaBictuM. +5-a3a

Puc. 79. TpuBaiicts 30epeskeHHS KIITUHHOI TaM’sITi TIPO {0 TPaBiCTUMYITY ITiJ] BIUTHBOM S5—
a3alUTHINHY, SK MOXiJHA JOBXHHHU TPaBITpPONHHUX pOcTKiB Physcomitrium patens Ta mBuakocTi

iXHBOTO POCTY; MIBUAKICTH pocTy 3,6 MkM/rox, n = 200.

[Ticnst kiiHOCTaTyBaHHS TPAaBITPONHMM 3THMH amiKalbHUX KIIITHH BUpaXeHUH ciabo, pict
CTOJIOHIB TIEPEBAXKHO CIPSIMOBAHHUK BIAMOBIAHO J0 HAMPSMKY BiAIIEHTPOBOI CUJIM. TakuM YHHOM,
BTpaTa MOJLSIpU3Yyr0UYoi Jii TpaBiTallii miJ 9ac KIIHOCTaTyBaHHS, IO OE3MOCEPENIHbO OB SA3aHO 3
TOJIAPHUM TpaHCcTopToM diropmoris, #ionie Ca?* (Herranz, Medina, 2014), icToTHO BrumHYna Ha
ENIreHeTUYHO OOYMOBJIEHY TpPHMBAIICTh TaM’STI TPO OPIEHTAIII0 POCTY TMPOTOHEMH 1 €
MIATBEP/DKCHHSIM 3HAUYMMOCTI I'paBiTallii y reTepOreHHOMY HPUPOJHOMY CepelOoBHIL. SKIIO X
OHTOT€HETHHI edeKTH 30epiraloThCs HallaJKaMH, TO B YMOBaX CTPECy €MireHeTUYHe yCIaKyBaHHS
0COOJIMBO BaXKJIMBE, OCKUTBKH MIACHIIIOE TIEH ePeKT.

OTxe, 3MEHIICHHS KUIBKOCTI MeTuiaboBaHMX ocHoB JIHK mig BmmmBoM S-azanutuauHy
MPU3BOAUIIO IO 3HIDKEHHS TPaBIYYTJIMBOCTI HA CTaJlii mepLenuii i TpaHCAYKIIll, MpOTe HIIIF0BAIO
PI3HY TPUBATICTH 30€peKEHHS KIITHHHOI I1aM’sT1 PO IPaBiCTUMYI — JAOBIIY Ha CTaJil TPaHCIYKIIli
CUTHAJy. 3arajioM, METHJIFOBaHHS CIIPHSUIO 30€pEKEHHIO TaM ATi PO TPaBiCTUMYIL, IO MiACUIIIOE
BJIACTUBY Ul MOXIB IIPUPOJIHY MIHJIMBICTh I'paBiuyTIUBOCTI. 3MiHU MeTuatoBaHHs JJHK Brummnynu
Ha TPUBAIICTh I'PaBITPONi3MY 1 MOP(OJIOTIYHY MIHIMBICTh KYTIB JaTepajbHHUX Taly30K, BiJl 4OTO
3aJIeXKHUTh PICT 1 MPOCTOPOBA OPIEHTAIlIS OPTraHiB, HAPUKJIIAA B YMOBaX BOJHOTO YU TEMIIEPATYPHOTO
cTpecy, abo BITpOBHUX OYypeBiiB. Y CTPeCOBHX YMOBaX 1€ JOJATKOBA MOXJIUBICTh POCIUH BiITHOBUTHU
aBTOTPOIHKN picT micas aii abiotmunux unHHEMKiB (Hangarter 1997; Roychoudhry et al., 2013;
Vandenbrink et al.,, 2014). Craxii rpaBipeakiiii y TNEBHHX EKOJIOTIYHHX CHTYAI[iIX MOXYTb
KOHTPOJIIOBATUCS EMIr€HEeTUYHO, IO CHpustiMe (EHOTHUIHIA TIACTUYHOCTI TPaBITPOII3MY.
3Bakarou, 1o 3araipHe metwnoBanHs JJHK e motenuiiinuM 6iomapkepom po3sutky (Kordyum,

2014; Sato et al., 2015; Ashapkin et al., 2020), enireHeTHYHI CHCTEMH KOHTPOJIIOIOThH BapiaOeIbHICTh
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Mop¢oreHe3y B MIHIIMBUX MPUPOJHUX YMOBAX, 30KPEMa B €KCTPEMAIbHUX — 1€ BAKJIMBHIA €JI€MEHT
aJIaTUBHOI CTpaTerii poCivH.

Jlns pisHOBIKOBHX aepHuH 7 i 21-nmenHoi mporonemu Physcomitrium patens micms ii
iHridiropa mermmoBannsa JJHK icToTHOT pi3HUII y TpaBiTpoIi3Mi He BUSBHIIN, OJJHAYE, CUTHAJ TIPO
IPaBiiHIYKI(IIO Y MOJIOJIINA MPOTOHEMI 30epiraBcs noBIie, HOK y 21-neHHiil. MOXIMBO, 3MIHH Y
metwtoBanHi JIHK 3ymosneni crapinasm kit (Kim, Costello, 2017; Xopkasiis 1a iH., 2021). 3a
JaHUMM JociiypkeHb akTuBHOCTI siaepHoi JIHK, He BHUSBIEHO pI3HUII MDK KOHTPOJEM 1
JIeMETHIbOBAaHUMH 3pa3kamu. Tak, IUis pTYThb—PE3MCTEHTHHX KIOHIB Moxy Tortula caucasica
BusHaueHHs Bmicty JJHK 3 noeqnannsm JIHKa3u 1 cBiguuTh po He3HauHE 30U1bIIEHHS HEKOIyI0UOi
JIHK (XopkaBuiB Ta iH., 2009). Ormxe, SKIIO 3MiHY IOJOXEHHS POCIMHU BIIHOCHO BEKTOpA
rpaBitaiii po3rasgaTi K ablOTUYHHUM cTpec, mam’aTh MpOo HOTo JIil0 peani3yeThCsl €MireHeTUYHO.
Opnnaue, He3BaXKarOUM Ha BUHATKOBY poib MeTwinroBaHHs JJHK xpomartuny ms po3BUTKY pOCivH,

KJIITHHA caMa MOKe eeKTHBHO KOHTpOJTtoBaTH emirenetrnunuii curaan (Holliday, 2005).

11.2. AKTUBHICTB TEPOKCHJIA3M KJIITUHHOI CTIHKA 3A YMOBHU
JEMETHUTIOBAHHS JIHK 5-A3AIIMTHIAHOM

Oco0OMMBOIO peakili€l0 POCIWH Ha TpaBiTallilo, SKy MOXKHA TOCTaBUTH B OJUH PA 3
TPaBITPOII3MOM, € MEXaHIYHA CTIMKICTh A0 CWIM TSDKIHHS. 3aBISKH 30UTBIICHHIO YKOPCTKOCTI
KJIITUHHOI CTIHKY Ta MOIU(DIKaIlii aHI30TPOIIii pOCTY POCIWHUA MOKYTh TPOTHCTOSATH CHITI TPaBITallii.
Lle 3irpano BaxJIHMBY pOJb B €BOJIOINII HA3€MHHUX POCIHH, CHPUSIO (OPMYBAHHIO aalITHBHHUX
peakiliii Ha MeXaHiYH1 HaBaHTa)XXKCHHs, 30KpeMa pi3HUX (OpM pOCTy, HacaMIiepe]] — BEPTHKAILHOTO
(Gechev, Hille,2015, 2005; Francoz et al., 2014; Hoson, Wakabayashi, 2015).

ExcniepumenTu B Kocmoci craim 3aco00M AJ11 BUBYEHHS BIUIMBY TpaBirailii Ha Moaudikarito
KIIITUHHOI CTIHKH POCIUH K OpraHy mpoTunii rpaBitaniiHiii cuni Ha 3emuni (Correl et al., 2013;
Cannon et al., 2015; Jin et al., 2015, 2018). Peaxkiii€to, 1110 BiAa3epKaIroe 0i0reHe3 KIITHHHOT CTIHKH,
€ aKTHUBHICTb (DepMEHTIB MEpPOKCHAa3, KOTpi MOAU(DIKYIOTh MeTabONi3M KOMIIOHEHTIB CTIHKH,
BIUIMBAIOTh Ha iX MEXaHIUHY CTIHKICTb i amikanpHu# picT (Passardi et al., 2004; Passardi, Cosio, 2005;
Hoson et al., 2014; Johnson et al., 2015; Kwon et al., 2015; Jin et al., 2018). Busnaueno, mio
MeTa0oJIi3M KJIITUHHUX CTIHOK € TIpaBiTalliifHO-YyTJIMBUM IPOIECOM, a B YMOBaxX KOCMIYHOTO
MOJIbOTY, KOJIU 3MEHIIYEThCS YKOPCTKICTh CTIHKH, aKTHUBHICTh MEPOKCUAA3M 3MIHIOETHCS i Yac
CHHTE3Y JIITHIHY KOpEeHiB, Hanpukia y npopoctkiB Arabidopsis thaliana, Pisum sativum (Cowles et
al., 1994; Hoson et al., 2002; Soga et al., 2015; Hemyxa, 2015). IlinBumieHHs1 3arajibHOi
MEPOKCHJIA3HOT aKTUBHOCTI CIIpHUsi€ PO3M SIKIICHHIO KIITHHHOI CTIHKH 1 3MEHIIYe€ ii >KOPCTKICTh B
JUISHIT TPaBITPOITHOTO 3THHY, Jie CTIHKa MoBHHHA OyTH rHy4koto (Gechev, Hille, 2005; Francoz et

al., 2014; Hoson, 2014). 3miny MeXaHI4HOT IPY)KHOCTI Ta PO3M’SIKIIEHHS KJIITUHHOT CTIHKH POCIINH
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i1 9ac opOITaJIbHOTO MOJILOTY PO3MIIANAIOTH SK aJalTUBHY O3HAKY, OCKUIBKM Y MIKporpasirarii
CTIHKa HE BUKOHYE THX CTPYKTYPHUX MEXaHIYHUX (PYHKIIiH, 1110 y TpHpoaHROMY cepenoBuii (Hoson
et al., 2014; Kwon et al., 2015; Jin et al., 2018).

Momudikamist MeTa0oJ1i3My KOMIIOHEHTIB KJIITUHHOI CTIHKH 3aJIEKUTh BiJl aKTUBHOCTI CUHTE3Y
MEPOKCHIa3, MO BIUIMBAE Ha (EHOTHI BEPXIBKOBHX KIITHH 3 alliKaJbHUM pPOCTOM. Bu3HaueHO
CEJICKTUBHY €KCIpECiio reHiB nepokcuaazu npopoctkiB Arabidopsis thaliana i yrBopenHs kopoTimx
KOPEHEBUX BOJIOCKIB B YMOBaxX MIKpOrpaBiTallii, skl €peKTUBHIIIE MOIVIMHAIM MOKUBHI pEYOBUHU
(\Valério et al., 2004; Guyomarc’h, 2012; Jin et al., 2018). Taka mopdosoriuaa 0coOIUBICTE MOXKE
MaTH Ba)XJIMBE aJallTUBHOTO 3HAYEHHS JJIS )KUTTENISIIBHOCTA POCIMH B YMOBAaX MIKpOTpaBiTalliil.

VY 3B’M3Ky 3 y4acTiO METWIIOBaHHsA B audepeHiianii 1 po3BUTKY pPOCIMH 0e3 3MIHU Yy
nocmigoBHocti JJHK, O6yno mpoananizoBaHO IpaBidyTIMBICTH raMeTo(iTy MOXIB Ta aKTHBHICTb
MEPOKCUIA3H 3AJICKHO Bif Ail S-azarutuauny — JIHK-nemerenorouoro ynHHUKA.

AKTHBAILISI TEPOKCHIA3H Y TPABICTUMYIbOBaHIi ipoToHemi Physcomitrium patens micist aii 5-
a3alUTUANHY, TOPIBHAHO 3 KOHTPOJIEM 1 KIIHOCTATyBaHHSM, BIIOyJacss yHAcHiAOK 3MIHU PIBHA
metwmoBanHs [IHK. Haseneni y Ta6i. 39 pe3ynbraTu cBimyaTh, 110 aKTUBHICTH MEPOKCUIA3H ITICIIS
Il 5-a3aluTUIMHY 30UTBITYBaNIacs, a MICA 5 TO/ rPaBICTUMYIIAIIT MPOTOHEMH Oysia OLIBIIOI0, HIK
TICTIsT KITIHOCTATyBaHHSI.

Taomus 39

AKTHBHICTh IIEpOKCHIa3K y IpoToHeMi Physcomitrium patens micsst Brutusy 50 MkM
5-a3aIUTUINHY

. . AKTHBHICTh TIEPOKCHIA3H,
Bapiantu nocniny

BiJIH.0/./1T cyX0i Macu/xB

I'paBicTuMynpoBaHa IpoTOHEMA, HEOOpOOIECHA

. ) 121+1,1
5-a3aUTHIMHOM; TPUBAIICTD IPABICTUMYJIALIT 5 0T
I'paBicTUMYIILOBaHA IPOTOHEMA HICIA 5 TOJ BIUTUB
P Y P s y 2,50 +2,2*
5-a3alUTUIUHY
KninocraTyBaHHs +5-a3alluTHAMH; TPUBAJIICTh
B HHTHAIH, TP 217 +1,9°

KJIIHOCTaTyBaHHA 24 101

IIpumimka: *— cTaTUCTUYHO JJOCTOBIPHA PI3HUL MDK €KCIIEPUMEHTAbHUMHU 3pa3kaMu MpH

p=<0,05.

MosxeMo OyCTUTH, 1110 BIUIKB iHTi0iTOpa Ha MeTriboBaHi caiitu JIHK, mpusBiB 10 akTuBarii
TeHIB MEePOKCHUIA3H 1 CHHTE3Yy (PEePMEHTY. S-a3allUTUINH MOIisIB SIK 3aXUCHUN YMHHUK y 3BHUYANHIN
CTpEecOBil cuTyalii Ta IHIYKTOp TEPOKCUAA3H, CUTHAIIbHI BJIACTUBOCTI SKOi BIUIMBAIOTh Ha
CTPYKTYpHY TepeOyl0oBY KIITUHHUX CTIHOK T 4Yac TPaBICTUMYIALII 1 TrpaBiTponizmy.

KOpOTKO‘{aCHe KJ'IiHOCTaTyBaHHH HC NPU3BCIIO 10 HiI[BI/IIJ_[eHHH AKTUBHOCTI (I)CpMCHTy, HaBIIaKH,
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3MCHILIUBCS BIUTUB S-a3allUTHIMHY Ha €KCIIPECiI0 MepoKcH1a3u. MOKIIMBO 1€ BiTOYI0CS YHACHIIOK
TOTO, 110 IPSAMOJIIHIMHAN HAMPSM POCTY 1 MeTa00J1i3M KOMITIOHEHTIB KJIITHHHO1 CTIHKH 3a LIeH Jac He
sMiHmMCs. OKpiM TOTO, MDK Pi3SHUMH (DYHKIISIMU TIEPOKCHJIA3U Ta (PAKTOpaMu, 0 MOXKYTh Ha HUX
BIUTMBATH 200 OOMEXHTH il Iit0, iCHye OajlaHC 1 MPUTOMY YUMAJIO 3 HUX € HEBU3HAYCHUMHU a0 U
antaronicrmayaumu (Hoson et al., 2002, 2004; Passardi et al, 2004; Kwon et al., 2015). Tax,
aKTHBHICTh acKOpOaTIepoKcH a3y iCTOTHO miBuIyBaiacs y Pohlia nutans micns kiiHocTtaTyBaHHS
MIPOTOHEMH, SIK PE3UCTEHTHA PEaKI{isi Ha CTPEC, Ha BIIMIHY B/l IHIIMX MEPOKCH/IA3, AKTUBHICTh SIKUX
3MiHIoBasacs He3HayHo (Kusik, Xopxkasuis, 2016).

JUis NOpIBHSHHSA AKTUBHOCTI MEPOKCHJA3U MpOaHA3yBalu €IeKTPO(POPETUYHUIN CIIEKTP
3pa3kiB P. patens y pisHmx ymoBax BumBy S—azamutuauHy (puc. 80). Emexrpodoperpammu
BIJIPI3HSITNCS aKTHBHICTIO 130)OPM ITICIISI TPAaBICTUMYIISIIIT 1 KIIiHOCTaTYBaHHs mpotoHemu (puc. 80,
a, 0); mepokcHuaa3Ha aKTUBHICTh MICHS S—a3alUTHAMHY MigBUIIYyBajacs. SIK cBiq4aTh pe3yjiabTaTH
aHai3y CHEKTPIB 130)OpM MEPOKCHUIA3W TPaBICTUMYIHOBAaHOI poToHEeMHU P. patens, akTUBHICTH
MEePOKCUJIa3H TIPEACTABJIICHA TPUHANMHI JIBOMa KaTIOHHMMH Ta JBOMa-TphbOMa aHIOHHUMU
130popmamu (puc. 80). BigmiHHOCTI MDK CHEKTpamMu 130)OpM YITKO BHUpPaXKEHI Mmicis Aii 5—
A3alUTHAMHY: KUTBKICHO 1 SIKICHO 3MIHMJIACS 30HA aKTUBHOCTI epokcuaasu 3 MM y mexax 45...66
k/I, Ie crocrepirany MiABUIICHHS aKTUBHOCTI GEepMEHTY 1 3MiHY KiIbKoCTi i30¢opm (puc. 80, 0).

272 o - —

132 -

g ="
45 po— "

35
2o

2gﬁa6

Puc. 80. Enekrpodoperpama akTHBHOCTI TNEPOKCHIAa3d TPaBITPONHOI MPOTOHEMHU

v

Physcomitrium patens: m — Mapkep; a — KOHTPOJIb; 0 — micis BBy 50 MKM 5-a3auuTuanHy; B —

yepe3 24 roJ1 micist KIIIHOpOTaLlii.

ITicns xiniHoctaryBaHHs (puc. 80, B) akTuBHICTH 130¢opM 272 1 66 kI Oyna BUIIOO, HIK Y
KoHTpoJi (puc. 80, a), 1 mosiBUIAcs o7Ha By3bka cMyra au¢y3Hoi kaTioHHOT (pakiii 3 MM y mexax
132 x/I. ChoinpHOI0O Ui KIIHOCTaTyBaHHS 1 S5—a3auMTUAMHY Oyia iHTeHcu(ikauis i3odopmu
nepokcuaazu 3 66 MM k/{ (puc. 80, 0, B). EnireHeTH4HuU# Operyssiiisi akTUBHOCTI MEPOKCUAA3H 1

nepedynoBa i30()epPMEHTHHUX CIEKTPIB, crhpuse Moaudikaimii KOMIOHEHTIB KIITMHHOI CTiHKH
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npotoHeMu Physcomitrium patens, Bix 9oro 3ajJeXHTh MIIHICTh CTIHKA B yMOBaxX 3MIHEHOT
rpasiTarii.

MoxnuBo, mo piBeHb MeTwioBanHs JIHK mMoxxe OyTu peryisTopHUM YMHHUKOM BIUIMBY Ha
aKTHBHICTh 130)OpM Ta MIHJIMBICTH CHEKTPY i 4Yac TOPYIICHHS CTAaTHYHOI BEKTOPHOI
HanpasieHocTi rpasiranii. Jopeuno Oyne momyctutd, mo Moaudikamis i3oopM i migBHUIEHA
AKTUBHICTh €H3UMY YHACIIJOK yHACTiIOK 3MiHu MetwioBanHs JIHK, Halirepiie Mae BiTHOIICHHS
70 PO3M’AKIIEHHS CTIHKM KJITHMH NPOTOHEMH, L0 MPOSBHIIOCS Y TPOMI3MI 1 YTBOPEHHI 3TUHY —

TUIIOBOI POCTOBOI BIINOBIAI Ha 110 TPaBITAL[IHOT CHUJIH.

11.3. BIJIUB 5-A3AIIMTUAMHY HA THILIAIIIO FTAJIY)KEHHS I BEJTMUUHY
I'PABITPOITHOI'O KYTA I'AJIY30K

[IpoToHemMa MOXIB pearye Ha CHIIY TSXKIHHSL Y TEMPSIBI 1 pOCTE Ty4YKOM OOPIEHTOBAHUX BrOpY
MPOTU BEKTOpPA IpaBiTallli CTOJIOHIB, IO € MOKA3HUKOM IiXHBOI I'PaBIYyTIMBOCTI Ta HEraTHBHOTO
IpaBiTPONHOro pocty. KIITHHM MpOTOHEMH Taly3aThCs 1 JIaTepalibHI TUIKM POCTYTh 3aJI€KHO BiJ
rpaBitaiii MmiJ MeBHUM KYTOM JO TOJIOBHOTO CTOJIOHY, SIKHH BHM3HAUEHO SIK I'PaBI3AIEKHUN KyT
naxuny (GSP, gravitropic set point angle) (Mullen, Hangarter, 2003; Roychoudhry et al., 2013;
2017). ExcnepuMeHTaJIbHI JOCTIDKEHHS POCTY MPOTOHEMH y 3MIHEHHMX YMOBax TpaBitamii 1
OCBITJICHHS € MIJICTaBOIO CTBEPKYBATH, 10 BETUUMHA IPABITPOIHOTO KyTa 3TUHY W HamlpsM poCTy
nepeOyBarOTh MMiJ] KOMIUIEKCHUM KOHTPOJIEM TpaBIiTAIlIfHOT CHJIM 1 CBITJIa SIK PE3yJIbTaT B3a€EMOJIi 1
¢dhoTo— i rpaBirponizmy (JlobaueBchka Ta iH., 2015; Xopkasuis Ta iH., 2015).
Buxopucrasmm iHridirop wmerwtoBanHs JHK S—azammtuamH Ui JOCHIKEHHS B3aeMOIT
boTo/rpaBiTpoItizMy, MpoaHaIi3yBaIy TralyKeHHs KIITHH IpaBiTponHoi mpotonemu Polytrichastrum
alpinum. PesynpraToM micisaii iHridiropa METHIIOBaHHS OYyJIO IHTEHCHBHE Taly:KEHHS KJIITHH Ha
CBITJII, 3MiHa KyTa rajly30K Ta HampsSMKY iX pOCTY BiIIHOCHO MaTE€PHHCHKOI KIITHHH, MOPIBHSIHO 3
pocnuHamu koHTpouto (puc. 81, a, 6, B). Axmio ramyxenns 10-aeHHOT rpaBiTponHOi poToHEMH P.
arcticum y koHTposi po3nounHanocs Ha Bigmami 100...120 MKM Bix amikaibHOT KIITHHA Ha 3—5-if
IHTepKAISPHINA KIITHHI, TO Y AOCTIL 3 5-a3allUTUIMHOM TaJIy3KHd YTBOPIOBAIMCS HA KOKHIN KIITHHI
crosioHy (puc. 81, B). ¥ KOHTpOJII Ha MPOTOHEMHOMY CTOJIOHI 3aBAOBXKKHU 5...8 MM Oyio 5...10
raiy3ok, y gociaini — nonaz 30...50 ramxy3ok, 3 BUCOKOIO aMIUTITYI010 BapiaOelIbHOCT1 KyTiB 3THHY —

Bix 20 1o 90° (puc. 82).
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Puc. 81. I'paBitponHi crosnonu aepuunu Polytrichastrum alpinum: @) crononu He ramy3unucs
y TeMpsiBi; 6) KJIITUHU MPOTOHEMH MOTATy3WJINCS Ha CBITII; 6) Mics All S-a3alUTHANHY Ha CBITII

30UTbIINIIACS IHTEHCUBHICTD TaTy)KEHHS Ta BapiaOesIbHICTh KYTIB 3ruHY; MITpUX = 250 MKM

KOHTPOJIb
0° m5-. ..

m}}}JJ

Kyt 3runy rainysox, rpazu.
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o
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g Yrso°

o

Puc. 82. BennunHa KyTa rajqy30K rpaBirponHux crojoHiB Polytrichastrum arcticum y koutposti

Ta micins BIuBy 50 MKM 5-a3zanuTuauHy.

Takuii miana3oH 3HauCHb KYTiB O3HAYa€ MOCTYIIOBE 3HIKCHHS KOMIIETCHIT 1O COPUHHSATTS
IPaBICTUMYITY XK 10 BTPATH IPaBiTPOIi3My. Y KOHTPOJI jJarepaibHi ray3ku P. alpinum pocnu mix
TOCTPUM KyTOM JI0 TOJIOBHOTO CTOJIOHY, 1 MakCMMallbHa BeJM4YMHA KyTa jgocsraia 30...50°, micis
00poOKM 5-a3alUTUIMHOM KyT 30uIbIIyBaBcs A0 75...90° mo yciit noBXkuHiI cronoHy. OTXe,
Moau(pIKaI[ist METHIIIOBAHHS MTPHU3BeEIIa 10 3HUKEHHS I'PaBIUyTIUBOCTI, SIKa € YACTUHOIO FT€HETUYHOTO
KOHTPOJIIO IPaBITPONi3MYy, 10 CKJIAJIHO BUSBUTU Yy MPUPOJHUX YMOBax Oe3 excriepumeHty. IlpoTe,
arpaBiTporHo mig KyroMm 90° mo mo3a0BxkHBOI oci cToNoHy pocnu 70 % ramny3ok, a uepes 16...24 roxq
iXHIH piCT 3MIHUBCS Ha TPABITPOMHMIM, 1 KYT MOCTYNOBO fAocsras 3HaueHb 40...50°. MopddomnoriuHi
3MiHU Oy/M 3BOPOTHMMH, Ha BIIMIHY BiJ MyTalliii, TOOTO 3yMOBIIEHI eMIMyTalLlisIMH, K1 BiIOYyIHCS

yHacnigok metuiaroBanss JIHK 1 3miHM ekcripecii TeHiB, 1110 30eperio KITHHHY aMm STk PO CTpec.
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HagiTh BpaxoByI04YH TUMYACOBY POJIb €MIMYTAIlild, BOHU CIIPHSIOTH MO ]IKaLlii IpOIeciB PO3BUTKY
Ha TiepBUHHOMY etari afganrtamii (Jablonka, Lamb, 2014; Ashapkin et al., 2020). Te, mo yactuna
raimy3ok 30eperia maibke 90° arpaBiTpOIHUN KyT HAXWIIY i TOPU3OHTAIBHHNA HAMIPSIM POCTY, MOXKE
3MIHUTH XUTTEBY (hopMy mpoTtoHeMHOi AepHUHH. OTKE, MOXKHA JIOMYCTUTH, IO OMOCEPEIKOBAHO
koHpopmariiiai 3mian JIHK, 3ymMoBIieHi enireHeTHYHOI0 MOTU(IKAIII€I0 METUITIOBAHHS, BIUTHBAIOTh
Ha BapiaOeNbHICTh TATY)KCHHS 1 BEJIMYMHY I'PaBITPOITHOTO KyTa JIATEPATbHHUX TAITYy30K MPOTOHEMHU
Polytrichastrum alpinum.

Panimre moBimoMiIsuIH, 110 JIaTepaibHi TUIkH mpotoHemu Ceratodon purpureus 3akiagaiucs
MEPIEeHIUKYIIPHO /10 OATHKIBCHKOT KIITHHH (arpaBiTpoIHO), ajie MOCTYIOBO NEPEOPIEHTOBYBAIUCS
BIJINOBIAHO J0 BEKTOPHOT Jlii TpaBiTallii, 1 KyT IPaBITPOMHOIO 3TMHY 3MEHIIYBaBCs (XOpKaBLiB Ta
iH., 2015). B amikanbHi 4acTUHI CTOJNOHY Yy 3...5-H KJIITHHI BeNWYMHA KyTa Oyja HEBHCOKOI —
30...40°, B HacTynHUX 6...10-# iHTEpKAIIPHUX KIITUHAX KyT 30umbTyBaBcs 10 60...80°. B ocHOBI
CTOJIOHY 3MEHIIIyBaacs MPOTHIIS TpaBITAllIiHIN CHIIL, KYT JJaTepalbHUX rany3ok gocaras 90° i pict
OyB IUIariOTPOITHUM.

MopdosoriuHi 3MiHN Tady30K 30epiraroThCsl Y KIITHHHHUX MOAUIAX, @ Y HECTIUKUX, CTPECOBUX
MPUPOTHUX YMOBAX MIABUIITYIOTH OJIMOP(H13M MOXiB. CHTYyaTHUBHO, Y IEBHUX YMOBaX CEPEIOBHIIA
TOPU3OHTAIBHUMA TUTATIOTPOITHUN PICT MOXKe OyTH BUTIAHUM (QEHOTHIIOM, HeaapMa Taka ¢opma
pOCTy MOImIKpeHa cepel MOXiB. B apuaHMX KIIIMaTHYHMX YMOBAax CIICIiaji30BaHOI0 PEAKIIIEI0
rameTodiTy MOXIB € IJIAriOTPONHUN PICT MII3EMHOI KayJOHEMH, YacTO MOETHAHUI 3 HETaTUBHUM
I'PaBITPOITI3MOM TOJIOBHOTO CTOJIOHY 1 OOKOBHX XJIOPOHEMHHUX Tally30K. Taki MopdoJioriuHi
0COOJIMBOCTI € aJIeKBaTHUM MIPUCTOCYBAHHSM JI0 HECTaul BOJH Y IPYHTI, a TAKOXK J1al0Th MOKJIUBICTb
YTBOPHUTH HAJI3EMHY acUMUIAIAHY aepHuny (CTpykTypa BUfy ..., 2001; JlobaueBchka Ta iH., 2021).
Jlns A. thaliana HeBepTHKanbHaA Opi€EHTAIliSI POCTY € THIIOBOIO POCTOBOIO (POPMOIO ISt KOPEHEBOT
CUCTeMH POCTHH. BOKOBI KOpEH1 Ha paHHIX eTanax PO3BUTKY POCTYTh Mailke TOPU30HTAIBHO, OJHAK
116 KpUTUYHO JJIs1 €)EKTUBHOTO JKMBJICHHS 1 HaJlaji JlaTepaibHi KOPEHI MOBUIBHO BHKPHUBJISIOTHCS,
JIOKM 3pEIITOI0 HE JIOCSTHYTh HETaTUBHO TpaBiTpomHoi opieHrtanii (Guyomarc’h et al., 2012;
Roychoudhry et al., 2017).

Takum yrHOM, 3B’S30K MK MeTuiatoBaHHAM ocHOB JIHK 1 cramismu rpaBiiHAyKIil KIITHH
MPOTOHEMH PO3TIIAAEThCS SK YaCTHHA CHUTHAIBHOI JIaHKW, IIO BiAMOBiAae 3a Moaudikaiiro
IPaBITPOMHOTO POCTY MPOTOHEMH — Taly)KEHHS, BEJIMYUHY TPaABITPOMHOTO KyTa JaTepalbHUX
rajry3oK, € JpkepesoM BapiabenbHOCTI MOP(OJIOTIUHHX 03HAK B MeXax MOoAU(DIKaIiiiHOT MIHIUBOCTI,
a0 MOXYTh CHAJKOBO 3aKpPIIUTIOBATUCA K aJaNTHBHI O3HAKH, OyTH MOTEHHianoM s Mopdo-
¢13ionoriunux mporneciB. Cuiia TOKIHHA € BOXIMBUM (PAKTOPOM POCTY Ta PO3BUTKY POCIHH Y

IPUPOJHOMY cepeloBullll. BrimB peanbHOi abo iMiTOBaHOI MiKporpaBiTalii IHAYKYE CTPECOBY
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peaKIIio pociuH, fKa BiIOyBaeThCs YHACHIOK Au(epeHianii KIiTHH Ta 3MIHU eKCIpecii reHiB npu
MetumoBanHi JTHK.

Hocnimkeno BrmB iHTiOTOpa MetwmoBanas JIHK 5-azamutuamHy Ha cragii mepriemniii
rpaBiCHTHAIYy Ta TPAaHCAYKLIi HOTro y rpaBiTpomizM, Mojaudikamiro i30)epMEHTHHUX CIIEKTPIB
nepokcuasu npotoHemMu Physcomitrium patens B ymoBax 3MiHeHO1 rpaBitaitii, HEHOTHUII rayKeHHS
i BapiaOesbHICTh IPABITPOITHUX KYTIB JIaTepanbHUX ramy3ok Polytrichastrum alpinum, mo cinguuTsb
PO 3B’A30K MDK METWIIOBAHHSAM 1 TpaBliHAYKII€o. JlemeTwitoBaHHs, 3yMOBJIEHE [i€l0 5-
A3alMTHANHY, 3HIDKYE TPaBIUyTJIMBICTh CTOJIOHIB — MEHIIIE Ha CTajli mepuentii 1 OuIbine mix yac
TpaHCIYKLIi TpaBiCUTHaly. AHali3 PO3BUTKY TpaBITPONI3MY MiCis 3aCTOCYBaHHS 1HTi0ITOpa
METWJIIOBAHHSl O3Hayae, 110 KIITHHHA MaM’siTh PO CHUrHaJI 30epiraeTbCs HE3aleKHO BiJ cTaili
rpaBicTumyssmii. OMHaK TPUBAIICTH MaM’sTI KOPOTIA Ha CTajii Meprentii 1 JoBImIa Ha cTajii
TPAHCAYKITii, [0 BIUTUBAE HA MBUJIKICTh BITHOBJIEHHS IPABITPOITHOTO POCTY.

Hudepenuiiina ais metwmoBanHs JIHK Ha rpaBiiHAYKIIIO TOCITIKYETHCS SK €MIT€HETHYHO
perynboBaHuil mpouec, o Moaudikye MOp¢OJIOTIYHI BIAMIHHOCTI TpOMi3My B yMOBax
MIKporpasiTallii i 3MiHEHOT CHIIH TsDKIHHS Ha 3eMJli. PE3UCTeHTHICTH 10 BIUTMBY TpaBiTaIliil 3aJICKUTh
Bil METaOOJIYHUX TPOIECIB y CEPEIOBHUINI KIITUHHOI CTIHKH. [[ns OloreHe3y Ta MeXaHIYHOL
CTIMKOCT1 KJIITMHHOI CTIHKM BakJiuBe (DYHKIIIOHAJIbHE 3HAa4YEHHs Mae Tepokcuaasa. Excmpecis
MEPOKCUIa3H Ta 3MiHa 130)epMEHTHUX CHEKTpiB ¢epmenty Physcomitrium patens simOysmcs
yHaciinok nemerumoBanHs JIHK, mo B ymoBax 3MiHeHO1 rpaitailii Moxe OyTH 1HIMKAaTOpOM
THAMBITYyaJIbHOT CTIHKOCT1 POCITHH.

EnireHeTn4Hi 3MIHM MATPUMYIOTBCA  OIOXIMIYHMMH  (DYHKIIOHAJILHUMH  IPOIIECaMH,
30epiraroThCs y KIITHHHUX TMOJIaX, HaWmepIie y Miro3ax (Hamp., BEreTaTUBHE PO3MHOXKEHHS) 1
YCMaJIKOBYIOThCSl HAIlaKaMH, TOOTO € CTIMKUMHU IHAYKOBaHMMH MojaudikamisMu. 3aBAsKu
3HAYHOMY MOILIUPEHHIO CEpe]l MOXIB BEreTaTUBHOTO PO3MHOXKEHHS J00Ip TaKMX PE3UCTEHTHUX
POCIIMH MOXIB, SIKi BUHUKIIU y CTPECOBUX YMOBAaX, MOKe 3a0€3MEUNUTH CTIMKICTh MOMYJISIIT Ta BULY

Ta BUSBHUTHU CMIT€HETUYHY a/IallTAIliI0 Y IPUPOJII.
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MNIACYMKHU

Ha maykoBoMy Nuisixy BTy eKOMOp(OTeHe3y POCIMH BKIMBOKO TMOJIEI0 CTajla y4acTh Y
nporpami KOMIUIEKCHUX JIOCIIKEHb KOCMIYHOT 010JI0Tii, 10 KO BIEpIIe 3aTydriId MOXOTIOi0HI.
Ornsparounch Ha3ald, 3ralaéMo, MO JOCTIDKEHHS OpioQiTiB po3rnoyaB BUAATHUHA YKpPATHCHKHMA
6oranik, wi.-kop. AH YPCP npodecop A.C. JlazapeHKo, CTBOPUBIIH KOy JbBIBCBKUX OpPi0JIOTIB 1
BIIUT €KCIIEPUMEHTAJIbHOT MOP(QOJIOTii POCIMH 3 HOBUMH HampsMaMu BUBYEHHsS Opiodiopu i
€KCIIEpUMEHTANIbHOTO  MopdoreHe3y. Po3mounHaroun AOCTDKEHHS BIUIMBY TpaBitaimii Ha
KJIIITUHHOMY piBHI, Tlepe]] HaMH OyJjia TIEPCTIEeKTUBAa OJCp>KaTh HOBY HAYKOBY 1H(OpPMAIIIO TPO
3aJIeKHICTh PO3BUTKY MOXIB Biji TpaBitamiiiHoi cwin 3emii. Ha mowatrky ne OyB eKCIEpUMEHT
,IIporonema” 3 Funaria hygrometrica, a 3rogom y 1996 p. crinpHHE yKpaiHChKO-aMePHUKAHCHKHM
exciepumenT SPM Ha kocMmigHOMY Kopabii ,,Columbia” 3 Pottia intermedia i Ceratodon purpureus.
KepiBaukom mianpoekty 0yB 1.0.H., mpod. O.T. JleMkiB. 3ro1oM TpuBaauii 4ac BAKOHYBAJIA HAYKOBI
npoekTu 3a maTpuMku L{iboBoi kommiekcHoi nporpaMu HAH Vkpainu 3 HayKOBHX KOCMIYHHX
nociipkeHb. Harra 6araTopivHa mpartis mepepBaHa partoBo — BIHHOIO, 1 Ke 1l MallOyTHE — HEBIZIOMO.
Mu nepexoHaHi, 1o BUKOHaHa po0oTa 1 OOrpyHTYBaHHS ITUTO(I310JIOTTYHIX OCHOB TPABIYyTINBOCTI
BOXJIMBI K 11 (GyHAAMEHTAIBHOI, TaK 1 KOCMI4HOI OioJyiorii. BmeBHeH1 y HaleXHOMY pIBHI
MPOBEACHUX JOCTIKeHb, BAXJIMBOCTI 3’SICOBAaHMX KIITHHHUX MEXaHI3MIB TpaBIYyTIUBOCTI Yy
010J10T11 PO3BUTKY POCIIMH Ta aIAITUBHOI POJI1 TPABITPONI3MIB Y )KUTTEBIN CTpaTerii MOXOIOIIOHMX.

I'paBitartiitna 6iosoris — po3Aia 010JI0TIYHOT HAYKH, B SKiH BHBYAIOTH BIUIMB rpaBiTallii Ha
OpraHi3aM — piCT, OpIEHTAIII0 Yy MPOCTOPI, PO3MHOKEHHS, OHTOTeHEe3. MoXomomiOHi 3aBIsSKH
IPaBIYYTIIMBOCTI HA PI3HUX CTAJIIAX OHTOTEHE3Y, JOBOJI MPOCTIH 1 PI3HOMAHITHIA MOPQOJIOTIUHII
CTPYKTYpi, BapiaOeNbHOCTI aJaNTUBHUX PEaKI[iil 1 MHUPOKOMY apeanqy MalTh YUMajo TepeBar sk
00’€KT Ui BUBYEHHS POJII MOJSPHU3YIOUOTO MPUPOIHOTO (pakTopa rpasitallii B iHAUBIAYATbHOMY
PO3BUTKY POCIIHH.

[IporoHemMa — [OBEHUTbHA CTajlil PO3BUTKY MOXIB, €BOJIIOIIIOHYBajda SIK 3acid s
BETETATUBHOIO PO3MHOXKEHHS Ta MOLIMPEHHS B MPUPOJHUX yMOBax. MopdoJoriyHo OJHOTHIIHI
KJIITUHU XJIODOHEMH YHM KayJIOHEMH MeTa0OJIYHO KOMIETEHTHI 10 AudepeHuianii, ratyKeHHs Ta
3aKialaHHsa OpyHbOK ramerodopis. Lle rapanTye po3pocTaHHsl IPOTOHEMHOI AEPHUHHU, BET€TaTUBHE
PO3MHOXKEHHS 1 PO3BUTOK ramMeTodiry Ta criopodiry.

Ha cBiTni mpoToHeMa MOXIB pocTe IUIarioTpoIHO, y TEMPsIB1 BEPXiBKH 3arHHAIOTHCS HETATUBHO
TPaBITPOINHO, IO €, 3BUYAHO, HAHKOPOTIIMM MUIAXOM 10 CBiTIa. Pomp rpasitamii B ymMoBax
OCBITJICHHS HE HACTUIbKM OYEBH[HA, SIK Yy TEMpsBi, IUIArioTpomHa ¢opma pocTy MPOTOHEMHU
PO3BHUBAETHCS 3aBAAKHM B3a€MO/IIT CBITIIA 1 TpaBiTallii. ¥ AMHaMIl IpaBiTpONi3My JaTepaibHUX TIOK

1 PO3rajiy’k€HHs B3JOBXK IMPOTOHEMHOI'O CTOJIOHY BHUPA3HO IMPOCTCIKYETHCA TGHI[CHI_IiSI 0 3MIHU
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HanpsMy pocty. BinOyBaeTbcs mOCTynoBe 3MEHIIEHHS KyTa IPaBiTpONOro 3rHHY T'IOK Bijl BEPXIBKU
10 6a3aibHOT YACTHHHU MPOTOHEMH XK JI0 TUIAriOTPOITHOTO POCTY B OCHOBI CTOJIOHY (XOpKaBIIiB Ta
iH., 2015). BcranoBneHo, mo mig Yac IHAYKIT 3THHY 1 y MICHAX 3aKIaJaHHS JIaTepabHUX
npuMopiiB miauilyerbes konnentpamis [OK (Smet et al., 2007, 2013; Guseman et al., 2015;
Thelander et al, 2018). IToxibHa poctoBa peaxirist i y 6okoBux kopenis Arabidopsis thaliana (Lucas
et al., 2008; Péret et al., 2012; 2013; Sakai et al., 2012). Peaykiiro rpaBiuyTJIMBOCTI JaTepaibHUX
TUIOK MPOTOHEMHU TaKOX MOXKHA MOSICHUTH amikanbHO-0a3anbHUM TpaaieHToM [OK: HaiiOuiblie
ayKCUHY B alliKaJIbHUX KIITHHAX 1 MiHIMaJIbHa KUTHKICTh B OCHOBI1 TPOTOHEMHOT'O CTOJIOHY, Y€pe3 1110
CHUTHAJIbHA aCHMETPHUYHA JIisl ayKCUHY 3HIDKYETBCS Bifl aleKkcy 10 OCHOBU. HU3BKHI BMICT ayKCHHY
(10-16 monb IAA/MT cupoi peuoBHHHN) MIATPUMYE CTaH TudepeHianii kKayJloHeMH, 1 6alaHc MK
KJIITHHAMH XJIOPOHEMH 1 KayJIOHEMH Ha MOJAIIBIINX CTaisiX po3BUTKY mpoToHem# (Bhatla, Dhingra-
Babbar 1990; Glime, 2017). Takum 4nHOM, 000B’I3KOBOIO YMOBOTO TPaBITPOTI3MY JUTS Pi3HUX BUJIIB
pocaun (Xopkasiis, Jlemkis, 2003; Thelander et al., 2018) e rpamientuuii posnoain IOK — ax 1o
3MIHHM HETaTUBHOTO I'PaBITPOMHOIO POCTY MPOTOHEMHU MOXIB Ha TuiariorponHuii (XopkasiB Ta iH.,
2015).

VY nocnipKeHH1 TpaBidyTIAUBOCTI IIepeBara MpoTOHEMHU y TOMY, 1110 1€ OAHOKIITUHHA HUTYACTa
CTPYKTYpa, JIe CHPUHHSATTS, TPAHCIYKIIiS 1 peati3allis rpaBiCTUMYITY 0OMEKEH1 OIHIEI0 aIlliKaIbHOIO
KJIITHHOIO — 1 €IMHOI0 KIIITHHOIO, IO AUTUTHCA. Lle ckopodye BiACTaHb CUTHATy A0 30HU POCTY,
MOPIBHSHO 3 TPAHCAYKITIEIO B KOpeHi un ctebii. Kpim Toro, ramnoigauii Habip XpoOMOCOM y TKaHUHAX
T'OJIOBHOI JKUTTEBOI ()OPMH MOXIB — rameTodiri, CIpOIIy€e PETYISIiio (BKIIOYCHHS -BUKIIOUCHHS)
TeHHOI aKTUBHOCTI, PO3LIMPIOE MOXKJIMBOCTI JUISI MOJIEKYJISPHUX JOCHIIKEeHb. ToMy IMpOTOHEMA,
30KpeMa armikajibHa KIITHHA, € 3pYYHOI0 MOJISIUTIO JUIsl aHAITI3Y, MTOPIBHSHO 3 CTATOIIUTAMHU KOPEHIB 1
MAroHiB KBITKOBUX pociuH. J{Jis 3’ iICyBaHHS MOJEKYIIPHUX MEXaHI3MIB COPUUHATTA IPaBICTUMYITY
1 TPaBITPOMHOIO POCTY Y KOCMIYHUX MOJIbOTaX YaCTO BUKOPHCTOBYIOTH TAKOXK MPOTOHEMY 3€JIeHOT
Bozopocti Chara (Braun et al., 2018).

PocTtoBi rpaBiTponHi pyXu BiIOYBarOThCS BHACNIIJIOK AamNiKalbHOTO JIOMIHYBaHHS Ta
BUJIOBXKEHHSI 1 MOJIUTY BEPXIBKOBOI KIIITHHHM, @ IPAaBICEHCOPHOIO CUCTEMOIO IPOTOHEMHU MOXIB, SK i
CTaTOIMTIB KBITKOBHMX POCIHH, € aminoruiactu (Barlow, 1995; Merkys, Laurinavicius, 1990). Hacrto
IPOTOHEMa YYTJIMBA JIO HECHPHUITIMBUX UYUHHUKIB CEpeJOBHINA, aje IIBHJKAa TIpaBi3ajexkHa
MOJIApU3aLlisl MPOPOCTKIB HA CTaJil MPOPOCTAHHS CIOP € MEPIIOK MOKJIMBICTIO BHOpaTucs 3-Tix
IPYHTY Ta 3aKpillUTHCS Ha OCBITJIIEHIH MOBEpXHI I'PyHTY. ToMy TIpaBITpOmi3M € aJanTHBHOIO
pPOCTOBOIO peakiieo nporoHeMu. [lig OaratboX BUAIB 4YiTKOi Au¢epeHmianii rpaBITPOIHHUX
MPOPOCTKIB CIOpP HE BHSBJICHO. 3aT€ YWMalo0 BHUIIB TPaBIUYTJIMBI Ha M3HINIAX CTaIIAX

mudepeHianii — KayJloHeMi 1 JHCTKOCTeOsIoBUX ramerodopax. CTaHIapTHUM KOHTPOJIEM ISt
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OOIrpyHTYBaHHS TpaBIUYTIMBOCTI Ha PIBHUX cTagiax ramerodiry OyJo TOpPH30HTAJIbHE
KJIIHOCTaTyBaHHS KYJIBTYp MOXIB.

Bucoka MixBHIOBA MOPQOIOTiYHA PI3HOMAHITHICTH CTPYKTYpPHOI Oprasizamii i pocTOBUX
peakuiii nporoHemu MmoxiB (Bopp, 1983; Jlemkus, CeitHuk, 1985; Glime, 2017; Braun, 2018;
Lobachevska et al., 2021, a, b) 3ymoBiieHa TakoX PI3HOK TPABIYYTIUBICTIO KIITHH XJIOPOHEMH,
kaynonemu, pusoinis (Kofler, Chevalier, 1973; Crpykrypa Buay ..., 2001). Peakmis Ha ito
MOCTIMHOTO I'PaBITAllIfHOTO CUTHAIY (opMyBaiacs 3al1eKHO Bl AudepeHiianii KJIITHH TPOTOHEMHU
1 BIIMOBITHO J10 )KUTTEBOI cTparerii Ta ymMoB nomuperns Moxis (Chaban et al., 1998; ITynusk Ta iH.,
2002; Xopxkasitis Ta iH., 2015; Lobachevska et al., 2022). I'paBiuyTiuBUME € IPOPOCTKH 1 XJIOPOHEMA
moxiB Ceratodon purpureus, Pohlia nutans, Physcomitrium patens, xmoponema Funaria
hygrometrica, Leptobryum pyriforme, Dicranella cerviculata, Bryum argenteum, kayaoHemHi
CTOJIOHH 1J1aTepaibHi ramy3ku Tortula caucasica, Weissia controversa, Ptychostomum imbricatulum.
OnHOYacHO MOXHM BHPI3HAIOTHCS BapiaOeNbHICTIO MOP(OJIOTTYHUX OCOOIMBOCTEH, BUCOKUM
pereHepariifHiM MOTEHIIaIoM, IX OHTOT€HE3 3aliekaTh Bi 0aratbox mpupoaHux (axtopis (Bopp,
1983; During, 1979, 2001; Shaw, 2000; Tuba et al., 2011; Lobachevska et al., 2021, a, b). SIkmio
BHCOKA pereHepalliiiHa 31aTHICTh Ha IOBEHUIbHIN CTall rapaHTy€e BEreTaTUBHE MOHOBJIEHHS MOXIB,
TO TPaBIYYTJIIMBICTh € TOJOBHUM MEXaHI3MOM [UIsl Opi€HTallili opraHiB pociauH y mpoctopi. Jls
JOCIIIJDKEHHSI TPaBIIYTIMBOCTI TamMeTodiTy B yMoBax il pi3HUX (aKTOPIB BUKOPUCTOBYBAIH
a00paTOpHY KyJbTypy ramerodiry Ha cTajii MpOTOHEMH 1 JMCTOCTEOJOBUX MaroHiB. Hanmami 1e
CTaJO0 TPEAMETOM YHCICHHUX JIOCHIDKEHb 1 JUCKYCii TIpO MEXaHI3MH TIpaBIdyTIUBOCTI,
rpaBiMopdorene3 3 MeETOW BHU3HA4YCHHS MOp(dOo-(]i3ioNoTiuHuX peakiid-BiAMOBiIeH Ha i0
IPaBICTUMYJTY Ta aJaliTHBHOTO 3HAYCHHS B JKUTTEBIMA cTpaterii MoxiB ([emkiB Ta iH., 2006; Kusk,
Xopkasuis, 2016, a, 6; Kordyum et al., 2009; Jlob6auesceka, 2006; JlobaueBchka Ta iH., 2015;
Lobachevska et al., 2022; XopxkasiiB T1a iH., 2023).

[IpopocTaHHs OJHOKIITUHHUX CIOP 1 PEaKiis MepIInX MPOPOCTKIB Ha CHUTHAJN rpaBiTamii y
PI3HUX BUIIB BIIPI3HSAETHCS 1 4aCTO Ma€ YITKy aJanTHUBHY (QyHKIiO. SIKIIO MOPIBHATH BHUIU
OpiodiTiB, 110 BUKOPUCTOBYIOTh Yy JIOCTIDKCHHSX, YYDIMBIIUMH € TpopocTku Funaria
hygrometrica, Leptobryum pyriforme i Physcomitrium patens, Ginbina BapiaOenbHICTh OpieHTAIliT
poctki y Ceratodon purpureus i Pohlia nutans, au3bpka rpasiuytiusicts Tortula caucasica (Jenkins
et al., 1986; Chaban et al., 1998; Schwuchow et al., 2001; Ilynask ta ia., 2002; JlobaueBchKa,
Xopkasiis, 2014). Iepumit pusoinansauii mpopoctok crop F. hygrometrica pocre mo3uTHBHO
IPaBITPONHO (AOHU3Y), APYIMA — YITKO HETaTUBHO TPaBITPONMHO (JIOBEpXy) 3 MIHIMAIbHOIO
aucriepciero KytiB ¢ = 18,1°. JIng iHmuX BUAIB TyXe BHCOKa BapiaOeNbHICTh KYTiB MDK JIBOMa

pocTkaMu ¢ = 78° 03Hava€ HU3BKY I'PaBIUYTIUBICTH 1 picT y pi3Hi 60kU. OpieHTAIiI0 TPOPOCTKIB
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CIOp PI3HUX BHJIB OOTOBOPIOIOTH K (PYHKIIOHAIBHO 3aJEKHY Bill KHUTTEBOI cTparerii i piBHA
TOJIEPAaHTHOCTI MOXy. B icTopumuHOoMy mepepi3i rpaBiTaiiiiHHii KOMIIOHEHT CIPHSIB PO3BUTKOBI
KOHKPETHUX POCTOBUX 1 MOP(OJIOTTYHUX (PYHKIIIH MOXIB.

Oco6nuBicTIO 0araTb0X MOXIB € IJIACTUYHICTh KITITUH IPOTOHEMH, BUCOKA TOTIMOTEHTHICTH 1
3MATHICTB 10 neauepeHIiamii, 3aBIsSKy K KayJOHeMa Yy HeCHPUATIMBAX YMOBaxX (IpU HU3BKIH
IHTEHCUBHOCTI OCBiTJIeHHs1, MeHIe HiK 500 5k i Temmieparypi 5° C abo MeHI1Ie) yTBOPIOE XJIOPOHEMHI
crosionu (Bopp et al., 1983). Pesepcist po3BUTKY KITITHH KayJTOHEMH JI0 TPABIYYTIIMBUX XJIOPOHEMHHX
KIIITUH € BUHATKOBOIO BiactuBicTio W. controversa. Came Ha KIITUHHOMY PIBHI OyJM BH3HA4€HI
rpaBipeakilii XJIOpOHEMH 1 KayJIOHEMH, 10 POCTYTh Y PI3HUX yMOBaX: Ha MOBEPXHI IPYHTY, ab0 y
HOro BepXHbOMY IIapi. 3aBSKHA HETaTUBHOMY I'PaBITPOITHOMY POCTY KJIITUH XJIOPOHEMH 31 CTOJIOHIB
KayJIOHEMHU MpopocTaroTh pocTku W. controversa, a Ha CBITJII PO3BUBA€ETHCS T'ycTa po3railykeHa
(OTOCHHTETHYHO aKTHBHA JAEepHUHKA 3 rametodopamu. Lle mpukiaz ABOX pPI3HUX TPaBITPONHUX
peaxilii, fiKi € aJanTUBHUMU O3HAKaMU BU]TY, SIK BIJIOB1/Ib HA YMOBH iX IPUPOIHUX MICLIEBUPOCTAHb.

Jlumie netranpHUM aHai3 TPaBIYYTIMBOCTI Ta TpaBIMOP(]O3iB € IIAaHCOM MOSICHUTU IO
rpaBiTarii y >KUTTEBOMY PO3BUTKY MOXY Ta BU3HAYUTH HOTO €KOMOP(]OJIOTIYH] alaliTUBHI MPOSIBH,
3yMOBJICHI NMPUPOJHUMH yMOBamMu. OUEBHUIIHO TOMY, IMOJUI MOXIB Ha TPaBIiUyTJIMBI 1 HEUYTIUBI
JOCUTh JIOBUIBHUK 1 OOMEXeHWH 3 0ararboX pI3HUX NPUYMH dYepe3 HEIOCTATHIO KUTbKICTh
JoCTipKeHb y kocMoci i Ha 3emui (Sack, 1991; Schwuchow et al., 2002; Glime, 2017; Braun et al.,
2018; Lobachevska et al., 2022; Kopmrom, 2023). Tum He MeHIIE, YCIIXiB y 3 ICyBaHHI IPUPOIH
IPaBITPOII3MY MIPOTOHEMH JIOCSATHYTO 13HANWEHO YNMAJIO BUAIB, dKUTTEBA CTPATEris SKUX [MOB’s3aHa
3 eKCTPEeMAJIbHUMHU YMOBaMH 1 crieliu(pIYHUMHU T'PaBIpEaKI[IIMH.

OxkpiM (yHKIIOHAIBHOTO 3HA4YEeHHS, MOp(dosoriuHa popMa JEpHUHHM SIK OpraH CHEPreTUIHOTO
KUTTe3a0e3meueHHs BUAy HaOya afanTUBHUX O3HAK — cTala (PyHKIIOHATBHUM 3aXUCHUM 0ap’epom
BiJl BUCOKO1 eHeprii cBitia Ta YO onpominenHs. Edekt rpasitanii y HaBenenomy npukmnanai 3 W.
controversa Mae CUCTEMHY Jlif0: TO-TIE€pIIe, BIH YITKO peali3oBaHMil Y MOPQOJIOTIUHIA CTPYKTYpi
JICPHUHMU SIK O3HaKa ()EHOTHUITHOT IUTACTUYHOCTI, MO-APYyre, 3aKPINUBCs B OHTOT€HE31 1 CTaB JJIsl MOXIB
MEXaHI3MOM 3aXHUCTy Y 3arpO3JIUBUX YMOBaX COHSYHOTO OTPOMIHEHHS.

Moxu ajganTyBajmucs 10 IIMPOKOTO Jama3oHy OCBITJIEHHS, BHMCOKOTOJIEPAHTHI [0
BHCYIIIYBaHHS, POCTYTh SIK Ha BUCOKOMY PiBHi iHcomnsii (6au3bko 100 kkan/cm? Ha pik, Maiixke K Ha
ekBaTopi), Tak 1 npu Y@ omnpomiHeHHi. Y CKIaAl COHSYHOro CBiTIa Y® BUNPOMIHIOBAHHS €
BAXUJIUBUM TpUrepoM (GOoTOMOP(OreHeTHYHOi aKiIiMaTH3allii Ta CTPECOBHX peakiiii Ha3eMHHUX
pocnuH. [IpoTe, BHCHaXEHHsS O30HOBOrO IIapy cTpaTtochepd B pe3ylbTaTi aHTPONOTE€HHOI
JSUTBHOCTI MiABUINYE TTOKAa3HUKU YD OompoMIHEHHS MOBEpXHi 3eMJli 1 MPU3BOAUTH A0 MIKIATUBUX

010JIOTTYHMX HACIHIJKIB 3arajgoM Jis pociuH. [loTeHuiitno 6pioditi MoXXyTh OyTH O6101HAMKATOpPAaMHU
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CTIKOCTI JI0 ONpoMiHeHHs, Hacamnepen Moxu 3 AnTapkTuku (Martinez-Abaigar et al., 2006; Wolf
et al., 2010; Robinson, Waterman, 2014; Carvalho et al., 2017). Onucano Ha mMopdosoriyHomy i
TCHETHYHOMY PIBHSX peakiio Ha Y® ompoMmiHEHHs Ta BUILY CTpEcOBY cTiiikicts Physcomitrium
patens no Y®, anix Arabidopsis thaliana (Wolf et al., 2010). Xoua 6araTo BB MOXIB POCTYTh Y
HE3aTiHEHUX MICIIAX, PO3yMiHHS iX BimmoBinei Ha Y@ oOmexeHi. Peakiii Ha Y® cBiTiIO Ta 3aXUCHI
CHCTEMH HE JIOCTaTHbO CHCTEMAaTH30BaHi, JUIS LOTO HEOOXiTHWH anexkBaTHHH 100Ip 3MIHHUX
rapaMeTpiB, yMOB 1 BU/IIB MOXIB, II0OM rapaHTYBaTH, 1110 PE3yJIbTAaTH HE € YHIKAIbHUMHU JUIsl OHOTO
reHoTtumny. ToMy BiIMOBIIHI MOJIEI1, YMOBH 1 TPOTOKOJIHM €KCIIEPUMEHTATBHUX JIOCIHIIKEHb TTOBUHHI
Oyt uitko o3naveHi. Hammn nocmimkenns W. controversa i Ptychostomum imbricatulum 3
eKCTPEMaJIbHUX YMOB € MEBHHMM 3J00yTKOM PO BIUIMB rpaBiTaiii Ha MOpgoreHe3 1 MexaHi3MHU
TOJIEpAHTHOCTI pociuH. Brepiie BCTaHOBIEHO, IO IPaBITPOMi3M OpiodiTiB BUAOCTIEUUPIUHUNA 1
3aJIeKUTh BiJl €KOJIOTTYHUX (DaKTOPIB.

EdexTuBHMM npUKIaOM 3a€KHOTO BiA TpaBiraiii MopdoreHesy MoxiB € (opMyBaHHS
OpYHbOK B amliKaJdbHIM YacTUHI MPOTOHEMHOro crosioHy. [lomsipusyroua nisg rpasitamii y nboMy
BHUIAJIKy € TPUTEPOM T'PATIEHTHOTO PO3MOJUTY (DITOTOPMOHIB, aKTUBHOTO TOJISIPHOTO TPAHCHIOPTY
Ca?" Tta IOK arparyiodoro IeHTpy B amekci cToioHy. Ha rpaBicTMMynmboBaHiif TpOTOHEMi B
amikaJbHIA YaCTHHI MPOTOHEMHOTO CTOJIOHY JIPHUHU Ha KOXKHIN KIIITHHI YTBOPIOBAIUCS OPYHBKH,
3 KOTpHUX 3roJiIoM dopmMmyBasacs pozeTka rametodopis. [Ticis kiiHopoTalii OpyHbBKH YTBOPIOBAIHUCS
B3JIOB)X CTOJIOHIB, iX Oys10 Hebararo, i He 00MeXyBaJIMCsI JIUIIIE aIlliKaJIbHOIO 30HOK0. B excriepuMenTi
3 Tortula caucasica na xopa6xi Columbia (3a nporpamoro STS-87) micas 14-1eHHOTO KOCMIY4HOIO
MOJILOTY B YMOBaX MIKpOrpaBiTalii 3akjiajanucs Moo JuHOKI anikaibHi OpyHbkH (< 0,2 %), mpuuomy
BOHM TakKi 1 3aJMIIaIMCS Ha IHIMianpHIA ctaaii mudepenmianii. OTxke, y pi3HUX TpaBiTalliiHUX
YMOBaxX KOMIIETEHTHICTh BEpPXIBKOBOI KJIITUHM, K4 HE3MIHHO € MEPUCTEMHOIO, 3MIHIOETHCS, alie
MOXXYTh aKTUBYBATHCS HOB1 30HHM POCTY 1 HOBI JAOYIPHI KIIITUHU, BIAAUTMBIINCH BiJ amikalbHOI. 3
TaKUX IHIIATBHUX KJIITHH 1 X HaMaJKIB YTBOPIOIOThCA OpyHBKH rameTodopis. ['paBizanexHuit
IpolleC YTBOPEHHS OpyHBOK Ha amlikaJlbHUX KIITUHAX NPOTOHEMHMUX CTOJIOHIB MPHUIIBUALIYE
¢doTromMopdorenes JIUCTKOCTEONOBUX MAroHIB 1 pO3BUTOK raMeTodiry, TOOTO BHUKOHYE aJalTHUBHY
byHKILIO.

AnikanbHe OpYHbKOYTBOPEHHS HAJICKUTh J10 0COOIMBUX I'paBiMOp(03iB, 10 JOCITIHKEHO Ha
KJIITUHHOMY PiBHi: OpYHBKH MOXXYTh YTBOPIOBATHCA 3 OJIHI€T aliKaabHOI KIIITHHU a00 3 IpyIu KIITHH
B amikaJbHOMY JOMEHI NPOTOHEMHOTO CTOJIOHY. Bmepiie mnomispusyroua i CHIM TSDKIHHS
PO3IIIIAEThCA K (PaKTOp MOp(OreHe3y JIMCTKOCTEOIOBHX MAaroHiB, KOTP1 € CTPYKTYPHOIO OCHOBOIO
JIOMiHYyt040i TaMmeTodirHOi cTanii po3BUTKY MOXiB. lle Jae mincTaBu CTBEpUKYBaTH MPO

3arajibHOOI0JIOTIYHE 3HA4YeHHs TpaBiTalii y TpaHcdopMallii OJHOMIPHOTO POCTY B TPUMIpHHIA
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3aJIeKHO Bin ek3oreHHoro ¢axtopa. L{oOu kimiTnHM HaOymM KOMIETEHTHOCTI 10 audepeHmiamii i
(dbopmyBaHHS OpYHBOK, TOBUHHI MOSBUTHUCS €HAOTEHHI epeayMoBH 1t Mopdorenesy. Haitnepiue
I1e 3MIHU CTPYKTYPHOI oprasi3arii KIITHH, 4aCTOTa MITO3IB, IHIIiaIlisl TOMEPEYHUX 1 IMO3I0BKHIX
MOJIUTIB Ta YTBOPEHHS TPUCIUHO] anikainbHOI KiIiTuHU. KpiM ToTO, PopMyBaHHS HOBHX OCEH pOCTY i
mrdepenmianis 3aIeKuTh B (Pi310JI0TTYHIX MPOLIECIB, TOISPU30BAHOTO TPAHCIIOPTY (HITOTOPMOHIB,
peopranizarii IUTOCKENETY, CHHTe3y KOMIIOHEHTIB KIIITHHHOI CTIHKH, PI3HUX CYIYTHIX YMHHUKIB.
AnikanpHa KJIITHHA MiJ] BIUIMBOM IpaBiTallli CTa€ MOJISIPHUM aTparyroyuM LIEHTpoM MeTaloiTiB. B
areKcl BepXIBKOBOI KJIITMHHM MPOTOHEMH MaKCHMAaJIbHO 3pOCTAa€ KOHILIEHTpallis OUIKIB, aKTUBHICTh
(hepMeHTIB, HarPOMaKYIOTHCSI BE3UKYJIU ['OJb/KI Ta KOMIIOHEHTH KJIITHHHOT CTIHKH, 3MIHIOETHCS
criBBiHOIIEHHS (DITOrOPMOHIB 1 JT0Kai3alis eineMmenTiB nutockenety (Ripetskyj et al., 1999; Bopp,
1983; Rose et al,1983; Demkiv et al., 2003; Jlemkis Ta ix., 2006, 2009; Keijzer et al., 2021).

[lepexigx BIA HUTYACTOTO POCTY NPOTOHEMH [0 00’eMHOI KOH(Iryparii OpyHbOK
CYIPOBOJIKYETHCSI HU3KOIO TOJISIPHUX ACUMETPUYHHX MOJUIIB 1 YTBOPEHHSIM TETPAiHO1 alliKaabHOT
KIITHHE Ta (i310JIOTIYHUMHE TIpoliecamMH, 0 (GopMye KOMIIEeTeHIIio 10 nudepeniiamnii (Zagorska-
Marek et al., 2018). Ile 3arampHa eHzoreHHa iHdopmaris (KOHTPOJB) MPO TUIOHIHHY IOILTY,
aKTHBAIIIIO ITUTOKIHIB, CHHTE3 OUTKIB perentopiB ¢itoropmoHiB (Bopp, 1983) Tta yqacts eK30reHHUX
(akTOpiB, KOHKPETHO TpaBiTallii, SK CHTHAY MOJApU3yr0doi 1 MexaHiuyHOi cwim. [limBumeHi
KoHIeHTparii ek3orenHoi IOK y Physcomitrium patens crioBinbHIOIOTE PIiCT i PO3MipH KJIITHH, Bij
4OTO0 3aJICKHUTh IUIONIMHA TOAUTY sIpa, MUTOKIHIH 1HIYKYE YTBOPEHHS IpHUMOpIis rametrodopy i
mudepenmiaiiro 6araroxairnaHoi Opynsku (Thelander et al., 2018; Cove et al., 2006).

YiTko BUpaKE€HA 3aJCKHICTb PO3BUTKY MPOTOHEMH BiJl TOPMOHAJIBHOTO CITIBBITHOIIICHHS
BCTaHOBJICHA I IMTOTHINB ToOrtula caucasica, siki Bigpi3HSIOTbCS BHIIMM pPiBHEM ayKCHHY i
HUKYMM BMICTOM IUTOKIHIHY B JHUIUIOiAa, MOpiBHAHO 3 ramnoinom ([emkiB Ta iH., 2005). Lle
3yYMOBJIIOE MOP(OJIOTiuHI 0COOIMBOCTI B yMOBAax MOJSIpU3Y0YOi Ail rpaBitauii y tempsiBi. [licis
IpaBiCTUMYIIALIT amikaidbHl KIITHHA MPOTOHEMHU JUIUIOIIHOTO HUTOTHUIIA CIIOYATKYy Taily3uiIucs,
YTBOPIOIOYH MYYOK TUIOK, a BXKE TOJ1 3aKJIaAaaics OpyHbKHU B aleKci MK rajly3kaMu, B raruioina x
OpyHbKH (OPMYIOThCSI Biipa3y Ha TOJOBHHMX CTOJIOHaxX. Y po3railyKeHill BepXiBKOBI YacTHHI
CTOJIOHIB y JUIUIOINIB, OUYEBUIHO, CUHTE3YIOThCSA 1 HArpPOMAJDKYIOTbCS LIUTOKIHIHM, JIMIIE IICHs
I[OTO PO3MOYMHAEThCS Mubepeniiamis OpyHbok. Mopdonoriyai 0co6IuBOCTI 00UIBOX ITUTOTHUIIIB
T. caucasica 3ymoBieHi (GiToropMoOHaMHu, BMICT SKHX, B YMOBax MOJISAPHU3YIOUOT il rpasitamii y
TeMpsiBi iepeOyBae mif ii KOHTPOJIEM.

CkoopauHOBaHMH OajlaHC ayKCHHY Ta LUTOKIHIHY KOHTPOJIOE TAaKOXX TOYHE MOJOKEHHS
TUTOIIMHYU KJIITUHHOTO MOJIUTY 1 KUIBKICTh KIIITHH, HEOOXITHUX JUIsl PO3BUTKY OpYHBOK rameTo(opiB

1 3aJIeKUTH Bi opieHTalii MikpoTpybouok mutockenety (Vorselen et al., 2014; Schulz et al., 2001;
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Moody, 2022; Schwartzenberg, 2009; Schwartzenberg et al., 2016). Bxe Ha Terpainniii cramii
3aknasaHHsa OpyHbkH P. patens, piBeHb ayKCHHY 3HMXKYETHCS JI0 MOYATKOBOTO 3HAYCHHS 1 3aBISIKU
[bOMY 30€piraeThCsl 1ICHTUYHICTh MaTepHHChKOI amikanpHOi Kiituau (Moody, 2022). Tomy
TpUMIipHa crenianizamis pocty i (GopMmyBaHHS TramMeToQopy PpEryIIO€ThCS TOPMOHAIBHO Yepes3
IHIYKIIO POCTY, MOJAUTIB 1 TamyKEHHs KIITHH, a 1l TOpYIICHHS HEMUHYYe ITO3HAYA€ThCS Ha
mudepenmianii KIiTHH Ta MopdoreHesi anikanbHUX OpyHbOK. KITliTHHHA MONAPHICTH, TOPMOHAIIbHA
perynsuis 1 eJIeMEHTH IUTOCKEIETY CIUIbHO BIUIMBAIOTh Ha MIrpaliio 1 MOJIOKEHHS s]pa, IO
MOJyTI0€ MOpP(OJIOTII0 KIITHH 1 € (yHAaMEHTaIbHUM MEXaHI3MOM OaraTOKJIITUHHOCTI Ta
mudepenuianii OpyHbok. Jlyii BH3HAU€HHS 3B’A3KY MDK TaKMMH MpPOLECAMHU Ta POJl KOKHOTO
(daktopa y ¢opMyBaHHI KIITMHHUX TOAUIIB 1 TpaBiMOpQo3iB HEOOXIIHI MUIECHPsIMOBaHI
MOPQOJIOTIUHI 1 MOJIEKYJIAPHI AOCTIIKEHHS.

Taki goCmiKEHHS TPOBOIATHCS B TaTy31 KOCMIYHOI 010J10T1i, 3HAYHUM JOCSITHEHHSIM SIKUX €
pe3yabpTaTH eKkcrepuMeHTiB y kocmoci (Zabel et al., 2016; Kordyum, Hasenstein, 2021, 2023).
Hampuknan, 3a BiICYyTHOCTI TpaBITPONMHUX TMOJPA3HUKIB TiJl YaCc KOCMIYHHUX TOJBOTIB,
MTOCUJTIOBAJIACS PETYIISIisS TeHIB BIAMOBITAIBHUX 3a (DYHKIIOHYBAHHS XJIOPOILIACTIB 1 (POTOCHHTE3
npopoctkiB Arabidopsis thaliana, aktuBariss MITOXOHAPIAIBLHOIO T'€HOMY, CHHTE3 AayKCHHY 1
mutokininie (Kruse et al., 2020; Medina et al., 2022). V cepii kocmiunux ekcriepumentis 2013-2018,
y SIKMX 3aCTOCYBAJIX Pi3H1 §-piBHI, BU3HAYECHO, 1110 POCIWHH 3aTHI aIalITyBATUCS JI0 CTPECY B yMOBax
MikporpasiTailii uepe3 ¢oroctumyismito tTa moxayisamito renomy (Hidder, Hemmersbach, 2017;
Héder, Iseki, 2017; Hader et al., 2018; Voosen, 2019; Medina, 2021; Manzano et al., 2022). B
EKCIIEpUMEHTaX Ha 3eMJll MIATBEP/HKEHO IepenporpaMyBaHHS eKCHpecii TeHIB 1 MOpYIICHHS
KJIITUHHOI npoJideparlii Ta 6ioreHe3y puOoCoM ITijl BIUIMBOM CHJIM TSDKIHHS, IO MPU3BOJIUTH JI0 3MiH
B MEPHCTEMAaTHYHIA TKaHUHI 1 qucOamancy Mk mojaiutom Ta poctoM kiitud (Millar et al, 2010;
Medina et al., 2022). EkcriepuMeHTH 1iKaBi, BOHH 3HAYHO JOMOBHIOIOTH 3HAHHS PO MEXAHI3MH i
pI3HI cTparerii, Kl pOCIMHU MOXYTh BUKOPUCTOBYBATH JUIS aJanTallii Ta PO3BUTKY y BIIMIHHHUX
rpaBiTallifHUX YMOBax KOCMOCY. UMMaJo OrII0OBUX POOIT, y IKUX HAroJIOIIy€eThCS Ha MpobdiemMax
yepe3 CKJIaJHI TEXHOJIOTIT HAyKOBUX JOCHIIKEHb, PO3POOISIOTHCS HANpsMH AOCIIIKEHb, sKi O
MOKPAIMIN  JKUTT€3a0€3MeUeHHs] POCIMH, 3MEHIIMIM HEraTUBHUM BIUIMB MIKpOIpaBiTalii,
HPOIOHYIOTh CEPEIOBHIIA 1 YMOBH JJIsl BUPOIIYBaHHs pociuH Ha Micsii i Mapci (Zabel et al., 2016;
Kordyum, Hasenstein, 2021; 2023; Medina et al., 2022).

Jlnis 3’sicyBaHHS ME€XaHI3MIB ajamnTailii pociuH 10 3MIiHEHOT rpaBiTalliifHol cuinu Ha 3emui i
MIKpoTrpaBiTamii y KOCMOCi BUKOPHCTOBYIOTh METOIM ineHTUdiKamii reHHoi excripecii (Xu et al.,
2018). HocnimkeHHs TpaBiTponi3My 1 epeKTiB MiKporpaBiTallil IpyHTYIOTHCSI Ta 0OrOBOPIOIOTHCS 3

OISy HAa MEXaHI13MHU BIUIMBY CHJIM TSDKIHHSI Ha PICT 1 aIaNTallilo pOCIHH A0 IPaBITaIlifHOrO CTpecy
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(Mimenko Ta iu., 2011; Kordyum, 2014; Xu et al., 2022; Kordyum, Hasenstein, 2021, 2023). Uumaso
eKCIIEPUMEHTAIBFHUX MiATBEpIKeHb, 1m0 MetumoBanHs JIHK BmumBae Ha cunte3 Ha piBai MPHK i
(GyHKIIOHATBLHO BaXKJIMBE B yMOBax abiotuynoro i 6iotuunoro crpecy (Blancaflor, 2013; Correll et
al. 2013; Paul et al., 2012; Ferl et al., 2015; Wei et al., 2022; Guo et al., 2023). Perynsiis nmpoiiecis
TPUBUMIPHOTO POCTY TEX 3aJeKHUTh Bif IU(PEPEHIIHOI aKTHMBHOCTI T'€HOMY, B TOMY YHCII
emirenetnyoi peryssiuii (Okano et al., 2009; XopkasuiB Ta iH., 2023) Ta 3MiH Ha TPAHCKPHUIILIIHHOMY
i moctrpaHcisniiiHomMy piasax (Pereman et al., 2016; Moody et al., 2022; Kriegshauser et al., 2021).
[ToTeHuiiiHo rpasiraiis € eK30reHHUM (pakTopoM MoJudikalii reHHOoi ekcnpecii 1 PyHKII0HAIbHOT
aKTUBHOCTI PO3BUTKY MOXIB (aKTHBAaTOpOM 4YHM OJIOKATOpOM) Ta MOXE MpPOSABIATUCT Y
IPaBIYyTIAUBOCTI, TPOMi3Mi, rpaBiMOpdo3ax. ['paBidyTIMBICTH Ta IHTEHCUBHE 3aKJIaJaHHA OpYHBOK
Ha TpaBiCTUMYJBOBaHIi npotoHemi Physcomitrium patens i Tortula caucasica KOHTpPOJIOEThCS
eMIreHeTUYHO YHachigok 3MmiHu crany MerwmoBaHHsS JIHK (Pimenpkuii, Xopkasuis, 2012;
XopkaBuiB Ta iH., 2021, 2023). 3meHmenHs KiabkocTi MeTwiboBaHux ocHoB JIHK 3a yuactio
OnokaTopa S5-a3allMTUIUHY MOPYIIYBAJIO CIPUMHATTA IpaBICUTHANY 1 BIUIMBAJIO Ha TPUBAJICTD
30epeKeHHs TTaM’ SIT1 PO TPaBICTUMYIL. 3B’ 130K MK MeTuItoBaHHsAM ocHOB JIHK Ta rpaBiiHayKIi€to
KJIITHH TPOTOHEMHU PO3TIIANAEThCSA SIK CHTHaJbHA JIaHKa B MOJU(IKaIlii T'paBITPOITHOTO POCTY.
Hampuknan, yHacmimok koHpopmamiiaux —emirenernunux 3miH  JIHK  migBumryBamacs
BapiaOeNbHICTh TaTy)KEHHS CTOJIOHIB, 3pOCTalla 4acTOTa BapiaHTIB MIHJIMBOCTI IPABITPOITHUX KYTIB
JarepaibHHUX TiI0K mpotonemu Polytrichastrum arcticum. Omxke, Mmopdoioriuna Gpopma raayKeHHs
30epira€TbCsl y KIITHHHUX IMOJUIAX 1 MOXE CIAIKOBO 3aKPIMHUTHCS, a BiJ MIHJIMBOCTI 1 4acTOTH
po3ranyxeHb 3aJIeKUTh HIUIBHICTh NEPHUHU, L0 y CTPECOBHX yMOBaX HalyBa€ aJanTUBHOTO
snayenns (Clarke, Robinson, 2008; Pineupkuii, XopkaBmis, 2012; Pereman et al., 2016).
Enirenetnuni Moaudikamii TakoX € OINOCEpEAKOBAHUM PErylaTOpOM TiJ dYac Mepexoay
rameTodiTHOI cTaii po3BUTKY MoXiB Ha criopoditauii (Horst, Reski 2016) i cierudiyaux peaxiriii
Arabidopsis thaliana Bnpomos:x onTorenesy (Schubert et al., 2003; Moody, 2022).

Enirenernyni Bapianii, kpim metwmoBanHs JIHK, BkiIro4aroTh aneTHIrOBaHHS TICTOHIB,
dbocdopuroBanHs Ta prbOo3MITIOBaHHS creldiuHX amiHOKucnoTHHX 3anumkis (Peremal et al.,
2016; Moody, 2022; Horst, Reski, 2016). InenTrdikoBaHo KOMILJIEKC OUIKIB TiCTOHIB, SKi yHACTITOK
AlCTUIIOBAHHS 3MIHIOIOThH EKCIIPECIIo TeHIB, 1110 BIUIMBAE Ha pO3BUTOK MOxy Physcomitrium patens i
omHoKmiTHHHOT 3enenoi Bogopocti Chlorella (Lee et al., 2008; Pereman et al., 2016). Moaudixkarrii
OKTaMEpPHOT0 OUTKOBOTO KOMIUIEKCY HOPYIIYBaJIM MOJSPHICTh IUTOCKENIETY 1 TMOIUTYy KIITHH,
YHaCIiJ0K 4oro ramerodopu (GopMyBarcs OJHOYACHO SIK Ha KayJTOHEMHHX, TaK 1 XJIOPOHEMHHUX
crosionax P. patens (Rawat et al., 2017; Brejskova et al., 2021). [leanieTriiroBaHHsI TICTOHIB 33 YU4aCTHO

tpuxoctatuny A (TCA) 3miHtoBano audepenuiaiiro ramerodopis P. patens Ha paHHIX cTajisx
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PO3BUTKY MPOTOHEMH, AKTUBYIOYH 3aKJIaJaHHsI OpYHBOK B aIliKadbHIN YaCTHHI CTOJIOHIB (XOPKaBIIiB
Ta iH., 2023).

BriuB CBITII0BOTO MOIpa3HEHHS HA POCIHHH Y KOCMOCI B YMOBaX MIKpOTpaBiTallii € KIIFOYOBUM
(baxTopoM st 3’SICYBaHHS TOTO, SIK IPHCTOCOBYETHCS OPTraHi3M JI0 HOBOTO cepenosuia. CBiTIOBUI
CHTHAJI MO€ TIOBHICTIO 400 YaCTKOBO 3aMIHUTH T'PaBITAllitHUI CUTHAJ, CIIPHSTH POCTY Ta PO3BUTKY
pOCIIMH B yMOBaxX MiKporpasitailii. BTiM BaXJIWBO, IO TpaBITAI[IMHUIA CTPEC CTUMYJIIOE HOBI
CTparerii pociaMH B MIKpOTpaBITaIlli, MPO MIO0 CBIYaTh EKCIEPUMEHTAIbHI JOCTIHKEHHS 1
BUPOIIYBaHHS PI3HUX POCIWH il Yac pO3MHUpeHHX KocMidHux Mmicii (Manzano et al., 2020;
Kordyum, Hasenstein, 2021).

B3aemois Mk pOTO— 1 TpaBITPOII3ZMOM CKJIaIHA 1 HE 3B AU 3p03yMiIa B YMOBaX MOCTIITHOTO
BEKTOpA rpaBiTairii Ha 3eMJIi, a eKCIEPUMEHTH B KOCMOCI KUTbKICHO 0OMexeH1. Psij mociimkeHs mpo
BIUIMB B3a€MOJII1 CBITJIa 1 TpaBiTallli BUKOHAHI B YMOBax IMITOBAHO1 rpaBiTallii, y3araJbHEHHS PO
BIUIMB MiKpoTpaBitaitii 3po0ieHo nepesaxno st Arabidopsis thaliana i Zea mays (Kiss et al., 2003;
Herranz et al., 2013; Kiss et al, 2012; Vandenbrink et al., 2014). € kinbka eKCIIEPUMEHTIB 3 MOXaMHU
y mBox mporpamax NASA Space Shuttle (STS) Columbia mpo edekr ¢oTo-i rpaBirpomizmy Ta
CHIpAJIbHUM PICT MPOTOHEMH y MIKPOTPABITAIlil, K1 MATBEPHKYIOTh KOHKYPEHTHY B3a€EMO/III0 MDK
¢doTo- 1 rpaBiTponizMoM Tipu 1¢. 3BUYAIHO, CBITJIO SK MOTYXHIMHUK (I3MYHUNA YWHHHK, OJIOKYE
PeaKIIiro pOCIrH Ha TOJIAPU3YIOUY MIiI0 TpaBiTairii.

CBiTJIO 1 TpaBiTaIlil € OCHOBHUMH (haKTOpaMH PO3BUTKY POCIHWH 3a Yy4acTio (oTo- 1
I'PaBITPOII3MIB, IO JeTepMiHye hopMyBaHHS radiTycy. [loTeHmianom a1 KUTTEAISIIBHOCTI MOXIB €
pO3ray)KeHHsI MPOTOHEMH 1 maroHiB. Tojl SK TalyKeHHS KIITHH MPOTOHEMH, BIAMOBIIHO [0
KOHIICTIIT amiKaJIbHOTO JIOMIHYBaHHS, KOHTPOJIOETHCSA —aIMKaJIbHO-0a3aIbHUM TPaHCIOPTOM
(bITOrOpPMOHIB, PO3TaTYKEHHS MMaroHiB BIAPI3HAETHCA METAMEPHUM PO3MOJILUIOM T'UIOK, TOCTYIOBUM
J03pIBaHHSAM TUIOK B3JOBXK IMaroHiB, HIUTBHICTIO, QYHKIIIMU 1 € OCHOBOIO (DOpMYBaHHS KUTTEBOT
dopmu moxis (Bopp, 1983; Cooke et al., 2002; Goffinet, et al., 2009; Glime, 2017).

Ha rabityc BrmuBae nepeaycim crocio ramyXeHHs KIITHH, KyT HaXUily 1 3MiHa HAaNpsIMYy POCTY
OlYHUX TUIOK BITHOCHO BEKTOpa CWiIM TsDKiHHA. Lle 3arampHOOIONOTIYHE SBUINE, 110 BHU3HAUYAE
cnenudiKy KyTa HaXUiy T'UTOK pOCIIHH BIPOJIOBK OHTOTeHe3y. BennunHa KyTa 3a1eKuTh Bijl CTPOTO1
KOOpAMHALI pocTy 1 mpoutidepaltii KIITHH, KOHTPOIIOETHCS TPAIIEHTHUM PO3MOILIOM ayKCUHY Ta
no3ot0 rpasitaniinoi cunu (Herranz, Medina, 2014; Kordyum, 2014).

[IpoctopoBa opieHTaIiss OIYHUX TUIOK MPOTOHEMH 3MIHIOETHCS 3alIEKHO Bil TMOJOXKEHHS
POCIHMH BIJHOCHO HampsMy [ii CBiTJIa 1 TpaBiTamii, y pi3HUX BHUIIB KyT PO3TaTYyKEHHS CYTTEBO
Bifpi3HA€eThCs (JleMkiB Ta iH., 2006; XopkaBuiB Ta iH., 2015). KopensuiiiHa 3ai1eHicTh MK POCTOM

1 KyTOM 3rMHYy OOKOBHX TUIOK 3pIBHOBAaXYETHCS II€I0 CHJIM TSDKIHHS, CBITJA 1 aBTOTPOIIZMY.
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B3aemonisi Takux (akTOpiB Ha PI3HUX €Tamax OHTOI€HE3y MOXIB BH3HAa4Ya€ CTPYKTYpy Ta Gopmy
pocaun y npupoanux ymosax (Hoson, 2014; Lobachevska et al., 2021, a, b). Ha cBitni kinituau
MPOTOHEMH B JIUCTAIBHIA YaCTHHI CTOJIOHA Tay3AThCS Mmig KyToM 30°, a BXKe B OCHOBI JlaTepalibHi
TUIKA POCTYTh IJIAriOTPOINHO, TOOTO mmia Kyrom 80—90 °; mpu kiaiHOpOTamii KyTH 30UTBITYIOTHCS.
['paBiUyTnUBICTh OIYHUX TUIOK TOCTYNOBOMY 3HIDKYETHCS YHACTIIOK alliKalbHO-0a3aJIbHOTO
rpajieHTa ayKCUHY Ta 30UIbIIEHHS BMICTY ayKCHHY B POCTYYHX alliKadbHHUX KiiTHHaX Tinok (Cove
et al., 2006; Roychoudhry et al., 2013). AykcuH Ji€ siK IHAYKTOP, BiJl IKOTO 3aJI€KUTh TPaBITPOITHHUI
KYT I'JIOK 1 TpHBAJIICTh aBTOTPOITHOTO pocty (XopkasiiB Ta iH., 2015; Roychoudhry, Kepinski, 2015).
I'paBitponHo 3amanuii kyt (GSA gravitropic set-point angle) rimox 30UTbIITY€ETCS TICIS T0AaBaHHS
y cepenosuiie 3 Kynbrypamu [OK. Antnaykcun N-l-nadtundramamona kucnora (HOK) Ta
iHri0iTop mpoTeiHiB OpedenniH A npurHidyoth noispHuil Tpancnopt [OK 1 kyr Haxuiny
3MEHILY€EThCS. 3JaTHICTh OPraHiB MEPEOpIEHTOBYBATH PICT BIIHOCHO TI'PaBITALlIfHOTO BEKTOpa
IPYHTY€EThCS HAa BUIO03MiHI BelnuyuHU GSA, a TOpYIIEHHS MOJIAPHOTO TPaHCHIOPTY (ITOrOPMOHIB
3MEHIIy€ MPOTHII0 TPaBITALiNHINA CHII 1 TIarioTpornHoMy pocty O6iunux rinok (Lobachevska et al.,
2021, a; XopkasiiB Ta iH., 2015).

[Tommupenorw ¢opmoro MopdoreHe3y pocivH € crhipadbHuil picT. CripaiabHICTh BJIaCTHBA
KO>KHOMY POCIMHHOMY OPTaHI3MY 1 HAUIPOCTIIITUM 00’ €KTOM JIsI €KCTIEPUMEHTAIEHOTO BUBUCHHS
CITIpaIbHOCTI € camMa KITITHHA, a 3HAYHO CKJIAHIIINM — CITipajbHa CUMETpist cyuBith (Sinnott, 2015).
J10 HMX HAJIEXKHTD CIIPaIbHHIA THIT IEPHUHNA MOXIB, onrcanuii Bimomumu 6piosoramu (Kofler, 1957,
1959; Jlazapenko Tta iH., 1961; Bopp, 1983), 1 € moBosi pPO3MOBCIOHKEHOIO (OPMOIO pPOCTY
(Crpykrypa Buay..., 2001; Kern et al., 2005; JIemkis Ta in., 2006; Lobachevska et al., 2022).

[lincTaBoro I MOCTIDKEHb BIUIMBY TpaBiTaiii Ha cripadbHUNA (EHOTHIT JACPHUHHU CTaIH
€KCIIEPUMEHTH Y KOCMOCI, KOJIM BIepIle Taky ¢GopMy pocTy moOadyuid B yMOBaX MIKporpaBiTaiii
(JemkiB Ta in., 1998; Kern, Sack, 1999; Kern et al., 2005). CmipaisHa dopma pocty Oyina
HEOYiKyBaHO0, TOMY 1110 Ha 3eMuIi pu | g IpoToHEMa pociia HEraTUBHO I'PABITPOIIHO, a Y )KOJHOT'0
3 BHUJy POCIHH, KOpPEHI SKHUX PO3BHBAIOTHCS y TEMpsBi, HE BUSABISUIM NOAIOHOT Qopmu y
mikporpasiranii (Hatakeda et al, 2003; Johnsson et al., 2009; Schultz et al., 2917).

MiHnuBicTh pocTy 1 audepeHuianii TpOTOHEMH MOXIB y PI3HHX YMOBaxX CEpeloBHUINA €
BHUHSTKOBO BUCOKOI0, MOJTYJIALIS POCTOBUX (hOpM 31iiiCHIOEThCS IpaBiTalli€to 1 cBiTiaoM. (CTpykTypa
BULY ..., 2001; Xopkasuis, [lemkiB, 2009; JlobaueBcbka, Xopkasuis, 2014). Bin B3aemoii cBitia i
rpaBiTanii 3anexaTrb yci (GOpMU pOCTy, IHKOJHM, OCOOJMBO MpPU HECTaui BOJOTH YHM MOKUBHHUX
PEUOBHH, CTOJIOHU POCTYTh CHIPAILHO, X0Ua MPOSIBISEThCA 1Ie HeyacTo. [lepeaymMoBoro cripaibHOT
¢dbopMu POTOHEMHOI JEepHUHM € TudepeHIialis KayloHeMH, JOBrOTpUBaIol cTanii ;s 6araTbox

BUJIB MOXIB. YTBOPEHHS cIipaii BiIOyBa€Tbcs YHACHIJOK pOTallii alneKcy BEpXiBKOBOi KJIITHHH,
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CYINPOBOJIKYEThCS HAXUIIOM CTOJIOHIB 1 3aJISKUTh BiJ B3aeMoJii cBiTia i rpasitanii ([JemkiB Ta iH.,
2006). Jlumre amikaabHa 30HA KAYJIOHEMHUX CTOJIOHIB 3 KOCUMU KIIITHHHUMH TIEPETUHKAMU, YTBOPIOE
HeBeuKHil ~ 20 HaXUJT BiJHOCHO TOPH30HTAIBHOI IIPAMOMIIHIHHOT OCi POCTY, IO iHINiFOE TOYATOK
crmipanizanii. Haxun KIITHHHEX MEpPEeTHHOK Ja€ MOXIIMBICTh BEPXIBKOBIH KIITHHI oOeprartucs
B3JIOBXX 1 HaBKOJIO MO3JOBXHBOI OCI POCTY, JIOJIATH OIip cyOCTpaTy 1 BEKTOpa rpasiraiii Ta
3akpydyBaTucs. Ha KIiTHHHOMY piBHI 3MIIIEHHS POCTOBOI 30HM YHACTINOK (popMyBaHHS KOCOT
MEPETUHKH B alliKajdbHIA MEPUCTEMHIN KIITHUHI, IO TUIUTHCSA, IHAYKYE CIIpajbHy MOJEIb POCTY.
[TopiBHSIHO 3 MIAriOTPOITHUM POCTOM, KOJIM Y B3aeMOJIi (pakTOpiB JOMIHYE CBITIIO, MiJ Yac iHimiarii
CHIpaJbHOTO POCTY B3a€EMOBIUIMB CBITJIAa 1 rpaBiTauii 3MiHIO€Thes. Lle BaxkimBa mpobiema st
JOCTIIKEHHS OTJIAly i Ha Te, HACKUIbKHM MIHJIMBa MOPQOJIOoriuHa popMa pOCIUH 1 y4acTh CTATUYHUX
¢13uyHUX (haKTOPIB — CBITIIA 1 paBiTallii — y IIUX MpoLecax.

Ha mizacraBi qocnigkeHb pocTy MPOTOHEMH B yMoBax Ipasiraiii 3emii (1 ¢), Mikporpasiraiiii,
Jie eJiMIHOBaHa cuja MPUIIBUALICHHS, 1 KIIIHOCTAaTyBaHHS, KOJIU MOpPYIIeHa KOHCTaHTa ( BEKTOpa,
MiJ BIUIMBOM pPI3HOTO OCBITJIEHHS Ta CKJIQJy II0OXHWBHOTO CEpPEOBUIA BCTAHOBJIEHO, IO
CHIPAJIBHICTH € CITaJIKOBOIO BJIACTUBICTIO, ajie 3a3BUYAll MACKYETHCS JIEI0 1 CUITH TSOKIHHS, 1 CBITIIA.

Ha 3emuti yacTo BUKOPUCTOBYETHCS KITHOCTATyBaHHS IS IMITAIlii yMOB MIKpOTpaBiTallii, KoJiu
PICT MPOTOHEMHU YMOBHO MOYHA PO3JIUTMTH Ha JIHIHHUN 1 paHAOMIYHUMN, Ta JUIIE OKPEMI CTOJIOHH
YTBOPIOIOTH CHipajibHI 3TUHH. T0OOTO, CHipalbHY MOJENIb POCTY MOKHA aKTUBYBATH Yy 3arajibHIi
porpamMi pO3BUTKY, 3MIHIOOYHM BEKTOP T'PABITAI[IHHOTO CTUMYIY KJIIHOCTaTyBaHHSM, ab0 CHITy
MPUIIBU/IICHHS B yMOBaxX Mikporpasiramii. BpaxoByroun ¢dyHAaMEHTaNbHI BiAMIHHOCTI MDK
Oe3repepBHUM OOEpTaHHSM OpPraHi3My Ha KJIIHOCTATi Ha 3eMJli 1 yMOBaMH BIPTYaJbHOTO BUIHHOTO
MaJIHHS Y KOCMIYHOMY MOJIbOTI, MOKHA JIOMYCTUTH, 10 Ha 3arajbHy POCTOBY PEAKIIil0 BILTUBAIOTH
pi3H1 YMHHUKH. TUM Maye, M0 MpPU OCBITJIICHHI Ha 3eMili, KOJM BUKIIOYEHO PEAKIII0 POCIUH Ha
rpaBiTaIlito, TaKOXK € cripainbHi qepHuHY (JleMkiB Ta iH., 20006).

VY xocmiunomy monboTi NASA na Space Shuttle Columbia (STS-87) cmipanbHi CTONOHH
Ceratodon purpureus yTBOpIOBAIMCS 3a BiJICYTHOCTI CBiTJIa i B yMOBax Mikporpasitaitii. MojkHa
JOMYCTUTH, 110 3MiHAa MPSIMOJIHIAHOT MOJeNi poCTy Ha CHipaJibHy y MIKporpaBiTalii Ta miJx yac
KJIIHOCTAaTyBaHHs, YHACI1I0K BTPATH UM MMOCTIHOT 3MIHM BEKTOpA rpaBiTallii, peryIt0eThCsl pI3HUMHU
MeXaHi3MaMu. MOKIIMBO, 3MIHIOE€THCS IHTEHCUBHICTh B3a€EMOIT MK CHJIOO TSDKIHHS 1 CBITJIIOM a00
MDK ()OTO- 1 TpaBITPOII3MOM, a BiJl BHYTPIIIHbOBUAOBUX MOP(OIOTIYHUX BIACTUBOCTEH 3aJI€XKUTh
CTYMiHb cHipaiizaiii AepHuHU 1 1 Gopma. Ski 6 He Oynu MexaHI3MHM cHipanizaiii, yHIKaJIbHUN
cripaibHUM (EHOTUI IMPOTOHEMHOI JEPHUHU € MPUKIAJ0M 3aJeKHOIO BiJ MOJspHU3alii KIITHH

rpasi- i poToMopo3sy, 30arauye MOpQOJIOTiIHY MIIACTUYHICTH 1 CTIHKICTh MOXIB /10 CTPECOPIB.
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OpHi€r0 3 TPUYMH BTPATH T'PAaBIYYTJIMBOCTI y MIKpOTrpaBiTallii i miJ 4ac KiIiHOpoTarii Ha
KJIITUHHOMY PiBHI € YTBOPEHHs KJIacTepiB aMUIOIJIACTIB y cyOammiKaibHii 30H1 alliKaJIbHUX KIITHH.
HasiBHICTB TpyT IIIACTHT O3HAYAE, IO ICHYIOTh CHIOTEHHI MPOIIECH, SKi 3a1I00IrafoTh ceTMMEHTAITl
1 OJIOKYIOTH TPaBITPOIII3M: BiIJAIEHUM HACIIIIKOM I[LOTO MOXe OyTH 3MiHA TUITY POCTY 3 JIIHIHHOTO
Ha CITpaIbHUNA. 3aTUIIA€ThCS IMMHUTAHHS, YU CIIPATBHICTh, SK KOHCTUTYTHBHAa (opMa pOCTY
MaCKYy€ThCSI TPABITPOITIZMOM, UM HIYKIIist 3MIHH MOJIETIi pOCTY BiI0yBa€ThCS JIUILE 32 YMOBH, KOJIU
rpaBiTaIliiHUNA cTUMYIN 3MiHIO€ThCS. [1]0o cripanbHa nepHUHA YTBOPIOETHCSA Yy PI3HUX yMOBax — Ha
CBITJII MpU CTAaTHU4YHIA BennuuHI 1¢ 1 y MIKporpasiTaii, NiATBEP/HKYeE ii ClIaJKOBY MPUPOLY, sKa,
3a3BUYail, 3aJeXUTh BiJ cBiTIA 1 rpasitanii. [Hkonu Taky (opmy BHSABIAIM B IMOCYIUIMBHUX
npupoaHux ymoBax pociuH [liBgenHoi Adpuku, nanpukinan Aloe polyphylla (Kofler, 1965) ta
Ceratodon purpureus, B ekcriepuMenTi 3 HeBrucokuMu koHnentpaitisimu IOK i ByrneBois (/eMkiB
Ta iH., 2006). PagianpbHa cuMeTpist — npaBUjIbHE CHIpajbHE PO3MIIIEHHS JIaTepaibHUX OpPraHiB —
PO3IMOBCIO/PKEHA BJIACTHBICTh POCIWH 3 BEPTUKAIBHOIO BICCIO, KOJIM [ CHJIM TSDKIHHSA 1 CBITJIa
MpUOJIN3HO OJIHAKOBA 3 YCIX CTOPIH. Y TOPU30HTAIbHO PO3MIIIEHUX OCSX, Yepe3 HEePIBHOMIPHUMN
BIUIMB TpaBitallil i cBiTia cmipanbHicTh 3amackoBana (Sinnott, 2015; Leopold, 1964). Cmipaii
MIOIIUPEH] B MPUPOJII 1 YaCTO MAIOTh QJANTHBHE 3HAYCHHS MPH PO3MIIIEHHI CYMPOTUBHUX JIMCTKIB
abo nucTKiB Ha BepxiBmi maroHa. CmipanpHa ¢Gopma TPOTOHEMHOI JIEPHUHKH Ha CBITII Ja€
MOXJIMBICTh ONTUMI3YBaTH PO3MOJALT PO3TalyKEeHb 1 3aKJIaJaHHs JINCTKOCTEOI0BUX TramMeTo(opiB,
o crnpuse eDeKTUBHIA (HOTOCHHTETUYHINA aKTUBHOCTI 1 3aCEJICHHIO TEPUTOpIi. SKIIO 3aBIasku
CHIPAJIbHOCTI MiABUITY€EThCS (DOTOCUHTE3, OUEBUIHO, HE Oyia 3a0JIOKOBaHa MporpamMa CripaibHOTO
pocty B TeMpsiBi. Taka ¢opMa HEJOCTAaTHHO PO3BUHYTA Y TEMPSIB1 Uepe3 eHepreTHuHuil nedinur, ane
YTBOPIOEThCS TICHA JO0JaBaHHA IyKpiB. SIK albTepHaTHBa, BUHUK MOTY)KHHM TpaBITPONHUIMA
MEXaHI3M, SIKUH TeXK HiBeNtoBaB CHipanbHicTh. CripanbHUA PiCT y TEMPSBI MOKe OyTHU JPEBHILIOIO 1
He3aleKHO0 (HOPMOTO Bif cripaii, o po3suHyiacs Ha cBitii (Kern et al., 2005). He auBisturch Ha
MIPUIYIIEHHS EBOJIIOLIHHOTO MOXO/KEHHS, CHIpajbHICTh y TEMpsBI Maiike BTpaueHa 1 cCTae
BI3yalIbHOIO JIMIIIE Y MIKporpaBitaiii abo i yac KIIHOCTaTyBaHHsS, TOOTO 3a YMOB MOPYIIEHHS (-
BEKTOPA, 1110 YITKO PENpe3eHTYE 1i rpaBi3ajexHy IPUPOTY.

Po06iT 13 gocnipkeHb CHipalbHOTO POCTYy MOXIB Hebarato, MO>KHa 3pOOMTH HMOCHIIaHHS Ha
nosigomienns (Kofler, 1957; Bopp, 1959; Jlazapenko Ta iH., 1961) i mybmikariii (Kern et al, 2005;
Braun et al., 2018, Lobachevska et al., 2022), B skux ommcaHi OKpemi NPHKIAIA YTBOPEHHS
CHipaJIbHUX JIEPHUH, BUTKUX TBUHTOMOJIOHMX CTOJIOHIB, CIIpadbHUX alloOraMHUX CTPYKTYp Ta
MOJKJIMBI YMOBHM JUIsl aKTUBAIlii iX yTBOpeHHs. 3ajiexkHi Bif rpasitauii mMoaudikamii (peHOoTHIy
BHU3HAYEHO JJIS NEPBUHHUX KOPEHIB 1 KOPEHEBUX BOJIOCKIB Ta HYTALIHHX arpaBITPOIHUX PYXiB

naroHiB Arabidopsis thaliana (Hatakeda et al, 2003; Johnsson et al., 2009). 3miHu KOJIMBHUX PYXiB



173

MOXYTh OyTH 3YMOBJICHI TaKOX TI'PaBITPOIHOI0 CTUMYJISIIEI0 PEAKLild CTUCKAHHSI<«>PO3TATaHHS
KOMITOHCHTIB TKaHWH 1 KJIITUHHOT CTIHKH, SIKI PO3TJISIAIOTHCS SIK «PE30HAHCHI IMITYIBCH», IO
30ymkyioTh cuctemy (Califar et al., 2020). /TuckyciitHe 0OroBopeHHs1 03Ha4ae, 110 MOTPiOHI HOBI
JOCTipKEeHHs 1ii 1 § Ha MPOCTOPOBY OPIEHTAILIIO 1 PO3BUTOK OPTaHiB, K MIITBEPIATh PE3YyIbTaTH
aHaJI31B PO Y4acTh rpaBiTallil y )KUTTEIISUTBHOCT] POCIHMH Ha 3eMITi.

Moxu MaroTh ICTOTHI TepeBaru mepea CYyAMHHUMHU POCIMHAMHU 3aBISKH HEOOTSKIMBOMY
crocoOy OTpUMaHHS JJA0OPaTOPHOI KYJIbTYpH, OJHOHUTUYACTINA Oy/I0B1 MPOTOHEMH, HASIBHOCTI JIBO- 1
TPUBUMIPHOTO POCTYy Ha cTajli ramerodiry, i3 3HAYHUM MOTEHIaJOM JUIsl MOJEKYISPHHUX 1
KIITHHHUX JOCHIIDKEHb — HANpUKIadA, JOMIHYBaHHS B OHTOTEHE3l CTaTeBOTO MOKOJIHHI—
rarioiIHOro raMeTogiTy Ta BHCOKOI 4aCTOTH TOMOJIOTIYHOI peKoMOiHallli, CIpHUsUI0 BUKOHAHHIO
MMOBHOTO CEeKBeHyBaHHA Hykieotuaaux ocuoB JHK  Physcomitrium patens weromamu
BucokoedektuBHoi Tpancdopmariii (Floriach-Clark et al., 2022). Ilikasi po6otu (Kruse et al., 2020,
Yang et al., 2020; Manzano et al., 2020, 2021) npo Ba3za€MO/il0 CHUTHAIIB CBITJIa 1 rpaBitallii, sKi
MOXXYTh OyTH BUpIIIAILHUMU JJIs1 PETYIALIL POCTY 1 PO3BUTKY POCIIMH y MIKpOrpaBiTallii, 30KpemMa,
3 METOIO MPUTHIYEHHS HETaTUBHOTO e(heKTy rpaBiTalidHoro crpecy. YnMano MexaHi3MiB B3aeMO/Iii
CBITJIa 1 TpaBiTallii, MO0 CTBOPIOIOTh MEPEIIKOAU I PETYJsAlii POCTY POCIHH, 3aTUIIAIOThCS
He3 sicoBaHUMH. B3aemogito MK JBOMa CHTHaJaMH MOYXKHA JIOTIOBHHUTH, 30CEPEIMBIINCH Ha iX
TPAHCAYKITIi Ta TPOBIAHIA PO ayKCHHY B ME€XaHI13Max CUTHaji3alii. € MUTaHHS, Y1 MOXE CBITJIO
KOMIIEHCYBATH HIKIJIMBUNA BILTUB 3MIHEHOT I'paBiTallii, OJIHaK HE3alepeuyHrUM 3alUIIAETHCS Te, 10
edeKTH CBiT/Ia i rpaBiTaltii 3ajekath oauH Bix oaHoro (Jlemkis ta id., 2009; Toledo-Ortiz et al., 2014;
XopxkasuiB Ta if., 2015; Millar et al., 2010; Kim et al., 2011; Kiss , 2006; Kiss et al., 2012; Valbuena
et al., 2018; Lobachevska et al., 2022).

KocMmiuni gociimkeHHs 3a0€3MeUyioTh YHIKAIbHE CEPEOBUIIE, B SKOMY MOKHA aHAII3yBaTH
MOBEAIHKY POCIHMH 1 MOTEHIITHO HOBI peakilii y BIANOBiIb Ha TpaBiTaniiHuil crpec. Pocnunu
yTBOpWIM Habip MexaHi3MIB omopy rpasitauii y ¢igoreHesi ix Ha 3emii, ane He cPopMyBaiu
cTaOUTHbHUM 1 HAJIMHUI cUrHAI TpaBiTallil 1 IPaBITPOMi3M B yMOBaX HEBaroMocCTi. Y MiKporpasitarii
MOXYTh BiIOyBaTHUCS 3MIHHM MOJENI POCTY, CTPYKTYPU KIIITHH, 3’SBISATHCS CleU(IYHI MeXaHIuH1
CTUMYJIH, 110 30UIbIIYye HANpyXeHHs Ha opraHizM. Lle mpusBeno 10 ocnabieHHs OMipHOI CUCTEMU
L[JIOTO OpPraHi3My, 1 K pe3yJbTaT PO3BUTOK aJaTUBHUX PEaKIii 10 TaKUX 3MIH HA PI3HUX PIBHIX
opraHizaiii, fK eNIr€HeTHYHl, TPAHCKPHILINAHI, MeTa0oaIuHI 1 MOP(OIOTIYHI CTPYKTYpPHI
moaudikarii pocaut (Penterman et al. 2007; Jin et al. 2015; Johnson et al. 2017; Xu et al. 2018).

YMoBH MiKporpagsiTaiii BIUIMBalOTh Ha AKTUBHICTh T'€HIB, MOB'S3aHMX 3 OI10CHHTE30M i
MoaudiKaIliero KIITUHHOI CTiHKH, MeTabomnismMom ii kommoHeHTiB (Hoson, 2014). Ilopymenns

pIBHOBAarM MeXaHIYHUX CWJI BCEpEeIMHI KIITMHM MOXKHA IOSICHUTH BIUIMBOM MIKpOTpaBiTallii Ha
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MPYXHICTh KJIITHHHOI CTIHKHA POCIWH, CKCIPECiI0 reHa aKBAMOPUHY 1 TPAHCIIOPTOM BOJU 4epes3
MeMOpaHny, 6aaHCOM MK MIITHICTIO KJIITHHHOT CTIHKH 1 TypropHuM TuckoMm kiitiuau (Hu et al., 2007;
Fengler et al. 2015; Jin et al. 2015; 2018). BcranoBiieHa y4acTb KOPTHUKAIBHUX MIKpPOTPYOOUOK
(Hoson et al., 2004; Hoson, 2014; Prasad, 2020) B cTpyKkTypi KIITHHHOI CTIHKA B yMOBax
HEBAaroMoCTi, WMOBIpHO, Yepe3 TPAHCAYKIII0 CUTHATY Yy MPOIECH MIMHOCTI KIITHHHOI CTiHKH
Arabidopsis thaliana i Lactuca sativa ta BTpatu TpaBirponismy. BpaxaroTh, 1mo yci peaxiii
BHJIO3MIHIOIOTH PICT KJIITHH — YHACJ1IOK Bapiallid TpaBITAI[IfHUX XBUJIb, 1[0 BIUIMBAE HA 3arajibHY
CTpyKTYpy atmocdepu Ta aito rpasitaiiiinoi cuiu (Chen, 2019; Baba et al., 2022).

CepenoBuiile KOCMIYHOTO TOJILOTY TIOB’SI3aHE 3 PI3HUMH BIUIMBAMH, IO TMPHU3BOJIATH JIO
OKHCHIOBAJILHOTO CTPECY 1 3aXHCHHMX PEaKIIA-BIAMOBIACH pociuH, Moaudikamii (gopmu Tiia,
MeTabo1i3My KIIITUHHOT CTIHKU, 3MIHU aKTUBHOCTI pepMeHTIB 1 pH anomnacty cTiHKH, METa00II3MY
ximopodiny (Soga, 2013; Takemura et al., 2017; Tamaoki et al., 2013; Swamy et al., 2021;
Hassanpour, Latef, 2023). ®i3iosioriuHi Ta aHATOMI4HI peakilii MOXOIMOTIOHUX Y 3MIHEHUX YMOBaXx
rpaBiTalii BaXJIWBI 3 OISy €BOJIONII BJIACTUBOCTEH HA3€MHHMX POCIHH, CEpea SKUX MOXH
HalpeBHilIa Ipyma, 10 Nepeniuia 3 BOAHOIO 10 HA3€MHOT0 CEpEeIOBHILIA 1 aJanTyBajacs A0 BIUIUBY
IpaBITAI[IfHOT CHIIH.

Mopdostoriuai BIAMOBIAI MOXIB Ha 3MIHEHY CHJTY TsDKIHHS (TpaBiTalliiHUMA CTpeC, HAITPUKIIa
MiCsl KJIIHOCTATyBaHHS), TOB’s3aHi 3 (i310J10r0-010XIMIYHMMH TIPOIIECAMH, Bil HUX 3aJICKUTH
IUTOKIHE3, PICT 1 po3BUTOK pociuH (JlobaueBchka Ta iH., 2015; Kusk Ta in. 2021; Tamaoki et al.,
2006). MikporpagiTallisi BIUIMBAE HA CTPYKTYPY KIITHHHUX CTIHOK, IIMTOIIA3MAaTHYHI OPraHesu,
dopmy kmitua Funaria hygrometrica (Hexyxa, 2015). B Ttakux ymoBax BimOyBajacs A€CTPYKILis
XJIOPOTUIACTIB, 30UTBIIYBATMCS KUIBKICTh Ta PO3MIPH MEPOKCHUCOM, MPUIIBHUIANITYBAIOCS CTApPIHHS
wiitud (Gazaryan et al., 2006; Kordyum, 2014). Jlony4aioThCs TaKOX aHTHOKCHIAHTHI CHCTEMH
3aXUCTYy BiJ OKHCHIOBAJIbHOI NECTpyKuii, nuHaMmika 1 (a3oBi 3MIHM IHTEHCUBHOCTI DPEaKIIii.
BceranoBieno ¢a3zHy 3aKkOHOMIPHICTh MPOOKCHIAHTHO/aHTUOKCUIAHTHOT PIBHOBAru JJisl raMeTo(iTy
Pohlia nutans 3anexHo Bin TpuBaaocTi KiiHOCTaTyBaHHs. ToMy mepe0ir i 3BOPOTHICTh GiI0XIMIYHUX
peakiii Ta MOp(OJIOTIUHI 3MIHU PO3IIIAJAIOTh SIK PErYIATOP 3aXUCTY BiJl OKUCHIOBAJIBHOTO CTpECY,
CIPUYMHEHOT0 TpaBiTaliiiHuM ctpecoM. Crienugika MeTaboIi3My KIITHH MIPOTOHEMH 1 raMeToQiTy,
TaKUM YHHOM, € aJaNTallifHIM MEXaHi3MOM JI0 YMOB 3MIHEHOT IpaBiTalii.

I'paBiraiis € €IMHOIO TOCTIHOIO CHUJIOK BIPOJOBXK €BOJIOINII 3emili 1 BCi KHUBI OpraHizMu
€BOJIIOIIHO MPUCTOCYBAIUCS J0 3eMHOT0 TsOKiHHS 1¢. Byab-ske BiIAXWICHHS BiJl CUIU TSDKIHHS
3emuti (1 g) — rimep-/ 4u rinorpasitaiii CIpUYUHIOE GyHIAMEHTaIbHI 3MIHHU Y (i310JI0T11, CTPYKTYDI,
GyHKIIAX 1 MOBEAIHII opraHi3MiB, Hacammepea pociuH (Santos et al., 2012; Swamy et al., 2021).

Binomo, mo B ymoBax rimeprpasitaiiii 3 sSBISIOTbCS JA€sAKl (EHOTHNHI 1 (i310JOTIUHI MepeBaru
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POCTHH, K HIBHJKICTh MPOPOCTAHHS HACIHHA 1 CTIMKICTH IO COJILOBOTO CTpecy Kamyca Daucus
carota, inTeHCHBHICTh (hoTOCHHTE3Yy MOxy Physcomitrium patens yHaciiok 301IbIIEHHS KUTBKOCTI
xjoporuiactiB (Swamy et al., 2021).

Pe3ucTeHTHICTP MOXOMOMIOHMX 10 Jii a0lOTHYHUX CTpecoBUX (akTopiB yHiKambpHA. J{is
Weissia controversa oOrpyHToBaHO, 110 pi3Ha (opMa pOCTy HA3eMHHX 1 IMIJI3eMHHUX CTOJIOHIB
MIPOTOHEMH € aJIANTALIEFO 10 APUIHOTO KITIIMATy: 3a0e31euye BIKUBAHHS POCIHHH, SKIIO BUCUXAIOTh
il Ha3eMH1 OpraHy, 1 € 3aXUCHUM Oap’epoM BiJ BILUIMBY Y® ONpOMIHEHHS, €KPaHYIOUH KPUTHUHI
yIbTpacTpykTypu KiituHU Bi Y@ npomeniB (JIobaueBcbka ta iH., 2019; Kusk ta 1., 2021). Yu €
3B’S130K MK MOPQOQYHKIIOHATIbHOIO opraHizaiiero npotonemMu W. controversa, ii peakii€ro Ha
rpaBiTaliiHe TOJpa3HEHHS 1 MIJBUIIEHOIO CTIMKICTIO POCIUH MOXY A0 Y®-BUIIPOMIHIOBaHHS?
BinnoBinp Oynia MO3UTHBHOIO: BCTAHOBJIEHO BIUIMB TIpaBiTallii Ha MOpP(}OJIOrito MPOTOHEMHOT
JIEPHUHU 1 BU3HAYEHO 3B’A30K MDK CTIMKICTIO 10 Y@ 1 KIITUHHOIO CTPYKTyporo nepHuHU. Came
3aBASKHM IIUIbHIA ACHAPOITHIN NMPOTOHEMI, IO €KpaHye KayJOHEMHI CTOJIOHM, HOPIr BHXKUBAHHS
W. controversa 6yB Habarato BUIUN, HDK Y IHIITUX BU1 MOXIB.

Bucoky iHaykoBaHy CTiiiKicTh MOXIB 10 Y® ONpPOMIHEHHS BHW3HAYEHO IS BHUIIB 3
AHTapKTHKH, JIe¢ 0COOJIMBO BUCOKUN PIBEHBb PAIIOaKTUBHOTO OMpOMiHEHHSI 1 Y® MpOMEHIB pI3HUX
noBxuH XBWIb (I'pomsunckuii, 2013). B Hezamep3atounx npuOEpe:KHUX paioHax AHTAPKTUKA MOXH
€ TOJIOBHMUM KOMITIOHEHTOM POCIHHHOTO TMOKPHUBY 1 B €KCTPEMAJIbHUX YMOBAaxX PEriOHYy KUIbKICTh
MoxiB gocsrae 40 % ¢daopu. OOroBoproroYu IJIACTUYHICTh MOXIB, SK CHOCIO peakilii Ha 3MIHY
(hakTOpa cepenoBHUIla, OTTMCAHO YMMAJIO O10XIMIYHUX, (i310J0TTYHUX 1 MOP(DOJIOTIYHIX MEXaHI3MIB,
o OOMEXYIOTh IX MOIIKOJKEHHS BiJl CTPECOBHX TeMIIEpaTypHUX (IyKTyaniii AHTapKTUKU
(Robinson et al., 2000; Wasley et al., 2006; Block et al., 2009; Bramley-Alves et al., 2014).

[IpuypoueHicTh MOXIB [0 CTPECOBUX KIIMAaTUYHHX YMOB AHTApKTUKH € PE3yJIbTaTOM
PIZBHOMAHITTS. MOP(OJIOTIYHUX BIACTUBOCTEH, 30KpeMa TalxyKeHHs 1 IIUIbHOCTI AepHUH, T'yCTOTH
MaroHiB. YIbTpadioleToBe ONPOMIHEHHS IHAYKY€E B KIITHHAX «OKUCHIOBAIILHUN CTPEC», 0 SKOTO
YYTJIMBI JIMIIK MEMOPaHHUX CTPYKTYP 1 XJIOpOo(dii THIAKOIAIB XJIOPOIUIACTIB. 3anM00iraloTb TAKOMY
nomkokeHHo Y @-abcopOyroui cionyku ¢peHonbHoi npupoau (YP-AC), 1o € HalnomupeHimo
peaKIliero CyJAMHHUX pociuH AHTapkTukd Ha aito YO (Sroka, 2005; Igbal et al, 2019; Newsham.,
Robinson, 2009; Newsham, 2010). He 3aBx/u icHy€ mpsiMa 3aJIe:KHICTh MK HakomuueHHsIM Y D-AC
1 TonepaHTHiCTIO 0 Y®-onpoMmiHeHHs, ane (EHOJU CYTTEBO 3MEHIIYIOTh NPOHMKHEHHs Y@
MIPOMEHIB y KIIITHHY, a00 CHPHUSAIOTh 0I0XIMIYHOMY 3aXUCTY BiJ BUIbHOpaAUKaIbHUX peakiii. Lo
pOJIb BUKOHYIOTH ()JIAaBOHOINU, IO (PYHKIIOHYIOTh SK aHTUOKCHUAAHTU 1 MOTJIUHAIBbHI MOJICKYIH
(Sroka, 2005). ®oTonpoTEeKTOPHI BIACTUBOCTI (JIaBOHOIAIB 3a0e3neuye iX BHUCOKA MOTJIMHAIbHA

31aTHICTh B Y D-CHEKTpi Ta MIBU/IKA €JIEKTPOHHO TPAaHCIOPTHA cucTema doropeakiiid (Dixon, Paiva,
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1995). Bmict ta nokanizanis YP-AC misa 6pioditis, MOPIBHAHO 3 CyTUHHUMHU POCIMHAMH, BUBYCHA
menie (Newsham, 2010; Zhao, Dixon, 2013; Fabon, et al., 2012). JocmimkeHHs 3arajibHOTO BMICTY
(beHomiB (PO3YMHHOT BaKyOJISIPHOT 1 3B’3aHOT Y KIITHHHINA CTiHI (pakiliii), COEKTPU MOTIMHAHHS
(b1aBOHOTIB, CBITIIO3aXUCHUX MIrMEHTIB aHToMiaHIB 1 kapoTunoinis (Kusk Ta iH., 2021, Kyyak et al.,
2021; 2022) Ta moHorpadiunuit orysg ¢iziosorii Oopioditie (Glime, 2017) monoBHWIM MojeNi
aJIanTHBHOI CTpaTerii MOXIB 1 MOSCHEHHS MEXaHi3MiB CTiKoCTi OpiodiTiB 10 YO onpoMiHEHHS.

3aceneHHs MOXIB B AHTapKTHUIl CTajl0 MOXJIMBUM YHACII0OK CKOOPJIMHOBAHMX CHUCTEM
3aXUCTY CTPYKTypU 1 QYHKIIH MeMOpaH pO3UMHHHUMHM BYTJIEBOJAMU 1 JIMiTaMHU, KapOTHHOIIAMU,
BMICT 1 IOKa3HUKM KOTpPUX OyJIM BHCOKI 1, OYEBHIHO, SK MPOTPECHBHA aJalTHBHA O3HAKa,
3aKpIMUINCS B OHTOreHe3l. Mo’kHa TEeX MPUHHATH, IO CcepeAoBHIe AHTAPKTUKHU CTajlo
PETYIATOPHUM YHHHHUKOM TpaBI3aIeKHOTO (PEHOTUIy MOXIB YHACHiIOK MOPQOJOTIYHUX 1
(G yHKIIOHATBHUX 3MIH.

[ixaBuii, 1 Ha mepHIMi NOIIsAA MaJoMMOBIpHUM (hakT BIUIMBY rpaBiTallii Ha BereTaTUBHE
PO3MHOKEHHS B eKCTpeMalbHUX yMmoBax. OpHade, EKCIIEPHUMEHTAIFHO IMiATBEPHKEHO, IO
BereratuBHi opranu P. imbricatulum 3 AHTapkTHKHM 3akiaganucs He Y IPYHTI Ha MPOTOHEMI, SIK
3BMYAiiHO y MOXiB (Hampukman, y momymsmii P. imbricatulum 3 JIpBiBcbkoi oGmacti), a Ha
rpaBiayTuBuX naronax (JlJobauescrka Ta iH., 2019). V O6pionoriuniii giteparypi Taka Mopdosoriaaa
0COOJIMBICTH Ma€ Ha3By rpaBiMop(do3y, a HOro MEXaHI3MOM € TPaBITPOII3M, IO JTA€ MOXKJIHBICTh
npotoHeMi yu rametodopam P. imbricatulum migusTHCs Hax MOBEPXHEIO IEPHUHH, YACTO 3aHYPEHOT
y BOJy IIiJ] 4yac BecHsIHUX NoBeHeil. Y P. imbricatulum nHa rpaBirpomHux rametoopax 3aKiiaJaancs
BHBOJIKOB1 Oy/Ib00YKH, 1 11€ MPUIIBUITYBAJIO X (HOPMYBAHHS ITiJT YaC KOPOTKOT'O BECHSIHO -JIITHHOTO
nepiogy B AHTapKTHIl, a rpaBiMOp¢d03 CTaB OHTOTCHETHYHOIO aJallTUBHOI oO3Hakow. Illoou
OOrpYHTYBAaTH TaKUW BHCHOBOK JUIS PI3HUX BUAIB MOXIB, @ TUM OUIbIIE JUISl IHIIUX TPYI POCIUH,
HeoOXxigHo posmuputu gociaimkenns (Lobachevska et al., 2022; Prather et al., 2019). Cxin
HaroJoIIyBaTH Ha HEOOXITHOCTI BUKOPUCTOBYBATHU Pi3Hi, IHKOJHU MPOCTIlli 610J0T14HI 00’ €KTH I
BHU3HAYEHHS NOPOTY YYTJIMBOCTI 10 il CTpecopa i rpaBinepleriii Ta MexaHi3MiB, [0 KOHTPOIIOIOTh
po3BuTok rpaBimopdosie (Braun et al., 2018; Kordyum, Hasenstein, 2021; Kopmarom, 2023).

Jlns BU3HAUEHHS BIUIMBY MIKpO- Ta TileprpaBiraiii Ha POCIMHH Ta iX peaklilo Ha i
YUHHHUKIB HEOOXIJHO BIAMOBIIHUM YHWHOM MAaHINYIIOBATH CHJIOIO TSDKIHHS. 3a CydYacHUMHU
TEXHOJIOTIIMM MM MOXEMO IMITyBaTH yMOBM HEBaromMocTi 1 rimeprpaBitanii Ha 3emii
KJIIHOCTaTyBaHHAM a00 BUKOPHCTOBYIOUHM yabTpaleHTpudyru. Hemae cyMHIBY, 1110 B €py KOCMIUHO1
610J10T1i, POCIMHU CJTiJ] BUPOLLYBaTH Y KOCMOCI, ajie apajeibHi eKCliepuMeHTanbHi poOoTH Ha 3eMJti
TaKOK BAXJIMBI JUIA 3°sICYBaHHS MEXaHI3MIB IpaBiTpoIi3My. 30Kpema, BiIOMO, IO CHUJIa TSDKIHHS

MOJKe MPU3BECTHU JI0 3MIHU IpoleciB mpouidepartii, qudepeniiamii KIiTHH, CUTHaNI3alii, ekcrupecii
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reriB (Blancaflor, 2002; Vorselen et al.,, 2014; Tobias et al., 2020; Su et al., 2020). Illoiino
JOCTYIHIIIUMH CTaHYTh JOCITIIUKEHHS B KOCMOCI, IPO POJIb TpaBiTallii y >KUTTEAISUIBHOCT POCIHUH
MU JII3HAEMOCS JTOKJIaTHIIIE.

3anpornoHOBaHO JAEKUIbKa MOJENEH TpaHCAYKIlii CUTHATY YHACIIOK OCiTaHHS/TIepeMilleHHS
aMiJIoIIacTiB y JaTepaJibHUM TPAHCIOPT AyKCHHY, IO 3pEIITOI0 MPU3BOAUTH 1O 3THHY 1
rpasirponHoro pocty (Braun et al., 2018; Su et al., 2020). [IpoTe yrMao CyrnepewIMBIX Pe3yJibTaTiB
o0 migBumeHHs pisas Ca®* i 6e3 3HAYHOTO 3MIllEHHS AMINOTIACTIB, TOMY OYiKyeMO Ha CydacHi
METOIMYHi MiIX0IH i BUCOKouyTnmBi maTanku Ca2*, mo 3MOXKyTh TiITBEPAUTH 3B’ 130K MiXK 3MiHOO
Ca?" iTpaBiTPOITHOIO CHTHATI3AIIIEIO.

Onna 3 mojeneil mepenbavae, MO €HIOTEHHI Ta €K30T€HHI CHUTHAJIA MPOCTOPOBO-YACOBO
KOJIYIOThCSI Uepe3 iOHHi CHCTeMH, Je¢ piBeHb ruTormasMarnaroro Ca?t i Ca?*-3amexHnX moToKiB
GYHKIIOHYE SIK BHYTPIIIHBOKITITHHHUN BTOpWUHHHUIT MeceHmkep (Saunders et al., 1999; Plieth,
Trewavas, 2002; Toyota et al., 2008; Dodd et al., 2010). Bcranosneno, mo 10 XB BIUIHB
MiKporpasiTalii, ab0 y 3eMHHUX yMOBax Tileprpanitaiis 1 He3HauHe 3MIIEeHHS IJIaCTU/, HIII0I0Th
3MIHU [IUTO30JpHOTO Kanbiito (Bizet et al., 2018). Busnaueno ocoOiuBe 3HAYEHHS KabI[IO IS
KIIITHH 3 BEPXiBKOBUM THIIOM pocTy. I'pamienT Ca?" BCTAaHOBIEHO [T MMIKOBHX TPYOOK, KOPEHEBHX
BOJIOCKIB, PH30i/iB BOJOPOCTEH, mpoToHemMu MoxiB (Sievers et al., 1996; Xopkasuis ta iu., 2002;
Demkiv et al., 2003; Kordyum et al., 2009). AmikansH0-6a3aIbHUI TPATIEHT KAJBIIIO € OCHOBOIO
010€NeKTPUYHOT TOJSAPHOCTI KJIITUH TIPOTOHEMH, SIKHA PETyJII0€ PICT pPO3TATAaHHAM Ta €
MMOCEPETHUKOM Y TIepefadi TpaBiCUTHATY. YHACHIIOK OCIaHHA aMUIOIUIACTIB BimOyBa€eThCs
nepeposnoin ionis Ca®*, 3MiHIOETbCA BiCh MONSAPHOCTI i POCTY — YTBOPIOETHCS IPABITPOITHMUIA 3THH.
Brokatopy TNOTEHIAT-3a1eKHUX KajbllieBUX KaHamis i Ca?'-ATda3 npuraidysanu rpasi- i
GboTOTpOIHY peakxilito, BILUTUBAIM Ha JoKamizamito ruiactuf. Lle o3Hauae, mo rpaaieHT Ca% e
MPIOPUTETHUM B IHAYKIIII rpaBiTponi3My npotoHemu Moxis ([emkiB ta iH., 2009; Kopaiom, 2016).

[onspna Tpancnopra cuctema Ca®* € peryasTopom ¢izionoriyHux mporecis pO3BUTKY POCIHH.
Kananu, Hacocu Ta HepEeHOCHMKM, sK (yHKIiOHanbHa ocHOBa romeoctasy Ca?*, 3aGesmeuyroTh
MeXaHiuHi 3acaiu s reHepaiii curHanis Ca®’, perymoiounm pyX iOHIB MiK CyOKIITHHHMMH
KOMITApTMEHTaMH, MDK KJIITHHOO Ta ii mo3akimiTiHHUM cepepoBuiem (Dodd et al., 2010). Brokaropu
Ca?*-xananiB, iHTiGiTOpPU KaibMOyNiHy Ta/a6o Ca?*/kanpMoyniH3aneKHuX npoTeinkinas (six KN-
93), mpu3BOAATH A0 MOpyIIeHb rpasitponismy (Sinclair, Trewavas, 1997; Lu, Feldman, 1997;
Monshausen et al., 2011; Su et al., 2020). BcranoBieHa yd4acTh Ca?* Yy MOJYIIOBaHHI 3MiH
MO3aKIITUHHOTO pH, 110 BiNOyBarOTHCS B3/I0BXK IpaBiCTUMYIILOBAaHUX KIHUKMKIB KopeHiB Arabidopsis

Ha JIif0 ayKCUHY 1 Tix yac rpasirponHoro 3ruHy (Monshausen et al., 2007, 2011). ITpote, nocmimkeni
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94acoBl Ta MPOCTOPOBI MapaMeTpy HEAOCTAaTHI JJis BU3HAYCHHS, Ha 5Ky came (a3y rpaBirpomnizmy
sumBae Ca?* (Plieth, 2005; Bender, Snedden, 2013).

Crenudiuni ammmiTyaa i KonmBaHHS BMicTy i moTokiB Ca?’ € KpUTHYHO BaKIMBi IS
IpaBICTUMYJIy Ha IMOYATKOBHMX eTamax MepUenilii, KoJM Bigpazy 1 pi3KO MiJABHINYETHCS PIBEHb
uTo30sbHOrO Kanbiito (Scrase-Field, Knight, 2003; Dodd et al., 2010). Kpim Toro, inentudikaris
cuctemu Ca?* moTOKiB Mae BHpilIagbHE 3HAYEHHS VIS 3’SCYBAHHS CHUTHAJIBHMX MIISAXiB i
(G1310JI0TIUHUX peakIiil Miq yac TpUBaNOi Ji1i MOApa3HHUKa, SKUM € TIpaBitaniiiHuil ctpec (Toyota,
Gilroy, 2013). IlinTpuMKa 3aTsH)KHHX peakiliii MOXe BiIOyBaTHCS uepe3 CHUTHAIbHY OlOXIMIiYHY
MEpEeKy, Ka Ma€e OyTH /1€BOIO MPOTATOM TPUBAIOTO Yacy Micis iX akrtusaiii. [ljis rpaBiTponizmy,
30KpeMa, HeoOXiTHa cepis TPAHCAYKIIT MDK aKTHUBAIlI€l0 10HHUX KaHAJIB (Bl CEKYHJ 10 XBUJIVH)
710 JaTepalIbHOTO TPajlieHTy ayKCHHY (5 XB y KOopeHsx apaliforncucy) 1 oro miarpumku (1-2 rox), a
TaKoX pocTy (6araTo rox).

Jlis ¢dopMmyBaHHS TpaBITPONHUX KYTIB MiJ 4Yac IHIIAII ragyXeHHs OaraTbOX Oprasis,
HeoOXiJHa JWMHAMIYHIIIa CHCTEeMa, 3/aTHa JOBro abo ¥ TOCTITHO MOHITOPUTH TPaBITPOIHY
CTUMYJIAIIFO/BiAMOBIAb. OMHUM 3 MOJICKYISIPHUX KOMIIOHEHTIB, IO MOKE 3a0€3MEUUTH TPHUBATY
rpasipeakitito, € moayJsiist nurockenety (Nick, 2008; Buschmann, Lloyd, 2008; Buschmann et al.,
2016; Soda et al., 2016) i #ioro mguHaMidHi 3MiHH, BiI SKHX 3aJ€KUTh TAKOX TOJEPAHTHICTH 1
ajanTariis 0 3MIHEHO1 rpaBiTalliifHOT CHIIH.

[Hdopmariiss po 3MiHY HampsMy BEKTOpa CHUJIM TSOKIHHS TIEPETBOPIOETHCS Ha OI0XIMIYHI
CUTHAJIH 1 MPU3BOIUTH 10 TU(EPEHIIIHHOTO MOTOKY ayKCHUHY MepeBaKHO 3a ydacTio OuikiB PIN, sxi
penospu3yOThCS Ha IJIa3MaTHYHIA MemMOpaHi 1 perymtoroTs TpancnopT IOK (Harrison, Masson,
2008; Roychoudhry et al., 2013; Rosquete et al., 2018). 3Haunux ycmixiB y 3’sCyBaHHI MEXaHI3MiB
IpaBICTUMYIIALIT OTpUMaHO 3aBAAKH ineHTHdiKalii 61nkiB poaunu LAZY1, sk curnanbHUX QakTopiB
rpaBiraiii, 110 KOHTPOJIOIOTH, 30KpeMa, apxitekTypy pocauau (Kawamoto, Morita, 2022).
[Tpurniuye rpaBirpomnizm kopeHiB ABK, iHri0yr0uu MoAUTH KJIITHH Y MEPUCTEMI Ta PICT PO3TATAHHSM,
yHachiok 3meHmienns peuenropie ABK (Gasperini et al., 2015; Sathasivam et al., 2022).

Knacuuyni  ¢i3ionoriuHi  JOCHIIKEHHS  JIONMYCKAIOTh  ydyacTb  LIUTOCKENETy Y
CIPUHHATTI/BIANOBIAI HAa TpaBiCUTHAN I 4yac TPUBAIOI POCTOBOI peaklii He3aJleKHO BIJ
010XIMIYHUX CHUTHAJBHUX MpOIleciB, 10 OyiaM 3yMOBIJEHI TpaBimepiieniiiero. BpaxoByrouu, 1o
aMiIoONJIacTH MepeAaloTh IpaBiTalliiHe HaNpyXeHHs Ha MeMOpaHM 1 LUTOCKENET, TpaBiTpOIlHA
peakiis Mae OyTH YYTJIUBOIO O BEJIWYMHM CUIM TsDKiHHA. [IpoTte (izionoriuni ekcnepuMeHTH 3
MOKPUTOHACIHHUMHU TIO€HAHI 3 Tinmeprpasitaii€elo a00 KIIHOCTaTyBaHHSIM CBiI4yaTh, IO
IPaBITPOMI3M MAaroHiB 3aJeXuTh BiJ Kyra Haxwiy miaactup (Chauvet et al, 2016). OgeBuaHo,

HaliMeHIlle 3MIIeHHs TIUIACTHA MiJ 4Yac CeJUMEHTAIlil akTUBye iX 30ymKeHUuN CTaH, SKHUM



179

HNIATPUMYETHCS Yepe3 3B 530K 3 akTMHOBUM IuTockeneToM (Nakamura et al., 2019). I'paBirponna
pocToBa peakilisi mporoHeMu Moxy Physcomitrium pyriforme, oanade, miIBUIYETHCS 3AIEKHO BiJ
no3u (BenmmuuHM) rpasitamiiaoi cumu (Takemura et al., 2017). 3Bu9aifHo, 110 TiMOTE3a MOJIOKCHHS
IUTACTHI Ma€ MpaBo OyTH pPOOOYOI0 KOHIEMINEI s 3’SCyBaHHS 3B’S3KYy MK CEIMMEHTAIlIE€0
aMiomIacTy i TpaHCAYKIiero 0ioXiMiuHOTO curHaiy B TpasitpomnizM (Kawamoto, Morita, 2022).

MikpoTpy0Oouku Ta MiKpo(]iTaMEeHTH HE PO3TIISIIAI0TH SIK IEPBHHHI aKIIETITOPH I'PaBITALlIiHOTO
CTHUMYIY, a CKOpIIle BBaXKalOThb YAaCTUHOIO CUTHAJIIbHOI CHCTEMH, IHAYKOBaHOI rpasiTaiieo. J{is
Oprafi3miB 3 BEpXIBKOBUM THUIIOM POCTY LIUTOCKEJNET € IUHAMIYHUM KapKacoM CTPYKTYPHHUX OLIKIB,
10 Ma€e BHpIIANbHE 3HAUYEHHS JuIs nporieciB pocty (Schwuchow et al., 1990; Braun 1997; Braun,
Limbach 2006; Finka et al., 2007; Vorselen et al., 2014; Braun et al., 2018). BuzHaueHo peryistopHy
poib Mikpotpy6odok (MT) i mikpodinamentis (M®) y mopdorenesi (Wasteneys,Yang, 2004),
BIJIKJIaJIaHH1 Ta (GOpMyBaHHI LENIOJIO3HOTO MIKpO(IOpUIBLHOTO KyTa JEPEeBUHU Ha JIif0 TpaBiTallii
(Barnett, Bonham, 2004; Tobias et al., 2020), nerepminariii popMu KIITHH 1 MOPYIIEHHI MPOIIECIB
pocty (Chan et al., 2011; Crowell et al., 2011). MikpocTpyKTypa IHUTOCKEIIETY pearye Ha 30BHIIIHI i
CHJIOTEHHI [TOIPa3HHUKH 1 MOXKE CYTTEBO BIAPI3HATHCS y pisHKUX Miciiax kiaituau (Kwon, Kim, 2020);
MT i A® BmIMBaOTh Ha MOJSAPU3AII0 KIITHH 1 mpouecu KimituaHOI audepenmiarii (Nick, 2011;
[IleBuenko, 2024).

AmikaibHa KJIITHHA TPOTOHEMH MOXOIIOIOHUX € 00 €KTOM €KCIIEPUMEHTATBHUX J0CIIKECHb
poJii muTockeneTy y rpasigyrauBocti (Schwuchow et al., 1990; Demkiv et al., 2003; Kern et al.,
2005; Cove at al, 2006; Kordyum et al., 2009). IlepunHa peaxiiisi KJIITHH Ha 3MiHEHY I'paBITaIlifO
0COOJIMBO BKJIMBA JIJIs BASHAYCHHS (DI310JI0TTYHUX PEaKIliid OpraHi3My ITiJ1 9ac KOCMIYHUX TOJIBOTIB.
BBaxaerscsa, mo ionn Ca’* HeoOXimmi s MOJISIPHOTO POCTY KJIITHH HacamIepea TOMY, IO
HIITPUMYIOTh X HOJSPHU3AIliI0, KOHTPOJIOIOYM aKTHBHICTh IUTOCKeneTy. PoboTa murockenery y
POCTYUUX amiKaJbHUX KIITHHAX 3aJeKUTh Bil Ca®* i (byHKI[IOHYBaHHS Ca’*-AT®da3u; I'paJli€HT
KaJBIII0 € TIOCEPETHUKOM Y MIepeiadi CUTHaly y craTonurax kopeHis (emkiB Ta iH., 2009; Kopaiom,
2009). AxTunOBi, TyOyniHOBi 6inku i Ca?" CHiTBHO JOKANi3yIOTHCS y 30HAX POCTY MPOTOHEMH
Funaria hygrometrica (Demkiv et al., 2003). MT opieHTyI0OTbCsI MapaielibHO B3JIOBX OCi POCTY
MIPOTOHEMH 1, HE JOCATAIOYH alleKCy BEPXIBKOBOI KJIITHHU 30CEPEIKYIOTHCS Y IEPUHYKIIEApHiN 30H1
1 HaBkosu mactul. OueBuano, MT He OepyTh ydacTi y NEpBUHHUX Ipolecax rpaBicUrHami3allii.
MikpoTpyOOUKH HIATPUMYIOTh 30HAJIBHICTh IIUTOIUIA3MHU, CTAOLTI3yI0Th 0a3aabHY BaKyoJIIPHY 30HY
Ta MOJIOXKEHHS s1/Ipa, @ TAKOXK PO3IOJILT OpraHes y cyOanikanbHiil YacTHHI KIITHHUA. YepBOHE CBITIIO
A= 630-670 HM axkTHBYye MOJIMEpHU3alil0 TYOyliHy, IO CYINPOBOKYETbCS  IIBUIICHHIM
iMmyHOdyopecteHuii 611Ky; (pITOXpOMHA CUCTEMa PErylioe mpoiiecu Mop¢oreHesy MoxiB, He 63

TOrO, IO BIUIMBAE Ha OanaHC aKTUBHOTO TYOymiHy. Mopdo3u amikaneHuUX KiituH Funaria
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hygrometrica Ha BHCOKMX iHTEHCHBHOCTAX uepBoHoro cpitma (1,5 MkMomb-M2-cex)
CYIPOBOKYBAINUCS MOPYIICHHSM MITO31B 1 (JOpMYBaHHSAM KIITHHHOI NEPETUHKHU, CTPYKTYPOIO
Mepexi MIKpOTpYOOUOK, sIKa BiTHOBJIFOBaJIacs OJHOYACHO 3 iHimiariero pocty (Demkiv et al., 2003;
JlemkiB Ta iH., 2005; Kordyum et al., 2008).

BusnayeHo, mo MIKpOTpyOOUYKH B KyJbTYpi NPOTOIUIACTIB Yy MiKporpaBiTamii MeHIe
BIIOPSIIKOBaHI, HOK y HazeMHoMy KoHTpodi (Kolesnikov et a., 2016). ¥ myrantiB Arabidopsis i3
MOPYILIEHUM TYOYJIIHOBUM IIUTOCKEIETOM 1 A€LI0 CKPYUEHUM CTEOI0M, M1/l BIUIMBOM rineprpasiTaiii
3MIHIOBaJIaCsl OpieHTaIlis MiKpoTpyOouok (Su et al., 2017). BruimBarouun Ha BiIKJIaJaHHS ISITOJIO3H,
MIKpOTPYOOUKH KOPETYIOTh CTPYKTYPHY OpraHi3aliio 1 picT KJIITUHHOI CTIHKH, 100U 100aTH 0
cuiy rpasirariiii (Vandenbrink et al., 2016).

M® noxanizyroTbes B anekcl KIITHHH, 0 (QYHKLIOHYE SK Miclle MojiMepu3allii akTuHy, a
nenonimepusanis M® nuroxana3uHoM B moBHICTIO pyiiHye BepxiBKOBUM picT. MikpodiiaMeHTn
aKTUHY CKOHIIEHTPOBaHI1 y BEpXIBIIi alliKalbHOI KJIITHHU TPOTOHEMHU, YTBOPIOIOYH Ja0UIbHUM KapKac,
SKAW 3MIHIOBaBCs 3 mepeopieHTarliero pocty mpotonemu (Demkiv et al., 2003). Junamiuxuii
KOMIUIEKC aKTHHOBHUX (PUTAMEHTIB Yy ammikaJbHOMY JJOMEH1 KIIITHHU Ma€ (PyHKITIOHAJIbHE 3HAYCHHSI Ha
PI3HHX CTaifAX TPaBICIPUAHATTS 1 TpaBiTpomizMy. B Kymosi anikaabHHUX KIITHUH TOHKI aKCiaJbHO
pPO3MIllIeHI aKTHHOBI MIKpO(]iTaMEHTH YTBOPIOIOTH IIUIBHHM KOMIUIEKC 3 E€HIOIIa3MAaTHYHUM
PETUKYITYMOM 1 TPaHCIIOPTHUMH OUIKaMHU, SIKI MEPEHOCSATh BE3UKYIH B30BX ITUTOCKENIETY IO
anikagbHOi 30HU pocTty mportoHemu (Limbach, Braun, 2008; Braun, 2018). [[ns rpaBitpomizmy
KOpEHIB aKTUHOB1 ()IJTAMEHTH BaXKJIUBI SIK CTPYKTYpa, 4epe3 Ky MOIIUPIOETHCS TPaBICUTHA, IO
CYIPOBOJDKYETbCSI 3MIHAMU KyTa Haxuiy 1 OpieHTamii pocTy. AKTUH MOXE BHUKOHYBAaTU
MEXaHOUYTJIMBY (DYHKIIIIO 1 OyTH PErylIsITOpOM CHJIM CHUTHANy. BU3HA4YeHO, 1110 BMICT aKTHHOBUX
OLIKIB Ta CKJIaJ MOJIEKYIApHUX (OpPM aKTUHY MiJ 4ac TPUBAJIOrO KIIHOCTATYBAaHHS HE 3MIHIOBAaBCS
(Kozeko et al., 2009), ane B ymoBax MiKporpasiTailii HOpyIyBaiacs UUIbHICTh i BIOPSAKOBAHICTD
MikpodizameHnTiB, ki BigHOBmOBanucsa uepe3 48 rox (Vorselen et al., 2014). Busnaueno, mo
3yMOBJICHA TpaBiCHUTHAJIOM mepeopieHTamiss M® 3 mpsaMOMiHIMHOT Ha KOCY 1 OUIBII KOCY, LLTKOM
HMOBIPHO, CBITYUTH PO TPAHCIOPTHUH NUIAX €HIOIMTO3HUX Be3uKY 3 PIN-Oinkamu 1 mepokcucom
3 (hepMeHTaMH /10 MIa3MaTUYHOT MeMOpaHU, KOHTPOJIIOE aCUMETPUYHMI po3no i aykcuny (Garcia-
Gonzalez, Gelderen, 2021; [lleBuenko, 2024). Hapa3i He BifOMO, SIKHM YMHOM CiTKa aKTHHOBHX
MIKpO(iTaMeHTIB pearye Ha CUTHaJI Bl CEIMMEHTALIi] INIAaCTU/T 1 PETPAHCIIIOE HOro y qudepeHLiiHumi
posmozin PIN Ta rpasirpomnism (Blancaflor, 2002; Pozhvanov et al., 2013; Oulehlov4 et al., 2019;
Garcia-Gonzalez, Gelderen, 2021). UytirBa Takox 10 BEKTOpa i CHJIM rpaBiTailii caMoopraHizaiis
TYOyNiHOBUX MIKPOTPYOOUOK, X04a I1e OyJI0 3’SCOBAaHO JIHIIE TMICIs €KCIEPUMEHTIB Y KOCMOCI,

CHOTOJIHI pe3yiabTaTH MIATBE/DKYIOTh (YHKILIOHANBbHY 3aJ€KHICTh 3MIH IIUTOCKENETY BiJ
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rpasitaniinoi cwimu (Vorselen et al., 2014). Bsaemonis MibK akTHHOBMMH (QuUIaMEHTaMHu 1
MIKPOTPYOOUKaMU BaXKJIMBA JUIsl PI3HUX KIITHHHHUX MPOLECIB eykapioT. BusHaueHi Tunm 3’€1HaHb
Mbk M® i MT i 6e3nocepentst yaacth F-akTuHIB, sIKi YTBOPIOIOTh MICTKH MK MIKPOTPYOOUKaMH,
mo crpusie popmyBanHIO npenpodaznoro mirotuunoro kimeist y Allium cepa (Collings, 2008;
Takeuchi et al., 2016; He et al., 2020). Y nepcrnekTuBi AOCTIHKEHb PEAKIIil IIUTOCKEIETY Ha JIiF0
rpaBiTamii Ta 30BHIIIHI CUTHAIM CIiJ 3’CyBaTH, MPUHAWMHI, 1€ OJJMH MOJEKYIAPHUA MEXaHi3M —
CUCTEMHY Jlit0 OU1KoBHUX Mosiekyl MT 1 M® y perynsuii TpaHCIOPTY 1 aCUMETPUYHOMY PO3IOALTI
opraHes IIUTOIJIa3MHU Ta MEPEHOCHUKIB ayKCUHY JUIS 1X JIOKai3alii y 30HI pOCTY, IO >KMTTEBO
BXKJIMBO ISl PYXIB, TPOMI3MY 1 POCTY POCIIHUH.

Y MoHorpadii mpencTaBieHo pe3ynbTaTi A0CTIKEHb TPaBIuyTIMBOCTI 1 MEXaHI3MIB peakIii-
BIJIOB111 MOXOTIOJIOHKX Ha 3MIHY BEKTOpa IpaBiTallii Ta 3HaY€HHSI CHJIM TSKIHHS Y AKUTTEBIN icTOPIT
pocnuH. HYiTko BU3Ha4YeHa JJaHKa IPOLECIB Bl MEepLENii rpaBiCUrHaIy A0 TPOIi3My 1 Mop(do3iB, K
npsiMe MIATBEPKEHHS IPaBITallifHOTO BIUIMBY Ha PICT 1 MopdoreHe3 pocauH. BusHaueH1 KIITUHHI
aCMeKTH TPaBITPOMHOTO CUTHAJIBHOIO LUISIXY, MOJIEKYJISPHI MEXaHI3MU CHPUMHSTTS rpaBiTauii i
POCTOBHMX pE€aKlliii, LUTOCKEJIETHAa CTPYKTypa $K MEXaHOUyIIMBa 1 TPAaHCHOpPTHA CHCTEMA.
['paBiTariitHo 3anexHa OpIEHTAIll y MPOCTOPI Ta rpaBIMOPGO3U € EKOJOTTYHOIO BIIACTHUBICTIO
OpraHiB 1 YIiTKUM MOP(QOJOTIYHUM TPHUCTOCYBAHHSIM Y CTPECOBUX KIIMATHYHHX yMOBaX.
dyHIaMEHTANIbH] JTOCTKEHHS TPaBIYyTIMBOCTI CIPUATHUMYTh PO3BUTKY OlopereHepaTuBHOT
CUCTEMHU 1 BUPINICHHIO MPOOJIEMH 3a0€3MEeUeHHsS] POCIWH Ta JIFOJAEH y KOCMOCI, MaKCHUMAaJIbHO
e(heKTHBHOTO 0OMEKECHHSI PeCypCiB 1 MacH Mij Yac JOCHITHUIIBKUX MICIH Y KOCMOCI, JIsT HA3€MHOTO

3aCTOCYBaHHS Ha MOJISIPHUX CTAHIIAX 1y PI3HUX BIAJICHUX €KCTPEMAIbHUX pailOHaxX 3eMUIi.
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SAKIIFOYEHHA

Y moHnorpadii «'paBiuyTauBicTh MOXiB: 3HAYEHHS TPaBITALIHOI CHJIM B OHTOTeHe3i»
MPEJCTAaBICHO PE3YJIbTaTH JOCIIKeHb TrpaBiTalliiiHoi Oiosorii MoxiB, Brepmie chopMyiabOBaHi
OCHOBHI KOHIENII] MO0 TPaBITPOITHUX peakilii MOXiB, 3’sICOBaHI MEXaHI3MHU T'PaBIIyTIUBOCTI,
rpaBiTpoIizmMy, rpaBiMop}o3iB, (EHOTHUITHOI TUIACTUYHOCTI ramMeTo(diTy Ta ajanTHBHE 3HAYCHHS
rpaBitalii y *KUTTEIISIIBHOCTI MOXIB Y MPUPOJHUX €KOJOTIUHUX YMOBAX, PEAKIil 3aXUCTy POCIUH
IIpHU 3MiHEHIN rpasiraiii. Bu3sHaueHO BHECOK pe3yibTaTiB BUKOHAHUX POOIT y Cy4acHY KOCMIYHY
010J10T110 1 TOJJAaHO HOBITHI €KCIIEPUMEHTANIbH1 HAIIPSIMKU JOCIIKEHb Ha TETEepiliHIi Jac.

Bimznauumo, 1110 MOXM € OJIHUMH 3 HEpPUIMX 00’€KTIB BUBYEHHS IPaBIUyTJIMBOCTI POCIHH, 1
JIUIIE 3rOZI0M IHIIIaTHBA MeperIuia 10 CYIMHHUX POCIUH. MU K HE MepPecTaEMO MiIKpeCTIOBaTH
mepeBard 1 TMEPCHEeKTUBH JIOCTIHKEHb MOXOTOMIOHUX JJIT BCEOIYHOTO ¥ TOYHOTO PO3YMIHHS
rpaBiTalifHuX peakiiil pocnuH. [ligTBEpIKEHHSIM LIBOTO € 3aBepIlIeHa KOJIEKTHBHa MOHOrpadii Ta
YHCeNbHI OIVISJIOBI CTAaTTl OMyOJIKOBaHI y pi3HI poku. Y MoHorpadii omucani 8 HOBHX
IpaBUyTIAMBUX BHUAIB, B SAKMX BHU3HAYEHO KOpeJslilo MDK MOpho- QyHKIIOHAIbHUMHU
0COOJIMBOCTSIMU aMUTOIIACTIB Ta TPABITPOITHUM POCTOM ITPOTOHEMH, TIOKA3aHO 3HAYCHHS I'paBiTarlii
B JKUTTEBOMY IMKJI1 MOXIB.

[IpoToHemMa — 1€ OJHOKIITHHHA HUTYACTa CTPYKTypa, A€ CIOPUUHSATTS, TPAHCAYKINSA 1
peanizallis TpaBiCTUMYIy OOMEXEH1 OJHIEI0 aMiKaIbHOIO KJIITHMHOIO, €IUHOIO, IO AUTUThes. Lle
CKOPOYYE BiJICTaHb CUTHAIY JI0 30HH POCTY, MOPIBHSIHO 3 TPAHCIYKIII€I0 B KOpeHi uu cTebii. Kpim
TOTO, TAIUIOITHUK HAOIp XPOMOCOM y TKaHMHAX T'OJIOBHOI JKUTTEBOI ()OPMH MOXIB — rameTodiTi,
CIIPOILIYE PErysslilo (BKIOYEHHSA-BUKIIOUYEHHS) T€HHOI aKTUBHOCTI, PO3LIMPIOE MOKJIMBOCTI AJIS
MOJIEKYJISIPHUX JAOCIIKEHb.

OAHOKIITHHHI CIIOPH MOXIB pearyroTh Ha BIUTUB TPaBITAIIfHOI CHMJIM TaK caMoO SIK OKpeMmi
OpraH# 1 i1l POCIMHHU, & aMUIOIIACTH € iX TPaBICEHCOPHOI0 CUCTEMOI0. OCOOIMBICTIO MPOTOHEMHU €
Te, 1110 Ha CBITJIi B yMOBax 1¢ BOHa pocTe IIarioTpoIHo, B TEMPSIBI alliKallbH1 KIIITUHU M1IHIMAIOThCA
HaJl arapoM, BUSBJIAIOYM HETaTUBHUI TPaBITPOINI3M, a IICISA KJITHOCTATYBAHHS CTOJIOHH IPOTOHEMHU
YTBOPIOIOTH CITipabHi, TBUHTONOIOH1 3THHHU.

3IaTHICT CIIOP pearyBaTH Ha BEKTOp IpaBiTallii BIJIMBAa€ Ha BapiaOeNbHICTh 3aKIaJaHHs Ta
BICh POCTY MpOpPOCTKiB. Peakiis mepmux MpOpOCTKIB Ha CHTHaJ TrpaBiTaiii y pi3HUX BHJIIB
BIJIPI3HAETHCS, CHPUAIOYM MOPQOIOTIYHIA BapiaGeIbHOCTI MOXIB, Ta BUKOHYE YITKY aJalTUBHY
¢yHnkuio. BaxaroTb, 1m0 TpaBi3ajieKHUN PICT MPOPOCTKIB KOPETIOE 13 KOMIETEHLIEIO KIITHH
pearyBaTd Ha Jil0 TpaBiCTUMYJIY BIINOBITHO JO mporpamu (HOPMOTBOPYMX THPOIECIB, a
CeIMMEHTAIlls] aMUIOIUIACTIB € ii TpUrepHUM MexaHi3MoM. [l GaraTboX BHJIIB MOXIB YITKOT

I'PaBIUyTIUBOCTI MIPOPOCTKIB CHOP HE BUSBJICHO, a IPABITPOII3M PO3BUBAETHCS HA IHIIUX CTalisfAX
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rametodiry. Hampuknan, nemudepenmianis wmithH kaynoHemu \Weissia controversa o
IPaBIUYTIUBOI XJIOPDOHEMH € BUHITKOBOIO IPABIPEAKIIIEI0, 3aBISKH SIKIH 3 XJIOPDOHEMHUX MPOPOCTKIB
Ha MOBEPXHI IPYHTY PO3BUBAETHCS T'yCTa PO3TANyKeHa MPOTOHEMHA JEPHUHKA 3 raMeTo(OpaMH.
Tomy BUHATKOBE 3HaU€HHS MO3UTHUBHUI 1 HEraTUBHUI T'PABITPOIHUN PICT Ma€ y TUX CTPECOBHX
KJIIMaTHYHUX YMOB, JI¢ TOMMPEeHUH BHJ. Ha OCHOBI JOCHIIPKEHb IPaBIYyTIMBOCTI BHIB MOXIB 3
eKCTpEMAIbHUX yMOB TIONIMPEHHS BCTAaHOBJEHO, MIO TpaBiTpomisM Bujocnenupivauii i
MIPOSIBIISIETHCS 3AJIEIKHO BT €KOJIOTTYHUX (PAaKTOPIB.

BaxxnuBuM eranoM po3BUTKY IPOTOHEMM MOXIB € 3akKjaJaHHsS OpYHbOK 1 PO3BUTOK
rameto(opiB. AmnikagbHe OpYHHKOYTBOPEHHSI HaJIEKHUTh /10 OCOONMBHUX TpaBiMOp(o3iB, 1 cuia
TSDKIHHS BIIEPIIIE PO3IIISIIAETHCS K (akTop MOp(OoreHe3y JINCTKOCTEOI0BUX MAaroHiB. 3aKII0OUEHHS
PO PO3BUTOK OPYHBOK 3aJIEXKHO BiJ] B3a€EMOJII CBITJIa 1 IpaBiTallii 3p00JIeHO y cepii eKCIepuMEeHTIB
B YMOBax peajibHO1 MiKporpasitamii. ¥ gociigax 3 MOpGOreHeTUYHO aKTUBHUM YE€PBOHHUM CBITJIOM,
CIUTHHO 3 aMEPUKAHCHKUMH BUEHUMH, YITKO JTOBEJCHO, III0 BEKTOPHA JIisl TpaBiTaIlii € 000B’ I3KOBOIO
yMoBo0 17151 hoToMopdorenesy 6pyHbok. [lomsipusyrounii egexT rpasitailii KOpeKTye IpaJieHTHUN
posmozin diroropmonis, aktTuBHHI Tpancrmopt Ca?* ta IOK, iHmykye GopMyBaHHS aTparyrodoro
IIEHTPY B amneKci BEPXIBKOBUX KIITUH MPOTOHEMH.

[Tommupenoro hopmoro MopdoreHe3y poCIvH € CIIpaTbHUN PICT. 3aBASKH YHIKATBHUX TOCITITIB
y KocMoci po3kpuTo eHI0reHHy MPUpOy CiripaibHOro Mmopdorenesy, edhekt ¢poto / rpaBitponismy
1 KOHKYPEHTHY B3aeMOJit0 MDK Tpomizmamu. Jlocmimkyroun pict mporonemum C. purpureus, B.
unguiculata i P. patens B ymoBax 1@, MikporpasiTamii, KIiHOCTATYBaHHS BCTAHOBIICHO, IO
CHIPAJIBHICTh NPOTOHEMH PEryJIIO€TbCS €K30- Ta €HJAOT€HHUMM YMHHMKAMHM, Jid SKMX Ha 3emil
MAacCKYy€ThCs TpaBiTalli€ro abo CBITIOM.

J11s KocMiuHOT 610J10T1i BaXKJIMBO 3’SICYBaTH CTIMKICTh T€HEPATUBHOT CUCTEMH POCIUH JIO YMOB
MIKpOTpaBiTallii, BIUIMB TpaBiTalii Ha TPUBAIICTh >KUTTEBOTO IUKIY, MEXaHI3MH ajamnTaiii a0
MOJIbOTIB. BinblIicTh MOXIB, 3BiICHO, PO3MHOXKYETbCS 1 BEreTaTUBHO, 1 reHepaTtuBHO. Ha mpukiazi
JEKUIBKOX BHJIIB MOXIB BCTAHOBJIEHO, SIK Y IPUPOJHBOMY CEPEIOBHII 3MIHIOETbCS 3aKJIaJaHHs
BEreTaTHMBHUX  PENMpOAYKTHMBHUX OpraHiB miJ BIUIMBOM rpaBitaumii. Y  Ptychostomum
pseudotriquetrum 3aBasikM TpaBIYYTIUBOCTI raMeTO(oOpiB y Masyxax JHCTKIB YTBOPIOBAIHCS
Oynb00UKHM, SK HaJIHHUN cHocid pO3MHOXEHHS B YMOBaX KOPOTKOIO BEreTaliifHOro mepioay
Anrtapktuku. Ilonspusyroua fist rpaBiTanii MiATPUMYE OCMOPETYISALII0 1 MOXE 3MEHIIUTH
HEraTUBHUM BIUIMB JediuuTy Boau. B ymoBax ce30HHOro AedinuTy BOAM 3aBISKU TPaBITPONIZMY
NPOTOHEMH 1€ MPUIIBUALIYE PO3BUTOK JIGPHUHKH, BIUIMBAE Ha 3OUIBIICHHS YHCEIbHOCTI
BUBOJIKOBHX TiJIellb, 3allacaHHs NOXWBHUX pedoBuH y Leptobryum pyriforme. Po3mHoxeHHs

CHeLIiaJIiBOBaHI/IMI/I BUBOJKOBUMH OpPraHaMu BOJHOYAC IMOJICTIIYE MOTJIMHAHHSA 51 YTpUMaHHA BOOA 3
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IPYHTY, MIATpUMYE OaHK XHUTTe3JaTHUX giacriop. Tomy rpaBiMopdo3n MH OLIHIOEMO SK HOBY
CTpaTeril0 NPUCTOCYBAHHS MOXIB y €KCTpeMaJbHHX NPUPOIHUX YMOBAX, sKa CHpUSE IX
PO3MHOKEHHIO 1 BUKUBAHHIO.

MikporpasiTailis 4 3MiHa BETUYMHU CHIIU TSDKIHHS Ha 3eMJIi € CTPECOBUM CEPEIOBHIIEM, Ha
SIKe POCIIMHA BIIMOBINAE 3aXUCHUMH peakiisMu. KocMiuHi HOCTipKeHHs 3a0€3MevyIoTh YHIKaIbH
YMOBH 1 MOKJIMBOCTI JIJIsl TOTEHIIHO HOBUX PEaKIiil y BIAMOBIAb HA rpaBiTamiiiauii crpec. Po3BuTox
aJaliTUBHUX peakliii Ha 3MiHy 1¢ Bi1OyBarOThCS BHACHAIAOK META0OIIYHUX 1 MOP(OJIOTIUHUX
CTPYKTYpHUX MOAM]IKAI[I Ha pi3HUX pIBHAX opraHizauii. Taki rpaBi3anekHi IPOLECH SIK aKTUBALLS
TaJIy’)KeHHS Ta KyTH OOKOBHMX Tajly30K B yMOBaX 3MIHEHOI IpaBiTaulii 1HILIIOIOTE MOPQOJOTIUHY
BUJIO3MIHY radiTycy AepHUH MOXiB. MopdoJoriydi BifNOBiAl MOXIB Ha 3MIHEHY CHIIY TSKIHHS
MOB’s13aH1 3 (1310J10T0-010XIMIYHUMHU TPOIIECAMH, BiJ HUX 3aJI€KHUTh IUTOKIHE3, PICT 1 PO3BUTOK
POCIIHH.

MikporpasiTallisi BIUIMBA€ Ha CTPYKTYPY KIITHHHUX CTIHOK, LIUTOIUIa3MATU4HI OpraHelqu,
dopmy kmitua Funaria hygrometrica. B takux ymoBax BimOyBajacs AECTPYKIlis XJIOPOIUIACTIB,
30UTBITYBIMCS KUIBKICTH Ta PO3MIPH TIEPOKCHCOM, TPHUIIBUAINIYBATIOCS CTApiHHA KIIITHH.
JloyydaroThCsl aHTHOKCUIAHTHI CHUCTEMU 3aXHCTy BiJl OKHCHIOBAJIbHOI JecTpykiii. OmHuM i3
IHAYKTOpPIB (DYHKITIOHAILHUX CTpec-peakiii € TMEepoOKCHI BOJHIO. B yMoBax CcUMyIbOBaHOI
Mikporpasitamii 'y kyaeTypi Pohlia nutans 36inemyBaBcs Bmict H202, sikomy mepeayBajio
HAKOMUYeHHS 1uTo30bH0ro Ca®t Ta axrusarts Ca® -3anexHol HAJI®H-okcunazu. KonnenTparris
MEPOKCULy TICJISA TPaBITAIlIfHOTO CTpecy 3HIKYBajdacs 1 IOCTYIOBO  BiJHOBJIIOBAJIACS
IIPOOKCHJIAHTHO/aHTUOKCHJAHTHA PIBHOBAra.

Y mporonemHux jaepHuHKax Physcomitrella patens i Bryum argenteum yHacmigok
KIIIHOCTAaTyBaHHS ICTOTHO 30UTbIITYBAaBCSI BMICT EPBUHHUX MPOIYKTIB JIMONEPOKCH AT — TIEHOBUX
KOH’IOTraTiB Ta HE3HAYHO IMiJBUIIYBABCS BMICT MaJOHOBOTO JHANBIETIAY, 10 MOCIA0II0€ KIIITUHHY
CTIHKY 1 OTIIPHY CHCTEMHU ILIOT0 Oopranismy. BBaxaroTs, 1mo po3suTok mnpotueciB [1OJI 1 3BopoTHICTH
010XIMIYHUX peakiliii € KIYOBOIO JJAHKOIO 3aXUCTY BiJl OKUCHIOBAJILHOTO CTPECY.

I'paBiTpomni3m 1 eeKkTH MIKpOTpaBiTallii 0OrOBOPIOIOTHCS 3 OIJISAY MEXaHI3MIB BIIMBY CHUJIH
TSOKIHHS Ha PICT 1 ajanTainito a0 rpasitauii. CTpyKTypHUM KOMIIOHEHTOM IMpOILECIB TalyKEeHHs
KJIITUH, (DOPMHU TPaBITPONHOTO KyTa, Opi€HTAllli raly30K € JMHaMI4Ha CUCTeMa LUTOCKENIETY, L0
MiATpUMye TpUBaly IpaBipeakiliro. YdacTh HUTOCKeseTy 3aiexuth Bix Ca®" i Ca**-ATdasu B
amikanbHUX KJIITMHAX, e Kablliil € mocepeHUKoM y nepenadi curaany. MT, M® i Ca®* chinbHO
JIOKAJ3yI0ThCS Y 30HaX POCTY MPOTOHEMHU MOXIB. Y Mikporpasitauii MiKpOTpyOOUKH B KYJIbTYpi
MPOTOIUIACTIB 1 alliKAIBHUX KJIITHHAX MPOTOHEMHU MEHIIE BIOPSAAKOBAHI, HDK Y KOHTPOJI Ha 3eMIIi.

BMicT akTMHY Ta CKiaJg MOJIEKYJISpHUX (GOpM OUIKY MiJ Yac KIIHOCTaTyBaHHS HE 3MIHIOBaBCS.
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MikpoTpyOOUKH KOPEryrioTh CTPYKTYpHY Oprafi3amito i picT KJIITHUHHOI CTIHKM, BIUIMBAIOYM Ha
BIIKJIaaHHA 1entoo3u. Lle minBuinye cuily omopy KIITHHHOI CTIHKM Ha Ji0 rpasitamii. M®
(GYHKIIOHYIOTh SIK MEXaHOUYTIIMBA CTPYKTYypa 1 peryisarop rpaBicurHany. CucremHa Jisi OUIKOBHX
Mosiekymt MT 1 M® y perymsnii TpaHCIIOPTY 1 ACHMETPHYHOMY PO3IOJAUTI OpraHeN IUTOIIa3MHu Ta
MEPEHOCHHUKIB ayKCHUHY JI0 30HH POCTY OCOOIMBO BAXKIIUBA JIIsl TPOIII3MY POCIIHH.

[loTrenuiitHo TpaBiTalis € eK30reHHUM (akTopoM Mojudikamii TeHHOi eKcmpecii.
MetumoBanns JIHK BrnnuBae Ha cunte3 Ha piBHi MPHK 1 B ymoBax a0ioTMuHOTo 1 610THYHOTO
CTpeCy eNireHeTHYHa CHUCTeMa KOHTPOJISIE CTIHKICTh MO HECTIPHATIMBUX YMOB. Bu3HaueHO, 1m0
MetwmoBanHs JIHK BrmuBae Ha cranii mepuenuii 1 TpaHCAYKIIl I'paBiCUTHAy 1 Ha TPUBAIICTb
30epekeHHs IaM’sIT1 po rpaBicTuMyIl. EnireHeTryna nam’sth, SK IPUPOIHUI MEXaH13M, pO3LIUPIOE
Bapianii (QEeHOTHIMHUX O3HAK y BIAMOBIAL HA MOCTIMHI (QIyKTyaIrii TpPUPOTHOTO CEPEIOBHINA.
deHoTHUN ray)KeHHs i BapiabenbHICTh TPaBITPONHUX KYTIB JlaTepaibHuX ramy3ok Polytrichastrum
arcticum i moaudikaiis i30()epMEHTHHX CHEKTPIB MEpOKCcHIa3u nmpoToHemu Physcomitrium patens
B yMOBaX 3MIHEHOT I'paBiTaIlii KOHTPOJIIOITHCS SMIr€HETUYHO YHACIIOK 3MIHU CTaHY METHITFOBAHHS
JIHK. Mopdomnoriuna (popma ramyxeHHs 30epiraeTbcs y KIITHHHUX MOAUIAX 1 MOXE CHaJKOBO
3aKPIMUTHUCS, a BiJ] MIHITMBOCTI 1 YaCTOTH PO3TATY)KEHb 3aJICKHUTh MUTHHICTh JEPHUHHU. Y CTPECOBUX
yMoOBax Iie Ha0yBa€ aJJanTUBHOTO 3HAYEHHSI.

Y wMonorpadii BH3HaueHa JaHKa MPOIECIB Bi MEPIENIlii TpaBiCHTHAIY IO TPOM3MY 1
Mop¢o3iB, K TpsAME IMATBEPPKCHHS TpaBITAI[IMHOrO BIUIMBY Ha PIicT 1 MOp(OTreHe3 pOCIIHUH.
BuzHaueHi KIITHHHI aCEKTH TPaBITAI[IfHOTO CHUTHAIIHTY, MOJEKYJISAPHI MEXaHI3MU CIPUHHSITTS
rpaBiTarlii i poCTOBUX peaKilii, IIUTOCKEIET SIK TPAHCIIOPTHA 1 MEXaHIYHA CTPYKTYpa Y TUHAMIYHOMY
rpaBITpONMHOMY pocTi. ['paBiTariiiHo 3ajekHa OpiEHTAllls y MpocTopi Ta rpaBiMopdo3n €
€KOJIOTTYHOIO CTPATETi€l0 1 YITKUM MOPQOJIOTTYHUM MPUCTOCYBAHHAM y CTPECOBUX KIIMATHUYHUX
yMOBaX.

VY mepcreKkTHBI HOB1 MPOEKTH 1 AOCTIIKEHHS KOCMIYHOI 010JIOTii MOTJIM © 3MEHIITUTH 00CsT
HEpO3B’sI3aHUX MHUTAHb MPO 3HAUEHHS TpaBITallifHOI CUJIM B OHTOTEHE31 Ta JKUTTEBIA cTpaTerii
pOCIMH, mossgpu3alii ¢i3ioJOTTYHUX MPOLECiB, Y MopdoreHesi, CTpyKTypi Ta (QyHKIISIX, BUPILIUTH
npoOieMH IUIaHYyBaHHS EKCIIEPUMMEHTIB Ta BHPOIIYBaHHS POCIHH Y KOCMOCI SIK KJIFOUOBHUX

KOMITOHEHTIB JKUTT€3a0€3IIeUeHHS MTIJIOTOBAHUX CUCTEM.
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SUMMARY

The monograph "Gravisensitivity of mosses: the importance of gravitational force in
ontogenesis™ presents the results of research of the gravitational biology of mosses, for the first time
formulates the basic concepts of gravitropic reactions of mosses, elucidates the mechanisms of
gravisensitivity, gravitropism, gravimorphosis, phenotypic plasticity of the gametophyte and the
adaptive significance of gravity in the life of mosses in natural ecological conditions, as well as the
reactions of plant defense under changed gravity. It is estimated the contribution of the results of the
work to modern space biology and presented the newest experimental research directions at the
present time.

It should be noted that mosses are one of the first objects for studying the gravisensitivity of
plants, and only later the initiative was transferred to vascular plants. We do not cease to emphasize
the advantages and perspectives of studying bryophytes for a comprehensive and accurate
understanding of the gravitational reactions of plants. This is confirmed by the completed collective
monograph and numerous review articles published in different years. The monograph describes 8
new gravisensitive species, in which the correlation between the morphofunctional features of
amyloplasts and the gravitropic growth of the protonemata is determined, and the importance of
gravity in the life cycle of mosses is shown.

The protonema is a unicellular filamentous structure, where the perception, transduction and
implementation of the gravistimulus are limited to one apical cell, the only one that divides. This
shortens the distance of the signal to the growth zone, compared to transduction in the root or stem.
In addition, the haploid set of chromosomes in the tissues of the gametophyte — the main life form of
mosses, simplifies the regulation (switching on and off) of gene activity, expanding the possibilities
for molecular research.

Unicellular moss spores respond to the influence of gravitational force in the same way as
individual organs and whole plants, and amyloplasts are their gravisensory system. A feature of the
protonemata is that in the light under 1g conditions it express plagiotropic growth, in the dark the
apical cells rise above the agar, showing negative gravitropism, and after clinorotatation the
protonema stolons form spiral folds.

The ability of spores to respond to the gravity vector affects the variability of initiation and the
axis of the growth of outgrowths. The reaction of the first outgrowths to the gravity signal differs
from species to species, contributing to the morphological variability of mosses, and performs a clear
adaptive function. It is believed that gravidependent growth of outgrowths correlates with the
competence of cells to respond to the gravistimulus influence in accordance with the program of

form-forming processes, and amyloplasts sedimentation is its trigger mechanism. For many moss
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species, clear gravity sensitivity of spore outgrowths has not been detected, and gravitropism develops
at other stages of the gametophyte. For example, the dedifferentiation of Weissia controversa
caulonema cells to gravisensitive chloronema is an exceptional gravity reaction, due to which a dense
branched protonemata turf with gametophores develops from chloronema outgrowths on the soil
surface. Therefore, positive and negative gravitropic growth is of exceptional importance in those
stressful climatic conditions where the species is widespread. Based on studies of the gravisensitivity
of moss species from extreme distribution conditions, it has been established that gravitropism differs
from species to species and appears depending on environmental factors.

An important stage in the mosses protonema development is the buds formation and the
development of gametophores. Apical buds formation belongs to special gravimorphoses, and for the
first time gravity considered as a factor in the morphogenesis of leaf-stem shoots. The conclusion
about the development of buds depending on the interaction of light and gravity was formulated after
the series of experiments under real microgravity conditions. In experiments with morphogenetically
active red light, together with American scientists, it was clearly proven that the gravity vector is a
prerequisite for the photomorphogenesis of buds. The polarizing effect of gravity corrects the gradient
of phytohormones distribution, active transport of Ca?* and IAA, induces the formation of an
attractive center in the apex of the protonema apical cells.

A common form of plant morphogenesis is spiral growth. Due to unique experiments in Space,
the endogenous nature of spiral morphogenesis, the effect of photo-gravitropism, as well as the
competitive interaction between tropisms have been revealed. Investigation the growth of protonema
of C. purpureus, B. unguiculata and P. patens in conditions of 1g, microgravity, and clinorotation,
showed that the spirality of the protonema is regulated by exogenous and endogenous factors and
their influence masked by gravity or light on Earth. For some species, spirality represents gravity-
dependent morphogenesis; for others, light dependent morphogenesis.

For space biology, it is important to find out the resistance of the generative system of plants to
microgravity conditions, the effect of gravity on the life cycle duration, and the adaptation
mechanisms to flights. Most mosses, of course, reproduce both vegetatively and generatively. Using
the example of several mosses species, it has been established how the initiation of vegetative
reproductive organs changes in the natural environment depending on the influence of gravity. In
Ptychostomum pseudotriquetrum, due to the gravisensitivity of gametophores, tubers were formed in
the leaf axils as a reliable way of reproduction in the conditions of the short growing season of
Antarctica. The polarizing effect of gravity supports osmoregulation and can reduce the negative
effect of water deficit. In conditions of seasonal water deficit, the gravitropism of protonema

accelerates the turf development, increases the number of brood bodies, and increases the nutrients



188

supply in Leptobryum pyriforme. Reproduction by specialized brood organs simultaneously
facilitates the absorption and retention of water from the soil and maintains a bank of viable diaspores.
Therefore, we evaluate gravimorphosis as a new adaptation strategy of mosses in extreme natural
conditions, which contributes to their reproduction and survival.

Microgravity or changes in the gravity magnitude on Earth is a stressful environment to which
plants respond with protective reactions. Investigation in Space provides unique conditions and
opportunities for potentially new reactions in response to gravitational stress. The development of
adaptive responses to a change in 1g occurs as a result of metabolic and morphological structural
modifications at different levels of organization. Gravidependent processes such as branching
activation and lateral branch angles under conditions of altered gravity initiate morphological
modification of the habit of moss turfs. Morphological responses of mosses to altered gravity are
associated with physiological and biochemical processes, which influence on cytokinesis, plant
growth and development.

Microgravity affects the structure of cell walls, cytoplasmic organelles, and cell shape of
Funaria hygrometrica. Under such conditions, chloroplast destruction occurred, the number and size
of peroxisomes increased, and cell aging accelerated. Under the condition of microgravity antioxidant
protection systems against oxidative destruction in cells are involved. One of the inducers of
functional stress responses is hydrogen peroxide. Under conditions of simulated microgravity, the
H>0> content in the culture of Pohlia nutans increased, which was preceded by the accumulation of
cytosolic Ca?* and the activation of Ca?*-dependent NADPH oxidase. The peroxide concentration
decreased after the gravitational stress and the prooxidant/antioxidant balance was gradually restored.

In the protonemal turfs Physcomitrella patens and Bryum argenteum, as a result of
clinorotation, the content of primary lipoperoxidation products (diene conjugates) significantly
increased and the content of malondialdehyde slightly increased, which weakens the cell wall and the
defense system of the whole organism. It is believed that the development of lipid peroxidation
processes and the reversibility of biochemical reactions are a key link in the protection against
oxidative stress.

Gravitropism and the effects of microgravity are discussed from the perspective of the
mechanisms of the gravity influence on growth and adaptation to altered gravity. Dynamic
cytoskeleton system, that supports a long-term gravireaction, is the structural component of the
processes of cell branching, the shape of the gravitropic angle, and the orientation of branches. The
participation of the cytoskeleton depends on Ca?* and Ca?*-ATPase in apical cells, where calcium is
an intermediary in signal transmission. Actin and tubulin as well as Ca?* co-localize in the growth

zones of the mosses protonema. Under microgravity conditions, microtubules in protoplast culture
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and apical cells of protonema are less ordered than in the control on Earth. The content of actin and
the composition of actin molecular forms did not change during clinorotation. Microtubules adjust
the structural organization and growth of the cell wall, affecting the deposition of cellulose. This
increases the resistance of the cell wall to the influence of altered gravity. Actin functions as a
mechanosensitive structure and a regulator of the gravisignal. The systemic effect of protein
molecules microtubules and microfilaments in the transport regulation and asymmetric distribution
of cytoplasmic organelles and auxin transporters to the growth zone is especially important for plant
tropism.

Gravity is potentially an exogenous factor of modifying gene expression. DNA methylation
affects synthesis at the template RNA level and under abiotic and biotic stress, epigenesis contributes
to resistance to adverse conditions. It has been determined that DNA methylation affects the stages
of perception and transduction of the gravisignal, as well as the duration of memory retention of the
gravistimulus. Epigenetic memory, as a natural mechanism, expands the variations of phenotypic
traits in response to constant fluctuations in the natural environment. It was shown, that the branching
phenotype and variability of gravitropic angles of Polytrichastrum arcticum lateral branches and the
changes in the expression of peroxidase genes and enzyme isoforms in the Physcomitrium patens
protonemata under conditions of altered gravity may be a result of DNA demethylation. Epigenetic
polymorphism of peroxidase under microgravity is regarded as a probable factor of individual
resistance of plant organisms. The morphological form of branching is preserved in cell divisions and
can be hereditarily fixed, and the density of the turf depends on the variability and frequency of
branching. Under stressful conditions, this acquires adaptive significance.

The monograph defines the link of processes from the perception of the gravisignal to tropism
and morphosis, as a direct confirmation of the influence of gravity on the growth and morphogenesis
of plants. It was determined the cellular aspects of gravitational signaling, molecular mechanisms of
gravity perception and growth reactions, the cytoskeleton as a transport and mechanical structure in
dynamic gravitropic growth. It was shown, that gravity-dependent orientation in space and
gravimorphosis are an ecological strategy and a clear morphological adaptation to stressful climatic
conditions.

In the future, new projects and research in space biology could reduce the volume of
unresolved questions about the significance of gravitational force in the ontogenesis and life strategy
of plants, the polarization of physiological processes, in morphogenesis, structure and functions, and
solve the problems of planning experiments and growing plants in Space as key components of life

support for manned systems.
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