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TAJIYXKEHHS IPOTOHEMMW CERATODON PURPUREUS B YMOBAX 3MIHEHOI CWJIA

TAXKIHHA

Xopkasis S./., Kopaiom €.J1., JlJo6aueBcbka O.B., Kusaxk H.S., Kit H.A. Tanyxennst nporonemu Ceratodon purpureus
B YMOBaX 3MiHEHOT CHJIM TSDKiHHA. — YKp. 60TaH. XypH. — 2015. — 72(6): 588—595.

HaBeneno pesynsratu HOCHiIKeHb TPaBIiUYyTIMBOCTI JaTepabHUX Taly30K MpotoHemu Mmoxy Ceratodon purpureus
(Brid.) Hedw., KyT HaxuJ1y SIKUX 3MiHIOBaBCsI 3aJI€XKHO Bijl BEKTOPHOI CIIPSIMOBAHOCTI CWJIM TSLKiHHS Ta IpaliEHTHOTO
po3nofiy aykcuHy. [HribyBaHHSI TOJISIDHOTO TPAHCIIOPTY ayKCHUHY 3a y4yacToo HahTuUil-GTaTaMoBOi KHUCJIOTH
COPUYMHSUIO 3MEHIIEeHHS TMPOTUIii TpaBiTallii Ta IUIAriOTPONHOTO POCTY JaTepajibHUX Taidy3o0K. lamyXeHHIo
MPOTOHEMU TIEPEAyBaJl0 MEPEeMillleHHsI siIpa A0 HOBOi 30HM POCTY, a MOro pyx MPUIIBUALIYBABCS 3a y4yacTio
noJisipu3ylouoi fii rpasitaliii. BcraHoBIeHO, IO MMM BIJIMBOM TrpaBiTallil MopyllyBajacs KOOpAWHALIisSl poCTy Ta
MOy KJIITUH, X0Ua TPUBAJIiCTh MITOTMYHOTO LIMKJIY HE 3MiHIOBanacs. [Hiuiawii raqyeHHs1 nepenyBajia JoKaabHa
aKTHBALIisI MIKPOTPYOOUYOK LIMTOCKENETA, sIKi OTOUYBaJIU SIAPO BIPOJOBXK MOT0 NepeMillleHHsI, BAKOHYIOUM CUTHAJIbHY

Ta TPAaHCIIOPTHY (PYHKIIIi.

Knwo4yoBi cJioBa:ayKCuH, KyT HaxXWy, FaJly>KeHHs, JJaTepaJlbHUI TariH, rpaBidyyTIMUBICTh, IPO, LIMTOCKEJIET

Beryn

PocnuHu KopuryioTh CBili picT BiIHOCHO CBiTJIa Ta
rpaBiTalii 3aBAsKU (OTO- Ta TpaBiTpoIli3MaM, IO €
BU3HAYaAJIbHUMU U1 AeTepMiHallii IXHbOro raditycy.
TabiTyc 3ay1exXXuTh repeayciMm Bif criocoOy raay>kKeHHs i
KyTa Haxuiy OiYHUX TiJIOK, SIKMM nepeOyBae€ Mia BILIM-
BOM TOJISIpU3YI0YOi 1ii rpasiTauii. Lle — 3araabHobio-
JIOTiYHeE SIBUILIE Ta IPUKIIA] caMOOpraHi3allii po3BUTKY,
1[0 KOHTPOJIIOE CTPYKTYpHY crenndiKy KyTa Haxwiy
TiJIoK BIOPOIOBX OHTOreHe3y pociauH. Moro mporpa-
Ma moTpebye CTporoi KOOpAWHALii pOCTY Ta MPOJIi-
depaltii KJIiTHH, SKi 3aJI€XXaTh Bill pO3IOALTY ayKCUHY
Ta mo3u rpasitamiiiHoi cwmm (Herranz, Medina, 2014;
Kordyum, 2014).

3pydyHHM 00'€KTOM IJISI HOCIHIIKEHHS TaTyKCHHS
1 yJacTi rpaBiTallii B pOCTi Ta MO KJIiTUH € MPOTO-
HeMa MOXiB, sIKa 4aCTO BUKOPUCTOBYETHCS B €KCIIEPH -
MeHTaX KOCMiuHO1 6ioJiorii. ¥ cBoiX OCTaHHiX poOoTax
MM HaMarajvcsl BUBYMTH IIPOOJIeMy TalyKeHH: i KyTa
3TUHY JIaTepaTbHUX raTy30K MTPOTOHEMU MOXIB 3aJIeX-
Ho Bim go3u rpasitauiitHoi cunm (Khorkavtsiv et al.,
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2014). Ha cborojHi 3aBaaHHs IOJISITa€ B TOMY, 111001
JocaimuTy (OopMyBaHHSI TpaBi3ajeXXHOTO KyTa JaTe-
pPaJIbHUX TJIOK (Taly30K) SIK IPOLECy, KOTPUA KOHTPO-
JIIOETHCS ayKCMHOM, 3aJICXKUTh Bill TTOJIOKEHHS SIIpa Ta
JIOKAJIbHOI aKTUBALlil €IEMEHTIB LIUTOCKEJIeTa.

Marepian i MeToaMKA J0CHITKEHb

Mu  BuxkopuctoByBaiu  mpoToHeMy  Ceratodon
purpureus (Brid.) Hedw., siky BupoIyBaau 3i crop Ha
0,75 %-Bomy arapuzoBaHoMmy cepenoBunli KHoma 1y
JIIOMiHeCTaTi B KOHTPOJIbOBAHUX YMOBaX: OCBITJICHHS
70 mxmonbm>c!, Temneparypa +20—22°C, BinHOCHa
BosioricTh 85—90 %. CeMumo00Bi NepHUHU 3HIMaIU
MpenapyBaIbHOIO TOJKOIO i IEpeHOCUIIN Ha arapu30-
BaHe cepenonuie 3 0,2%-Boio TIIOKO3010. Yamkm 3
KYJIBTYPOIO CTaBUJIN BEPTUKAJIBHO B TEMPSIBY i Uyepe3
3—4 nobu OoTpHMMYBaiy HETaTUBHO I'PABITPOITHY IMPO-
TOHEMY, SIKY MOTIM JOCTiIXyBaJu.

B ogHoMYy mochifi yaliky BCTAaHOBIIOBAIU BiTHOC-
HO TOPU3OHTAJIBHOI IMOBEpPXHi Imig Kyramu Bim 0° g0
90° i1 oCBITJIIOBAIM MPOTITOM 3 TOIl YEPBOHUM CBIT-
JioM iHTeHcuBHicTIO 0,2 MKMOIb-M*>¢c™'. TToTiM YacTu-
HY YaIlloK i3 IIPOTOHEMOIO TIEPEHOCIIN B TEMPSIBY Ha
TOPU30HTAJIbHUI KJIiHOCTAT (IIBUAKICTb OOEpTaHHS —

ISSN 0372-4123. Ukr. Bot. J., 2015, 72(6)



2 00./xB), a pelTy KJIaJI¥ TOPMU30HTAILHO Ha CTill 3a
yMOB cTanoi 1 g cunu tskinHs. Yepes 18 roa BuMipio-
BaJIM KyT HaXWJIy JIaTepaJIbHUX TaJy30K IIOIO T'OJIOB-
HOTO CTOJIOHA. B iHIIIOMY BapiaHTi YalllKy 3 MPOTOHE-
MOIO BUCTABJISIJIA TaK, 1I0OM BEKTOPU CBiT/ia Ta IpaBi-
Tallil Oy/JIM Opi€eHTOBaHI MapasneabHO ab0 MePHIeHANUKY-
JISIPHO. YMOBM JOCIiAY 1 aHaJi3y KyTiB OyJu TaKUMH,
JK i B monepenHboMy BapiaHTi. He BUKoprcTOBYyBaiu
JIMIIIE KJIiHOCTAT.

B excrieprMeHTi 3 (hiTOoropMOHaMU 3aCTOCOBYBAIU
1,0 MkM aykcuny i 10 MkM N—1-HadTra-¢raaramMoBoi
kucnotu (HOK). [pasitporiHy npotonemy C. purpureus
npotsaroM 7 [i0 BUpoIllyBaiu Ha cepenoBuili 3 1,0
MKM IOK, a B yamky 3 mpoOTOHEMOIO nogaBaiau |
Ma 10 MkM pozunny H®OK i 3anuinanu pocaiuHu B
TempsBi Ha 8 rog. [Ticiisg IbOTo YalIkKy BUCTABIISIM Ha
Oine cBiTJI0 HU3bKOI iHTeHcuBHOCTI (100 1K) i yepes
24 tojn aHami3yBallM Tajy>KeHHSI MPOTOHEMMU Ta KYT
HaxXWTy Tamy30K.

Jng  aHamizy sgep 3acTOCOBYBaId  METOAM-
Ky (GuayopecueHTHOro (apOyBaHHSI OapBHUKOM
4'.6-niaminuHo-2-denininaon (DAPI; Chazotte, 2011)
i BU3HAYaJIM TIOJIOKEHHS sIlep Y KJIITUHAX CTOJIOHA Ta
JaTepajbHUX rijkax nmpotoHemu. s imyHodyopec-
HeHIIii MikpoTpy6odok (MT) BUKOpHCTAIN METOIUKY
. IlIByxoBa, MoaudikoBaHy s TPOTOHEMU MOXiB
(Schwuchow et al., 1990; Demkiv et al., 2003). 3adap-
OoBaHi npenapatu saep i MT aHanizyBaau Ha MiKpo-
ckomi «AXIO Image M1» i ¢pororpadyBanu 3a momno-
moroto kamepu AxioCam HRm.

PesynsraTi 10c/iiKenb Ta iX 00roBopeHHs

Te, 1110 MPOCTOPOBA Opi€HTALliSI OIYHUX TaTy30K 3aJe-
JKUTh BiJI TpaBiTalliiHOTO BEKTOpa, MOKa3aHO B JOCJIi-
Jax, y SKUX CWIY TSDKiHHS MoaudiKyBaiv, BCTAHOB-
JTIOI0Y M YalIKy Mg Kyramu 0—90° 11010 ropu30HTaIb-
Hoi moBepxHi (Tabymiisd). KyT HaxwIy raxy3oK BiZHOC-
HO TOJIOBHOI OCi POCTY 30iJblLIyBaBCs MPOMOPLIiTHO
i3 103010 TpaBiTalLliiHOI [ii; KJIiHOCTATyBaHHS TaKOX
MOCJa0II0BaI0 CUJTY IpaBiTallii B ycix BapiaHTax. Ta-
KUM YMHOM, 3aJIeXKHO BiJl BEKTOpa rpasiTallii KyT jaTe-
PaJIbHUX Tajly30K 3MiHIOBaBCS, iHilIiIOI0UU MEPEOPiEH-
Tallilo POCTY Bill rpaBi- A0 IJIAriOTPOITHOTO.
BcraHoBneHo, 110 JIOKajdbHE MicClle Taly>KeHHS
MOXHAa KOHTPOJIIOBATH 3a JOMOMOTIOI0 IpaBiTallii. AK-
TUBYBJIM YTBOPEHHSI Taly30K HU3bKOIO iHTEHCUB-
HicTio yepBoHOro csimia (0,2 MKMoOJIb-M*C™!), HE CTH-
MYJII0I04M  (OTOTPOTI3M, i 3MiHIOBAIM TOJOXEHHS
MPOTOHEMU 100 BEKTOpa IpaBiTallii — IapajieJbHO
a00 meprneHauKyIsIpHO A0 OCBiTJIEHHS. [any3ku 3a-
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BeanunHa KyTiB JaTepajbHUX raay3ok nporonemu Ceratodon
purpureus 3aJ1€XHO BiJi BEKTOPHOI Aii rpasiTanii

The angles of the lateral branches of Ceratodon purpureus
protonemata depending on gravity vector

KyT Haxu1y 4awok OpieHTallis 1aTepalbHUX TaTy30K,
BiTHOCHO TOPU3OHTATBHOL micst
.o KOHTpoJIb (1g) .
MOBEPXHi, KJIIHOCTaTyBaHHS
0 82+3,1 87+5,6
30 68 +3,4 79+3,8
60 45+3,2 61+£52
90 18+0,8 43+2,5
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Puc. 1. Hampsim pocty jaTepaibHUX Taay30K MPOTOHEMU
Ceratodon purpureus 3aJeXXHO Bifl Opi€HTallii BEKTOPIB CBiT/Ia
(€) Tarpasirallii (g): @ — napajieibHO, b — NepNEeHUKYISIPHO,
¢ — KOHTPOJIb: TIPOTOHEMa POCiIa Ha CBITJIi; BEKTOPHU CBiTJIa
Ta TpaBiTallii mapajeabHi

Fig. 1. Direction of growth of lateral branches of Ceratodon
purpureus (Brid.) Hedw. protonemata depending on light
(¢) and gravity (g) vector's orientation: a — parallel, b —
perpendicular, ¢ — control: protonemata from light; light and
gravity vectors parallel

KJIamaaucs 3aJIeXXKHO Bif nii 000X YMHHUKIB (puc. 1).
OnHocripsiMOBaHa i iHilliroBajia TaJIy>XKeHHS i3 TBOX
00KiB cTojioHa (puc. 1, a). Konu BekTopu cBiT/a Ta
rpaBiTalii Oy1u NeprneHINKYJISIpHUMU, a CUIa Jii rpa-
BiTallii craHoBUJA 1 g, raly3Ku TOMiHYBaJd 3 OMHOTO
0OKy — B HaIIpsIMi IIii TpaBirtarii (puc. 1, b).
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Puc. 2. 3miHa KyTa 3ruHy OiYHUX
rany3ok Ceratodon purpureus
B anikajbHO-0a3aJbHOMY Ha-
npsiMi  B3IOBX TI'PaBiTPOITHOIO
CTOJIOHA

Fig. 2. Change of a setpoint
angle of Ceratodon purpureus lat-
eral branches in the apical-basal
direction along a gravitropic sto-
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Hapani 3ruH rany3ok BigOyBaBcsl IBOETAITHO: aKTH-
Ballis CBITJIOM CTUMYJIOBaja PIiCT KJIITMHHOI CTiHKU
i1 TPSIMUM KYTOM 110 MO3A0BXHbOI OCi CTOJIOHA He-
3aJIEXKHO BiI BeKTopa rpasiTaiii (puc. 1, b). Bimomo,
1O TIiJ Yac MiTO3y MPUITUHSIEThCSA ab0 X HacTae Ko-
pOTKOYacHa peBepcisi rpaBiTPOMHOIO POCTY BHACIi-
JIoK peopraHizauii MT LuTockesera, 1110 MTOPYIIYE Me-
XaHi3Mu nepueniii rpaBictumyiy (Cove et al., 2006).
OueBUIHO, 116 MOXE OYTU OMHI€I0 3 MPUYUH, YOMY
PiCT rajy3Ku 10 3aBepIlIeHHS MEePIIoro IMoaiay Binoy-
BaBCs TIEPIICHANKYISIPHO OO0 MAaTePUHCHKOI KIIITHHH.
Ha HacTtynmHoMy eTtari Imicist oAy Ta BiTOKpeMIeH-
HS JOYipHBOI KIIITUHY KyT HaXWJTy 3MeHIIIyBaBcs 3 90°
1o 50°, i HampsIM POCTY Tajy3Ku HaOyBaB (hiKCOBaHOI
rpaBi3ajiexxHol opieHTallii. TaAKUM YMHOM, JIUIIE TiCIIs
MiTO3y KJIiTUHA cTaBajia YyTJIMBOIO 10 TpaBiTallii.

AmnikajbHa KJIiTUHA TPOTOHEMU — aBTOHOMHA CHC-
TeMa CUHTE3y ayKCUHY, SIKMI pa3oM i3 iHIITUMU MeTa-
OosiTaMu iHTiOITOPHOI il TPAaHCIIOPTYEThHCS B CyOaIrti-
KaJIbHi KJIITUHU, CTBOPIOE TaM TajibMiBHE M0Jie, BHAC-
JIIOK 4YOro MOYMHAIW Tajny3utucs 3 abo 4 KIIiTUHU
cronoHa. Ha cBitii Kyt 3ruHy ripotonemu C. purpureus
3MiHIOBaBCSI B3IOBX TOJIOBHOIO cTojioHa Bim 30—40°
10 60—80° i B OCHOBI CTaBaB IUIarioTpomHUM (puc. 2).
Taka cxeMa rajgykeHHsI 3yMOBJIeHa ITOCTYIIOBUM 3HU-
KEHHSIM TIPOTUIIl CUIi TSKiHHS, 1110, CBOEIO UYepPTol0,
PETYJIIOETHCS TOPMOHATBHO BHACTIIOK IOCTA0ICHHS
anikajabHOro JoMmiHyBaHHs. [1prunMHOI0 HU3BKOI rpa-
BiUYTJIMBOCTI Ta Pi3HOI Opi€HTAallil OOKOBUX Traay30K €
BMICT ayKCHHY, CUHTE3 SIKOTO 30iJbIIIyBaBCs B KJIITH-
Hax, 110 TaJTy3WINCS, Ta B alliKaJIbHUX KIIITHHAX HOBUX
rinok (Khorkavtsiv, Demkiv, 2003).
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Mu npoaHanizyBajiy BILUIMB ayKCUMHY Ta iHTibiTopa
aykcuHoBoro TpaHcroptHy H®K Ha yrBOpeHHS Tpa-
Bi3ajieXkHOTO KyTa 3TUHY JiIaTepajlbHUX rajy30K MpoTO-
Hemu C. purpureus. I1poBeneHi TOCTiTKEeHHS CBiTJaTh,
IO iXHSI Opi€HTallis 3aj]eXuTh Big Ail aykcuHy. Ilig
BriuBoM 1,0 MkM IOK icToTHO mimBuIimyBaBcsl KyT
3TMHY Tany30K, a HOK ramsMyBaia aHTUTpaBiTpOTIHY
JIif0 ayKCUHY, BHACJIIJOK YOTr'0 KYT 3MEHILIyBaBCs Maii-
xe Ha 10° (puc. 3).

KriHoctratyBaHHSI CTUMYJTIOBAJIO 30ibIIEHHS KyTa
3TUHY, i BTpaTa MOJSpU3yBAIbHOI Jil TpaBiTallil Maia
HaBiTh CUJIbHIIIN iHTIOYIOUYMIA BIUIMB, HiX [Iisl ayKCH-
Hy (puc. 3). OTXe, peayKIisl ITOJISIPHOTO TPAHCIIOPTY
IOK, ii BMicTy 41 3MiHa BEeKTOPHOI Jii rpaBiTallii mpu-
3BOAMJIM OO 3MEHIIEHHS MPOTUIii CUJIi 3eMHOTO TsI-
JKiHHS, 1 IK HACJIiJOK — TIJIarioTPOMHOTO POCTY JaTe-
pPaJIbHUX TaJIy30K IIPOTOHEMMU.

V nocnipax i3 C. purpureus i Physcomitrella patens
(Hedw.) Bruch&Shimp. 3'scoBaHO mnesIKi NMUTaHHS
KOMILIEKCHO]I y4acTi ayKCUHY B IrpaBipeakilisiX MOXiB,
MOB'sI3aHi 3 TPAHCIIOPTOM rOPMOHIB i akTBHIicTIO Ca?*
(Khorkavtsiv, Demkiv, 2003; Cove et al., 2006). Bu-
toky ioHiB 10K mnepenye nepeposnonin Ca?"-kaHanis
i mBuAIMiA BXia ioHiB Ca*y KITiTUHY, SIKUI KOPUTYE
notik IOK i armikanbHe JOMiHYBaHHS, MOPYLIEHE Ti€I0
ek3oreHHoi IOK. Tomy B rpaBiTpomizmMi mpoTOHEMU
MOXiB CHTHaJIbHa CUCTeMa ayKCHUHY 3 ioHamu Ca’* Bu-
KOHY€E TTOJIIpU3yBabHy (pyHKIIiI0. I 1aTepaabHOTO
TaJTy>XeHHS ayKCHH € iHAYKTOPOM POCTY MaroHa, 3aii-
CHIOE KOHTPOJIb 3a rpaBi3aIeXKHUM KyTOM 3TUHY Ta aB-
totpornizmoM (Roychoudhry et al., 2013; Khorkavtsiv
et al., 2014). Kyt 3ruHy opraHa 3a IeBHMX €KOJIOTi4-
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Puc. 3. Bruius ¢iToropMoHiB Ha BeIMYMHY KyTa 3TMHY JlaTepaJibHUX raiy3ok Ceratodon purpureus B yMOBax CTajloi Ta 3MiHEHO1

rpasiTarii

Fig. 3. Effect of phytohormones on a setpoint angle of Ceratodon purpureus lateral branches under the conditions of constant

and altered gravity

HUX YMOB HaOyBae€ 1J1s1 pOCJWH 0COOIMBOTO 3HAYEHHS,
amke HeoOXiTHO MiCTaTUCS IXepes KUBJICHHS — I10-
XXVBHUX PEYOBUH i BOJY B IPYHTI UM CBiTJIa HA MOBEPX-
Hi cyocTpary.

[eHepaTopoM ramy>keHHS IIPOTOHEMH € SAIPO Ta ITif-
BUILIeHA (PYHKIiOHAJbHA aKTUBHICTb KJIITUH, Y SIKUX
BinOyBaeThcs audepeHLiiHuil pict. HailiMoBipHilte,
110 Miclle 3aKJIaJaHHs POCTKa — IPOLEeC CTOXacTUY-
HUI, a mporpamMa rajiy>€HHsI KJIiTUH He Ma€ YiTKOI 4a-
coBoi 3a7exHocTi. OqHaK eKCIepMMEHTaIbHO MOXHA
iHiLilOBaTU mepeayMoBU 1Jjis raiyxeHHs. Ilig Bruim-
BOM CBiTJIa Ta 3a y4acTiO I'paBiTallii B MeBHill AiIsSHLI
BimOyBalOThCS CTPYKTYpHa Ta (DYHKIIOHAJIbHA II0OJIS-
pu3alii KJIiTUHU, a MHOXMHHA B3a€EMOisl KJiTHUH-
HUX KOMITOHEHTIB MPU3BOIUTH IO JIOKAJTBLHOTO POCTY
KITUHHOI CTiHKM. OTHUM i3 TaKMX KOMIIOHEHTIB Ha
LLJISIXY CIIPUIHSTTS i TpaHCAYKIIil CUTHAITY € SIIPO, SIKEe
YiTKO Mirpy€ A0 MicCLIsl TaTy>KEHHSI.

Ao MM HaxuIsSAd Yallku 3i cropamMud Mo-
xiB C. purpureus i P. patens abo Bomopocteit Onoclea
sensibilis L. yn Fucus spiralis L. BITHOCHO TrOpU30H-
TaJIbHOI MMOBEPXHI, SIAPO pyXajocs 10 Micllsl JoKali3a-
11i1 pu30ifa, HampsIM POCTY SIKOTO 32 TAKUX YMOB CUJIU
TSDKIHHSL 3MiHIOBAaBCS 3aJ1€XKHO BiJl BEKTOpa IpaBiTalii
(Pundiak et al., 2002; Nick, 2013).

BcraHoBneHo, 1m0 caMme TpaBiTallisi BIJIMBa€ Ha
copsiMmyBaHHs pyxy sinpa Ceratopteris richardii Brong.,
OCKIJIbKM BiI€OCIIOCTepEXKEeHHSI B €KCIIEpUMEHTI Ha
Shuttle cBimYnTH TIPO paHIOMIUHY Mirpalliio sSapa 3a-
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MiCThb MOJIIPU30BAHOTO PYXy OO OCHOBU KJIITUHU
(Roux et al., 2003; Chebli, Geitmann, 2011). Otxe,
pyX snpa mepeOyBae Mil Mi€l0 TpaBiTalliiHOI CWJIH,
sIKa EHEPreTMYHO MOOiNli3ye TPaHCHOPTHI CUCTEMU
s vioro nepemimeHus (Cove et al., 2006; Herranz,
Medina, 2014).

B amikanbHilt KJIiTUHI SIAPO, OYEBUIHO, HE € CTATO-
JIITOM, SIK aMiJIoTJIacTh, TOMY 110 BOHO HE MirpyBajo
JI0 OCHOBM KJIITUHM, KOJIM BEKTOp TpaBiTallil 3MiHUIU
Ha 180° (Schwuchow et al., 2002). OgHaK CTBEpIXY-
BaTH, 1O SIAPO B iHTEPKAISIPHUX KIIITMHAX He 3aisi-
He B peakxllii Ha rpaBicTUMYJ, He MoxXHa. [TokazaHo,
IO sIapo B cyOamikanbHii KiituHi C. purpures Tiepe-
OyBae OJiMxK4ue 10 BEpXHbOI MEPEeTUHKU, a HE B LIEH-
Tpi (puc. 4). MoxXxnuBo, ToOMy, IO SAPO € YYTIUBOIO
KJIITUHHOIO OPraHesol K I0A0 CAa0KWX CUTHAIB,
Tak i IBUAKOI 3MiHU curHany. Kpim Toro, MexaHiyHi
CTAMYJIH 3aJIy9aiOThCS 10 KOHTPOJIIO 32 TOJIOKCHHSIM
sipa i YTBOPEHHSIM KJIITUHHOI EPETUHKM.

V xniTuHax, SIKi pOCTYTh, IIiJ 4ac rajay>KeHHS IIpO-
TOHEMU SIPO MOCTiiHO TepedyBae B OTUHAMiYHOMY
PYCi, MiTpyIOUM 10 MiCIISI CTUMYJISILIL pocTy (puc. 5). Y
IPaBiTPOIHIN MPOTOHEMI SAPO YacTo Oyyo Oinst Micus
3aKJIaJlaHHsI POCTKa Il 10 HOro YTBOPEHHS, BUIIepe-
JCKAIOUM PicT KJIITUHHOI CTiHKM (puc. 5; b), IIBUAKO
nimunocs (puc. 5; ¢, d) i moBepTanocs Hazanm y LIEHTP
KJIITUHU (5; e). Y npoToHeMi Mic/sl KJIiHOCTaTyBaHHS
Ta B IIPOTOHEMI, sIKa pocjia Ha CBIiT/Ii, pyX siapa pi3-
HUBCS: Taly3Ka Oyia cpopmoBaHa, a Ampo IIe Iepe-
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Puc. 4. Po3MmillieHHS siiep y KJIITUHAX TTPOTOHEe-
mu Ceratodon purpureus TIicIisi TPaBiCTUMYJISILLII:
1 — moBxkuHa KiaiTMH 170 MKM; 2 — BigcTaHb
BiJI siipa 10 KJIITUHHOI MEPETUHKU, MKM

Fig. 4. Localization of nuclei in Ceratodon pur-
pureus protonemata cells after gravistimulation:
1 — cell length 170 pm; 2 — distance from nu-
cleus to cross cell wall, um
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MilryBajocsl 10 poctka (puc. 5; a, f, g). O4eBUIHO,
3MIHUBCSI KOHTPOJIb SIIpa 3a IIOBHUM KJIITHHHHUM ITUK-
JIOM — POCTOM i MIiTO30M, MK IKUMM iCHYE KOpEJsi-
11is1, OMHAK HE HACTUIbKKU CUJIbHA, IOOU He 3ajexaTu
Bim ekosoriuHMX YMHHUKIB. Lle Moxe cTocyBaTucs Ta-
KOX [1ii 30BHilTHiX (DaKTOPiB SIK HAa TOPMOHAJIbHE CIiB-
BiIHOILIEHHSI, TaK i Ha TeHHY eKcrpecito (Matia et al.,
2010).

Puc. 5. Po3wmilieHHs sgep MiAg 4Yac TajJy>XeHHS KJITUH
niporoHemu Ceratodon purpureus: a — TIpOTOHEMa 3i CBITJIa;
b—e — rpaBiTpoIlHa MPOTOHEMA; f—g — MPOTOHEMa IicCJs
KJIiHOCTaTyBaHHS; ITPpUX — 20 MKM

Fig. 5. Localization of nuclei during Ceratodon purpureus
protonemata cells branching: a — protonemata from light;
b—e — gravitropical protonemata; f/—g — protonemata after
clinorotation; bar — 20 um
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VY nitepaTypi € YyMMao pPi3HUX MOSICHEHb 1100 KO-
OpIMHALLl pocTy Ta mpoJidepalii mix BMJIMBOM MiK-
porpasiTalii (HalpuKiaa, KIITUHHOTO LIMKIY, POCTY
KJIITUHHOI CTiHKM, BUJIOBXEHHSI KJIiTMH). 30KpeMa,
B Kocmoci mpomnidepaliiss Moxe migBuiryBaTucs, a
TPUBAIICTh POCTY KIITUH 3MeHuIyBatucs (Mattia et
al., 2010; Kordyum, 2014). BBaxaloTb, 1110 piCT i IMO-
IIiJT «po3'€qHaHi» BHACIIOK CKOPOUYCHHS G2 dazu.
Lle mpus3BoauTh OO0 aKcenepalil KJIiTUHHOTO MOAiTY
Ta ¢opMyBaHHS KOPOTKUX 1 YMCENbHUX KIIITUH. B iH-
1IOMY BapiaHTi, B ekcriepuMmeHTi B KocMmoci, eminep-
MaJIbHUX KJITUH Arabidopsis thalina 6yno Oinblie, HixX
Yy KOHTpOJIi Ha 3eMJli, BHACJiJOK MOCUJIEHHSI BUIOB-
keHHs kiituH (Paul et al., 2012).

Ilin BIMBOM TpaBiTailii B TEMpsBI pPICT TIpaBi-
TponHoi npotoHemu C. purpureus TIPUIIBUIIITYBaBCS,
po3Mipu KJIITUH 30iJblIyBajlMCs, aje iXx OyJo 3Hay-
HO MeHIIle, Hi3K Y KOHTPOJIi Ta ITicasl KJIiHOCTaTyBaH-
Hs (puc. 6). KiJIbKicTh KJTITUH MOIJIa 3MEHIIIyBaTHCS
BHACJIIIOK PO3TSATYBaHHSI, SIK€ BUIMEPEIKaIo MiTO3,
X04a TPHMBAJIICTh MPOJipepaTUBHOTO IIUKITYy MOIJa it
He 3MiHIoBaTuCs. He BuKiI04YeHO, 1110 3a 1el mepiof
3pOC]IM aKTUBHICTD siiepelb i 0ioreHe3 pubocoM, oc-
KiJIbKM BCTAHOBJIEHO, III0 YMOBM 3MiHEHOI rpaBiTa-
Lii MPU3BOAATH 10 MOPYIIEHb HYKJIEOJSIPHOI aKTUB-
HocTti (Matia et al., 2010; Kordyum, 2014; Micco et
al., 2014). TakuM YMHOM, IOCJIIXEHHS, TIPOBEICHI 3
C. purpureus, MiATBEPIXKYIOTh, 110 IpaBiTallisl € BaX-
JIVBUM TIOJISIPU3YIOUMM UYMHHUKOM, SIKWUM 30iIbIIyE
y4acTh s1pa y GYHKIIOHAIBHUX i MOP(hOTeHETUUYHUX
npoiiecax KJIiTHH.

Ilo-iH1I0oMYy, i HaBiTh HaBNaKu, BiIOyBaBCs MPOLEC
MOITy — POCTY MiJ Yyac iHiliallii raJqy>KeHHs: MOIil
Sapa iHKOJIM 3aBepIIyBaBCs IIie IO Bi3yaIbHOTO POCTY
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rany3ku (puc. 5, c¢). ToMy KJIITUHHUAR TUKII CJIif po3-
JISIAATU SIK CYKYMHICTh IMOBIpHUX i JeTepMiHOBaHUX
MPOLIECIB, SIKi KOHTPOJIIOIOTh YaCOBY BITOPSIIKOBAHICTh
LIMKIJIY ¥ BiIpi3HAIOTbCS B MOpGOreHe3i pi3HUX opra-
HiB (Gudwin, 1979). OgHak pyx smpa — 1ie BiIlloBiIb
He JIMIlie Ha 30BHilllHi (paKTOpU cepeloBuIla, a i Ha
MiKpOYMOBHU KJIITUHM, TOMY YiTKa Mirpaliis siapa € ne-
peayMOBOIO TIATPUMAHHSA IPOCTOPOBOI Opi€HTAllil
noxiniB i Tunosoi ¢opmu kiitnH (Cove et al., 2006;
Qu, Sun, 2008). BapTtuii yBaru Takox Toii (axT, 110
3aTpUMKa KIiTUH Physcomitrella patens Ha crazii G,
KITUHHOTO IUKITY, siki MicTsaTh 2C Habip JJHK, po3-
IJISIAAETHCS SIK BaxKJIMBa CTpaTerisi BUDKMBaHHS Tarlio-
inHoro opranizmy (Cuming, 2009).

Bzaemo3ss's3ku mixk JTHK, PHK i cuHTe30M Oinka
CKJIaJHi, ToMY ifeHTH}iKyBaTH (Di3i0a0TiYHI CUTHAIIN,
SIKi peryJI0I0Th MePEeX01 3 OJHOTO CTaHy B iHIIUI ab0
B CMHTE3, BaXKO. Y3araJibHeHi JaHi Ipo BIUIUB I'paBi-
Tallil Ha CUCTEMY «IIOMIiJT — PiCT» KJIITUH CBiAYaTh MPO
Te, 1110 TaKi OCHOBHI KJIITUHHI (pyHKIIiT He MalOTh TIpsi-
MOTO CTOCYHKY JI0 TpaBimneplernilii, aje 4acCTKOBO 3Mi-
HIOIOThCSI BHACIiAOK MOPYIIEHHS TpaBiTalliitHOT cuin
(Kordyum, 2014). MoxHa BBaxaTH, III0 MiKpOTpaBi-
Tallisl i 3MiHa BEJIMYMHU TpaBiTalliliHOI CUJIU € CTPECO-
BOIO €KOJIOTiYHOIO YMOBOIO, STKa BIUIMBA€E Ha MEXaHi3-
MU POCTY KJIITMHU Ta IXHill LMKII.

Jlo 30HM iHiLialil TaJdy3Kd SIIPO 3aBXIU Mirpye
B OTOUYEHHi OiNKiB LuTOCKenaeTa (puc. 7). JlokanbHe
ckyrmueHHs1 MT umMTocKeseTa 3HaiaeHo B Micli Mo-
MYy KJIITUHU 11Ie TIepel Bi3yalbHUM POCTOM ii CTiHKU
(puc. 7, b). Ilyaku MT 3'aBnsinmucsa Mix sapom i mic-
1IeM MaiiOyTHBOTO TMOAiNY, iCTOTHO MOTOBLIYBAJIMCS Ta
CKOpOYyBaiucs i yac pyxy siapa (puc. 7, ¢).

3'scoBaHo, 110 OUTKK IUTOCKeNeTa (hyHKITIOHATBHO
aKTUBHILLII ITiJ Yac LIMTOKiHE3Y, a moiMepu3allis Tyoy-
JIIHY TAKCOJIOM iHTiOyBaJla MepeMillleHHS Sapa i mopy-
1IyBajla Opi€HTalil0 KIiTMHHOI nepeTuHku (Demkiv
et al., 2003). MikpoTpyOOYKM KOHTPOJIOIOTH TaKOX
MepeMillleHHsl ayKCUHIB, BUKOHYIOUM CHUTHAJbHY Ta
tpaHcniopTHy ¢yHKIi (Nick, 2013). BuznaueHo, 1mo
iMyHOo(IyopeclieHlisl TyOyJiHy MiABUIYBajacs IIif
BIUTMBOM HU3bKUX iHTEHCUBHOCTEI Y4epBOHOT'O CBITJIa,
TOMY CJIiJl BBaXKaTH, 1110 CBIiTJIO KOHTPOJIIOE JIOKaJi3a-
1ito akTuBHOTO TYyOYIiHy (Kordyum et al., 2008). Imo-
BipHO, OUIKM IIUTOCKEJNETa CKOpilll BUKOHYIOTh CUT-
HaJbHY (DYHKIIi0, 3aJIy4alounCh Y rpaBipeakliio uepes
Opi€HTAIlil0 MOMIIiB i BINOPSIKYBaHHS MiKpodiOpui
1IeJII0JIO3H, @ TAKOX € JIJAHKOIO TPAHCIIOPTHOI CUCTEMU
aapa. Hamani cneundiyna nonynsuisg MT nonydanacs
JI0 CUCTEMM PeryJisiiii pocTy Ta rpaBiMopdizMy jaTe-
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Puc. 6. KinpkicTh KJIITUH y cTONOHI nTpotoHemu Ceratodon
purpureus, NOBXWHA cToJoHAa — 4 MM: | — KOHTpoJb 3i
CBiTNIa; 2 — TIpOTOHEMa ITciA KIIHOCTAaTyBaHHS; 3 —
MPOTOHEMA ITiCJIsl rPaBiCTUMYJISILIT

Fig. 6. Number of cells in Ceratodon purpureus protonemata
stolons, stolon length 4 mm: 1 — control from light; 2 —
protonemata after clinorotation, 3 — after gravistimulation

T

Puc. 7. ImyHOdayopecueH11isi MiKpoTpyOOUYOK LIMTOCKEEeTa
B kiituHax Ceratodon purpureus: a — TI0300BXHS Opi€HTAaLlis

B aliKaJbHili KJiTUHi; b, ¢ — BHMCOKa iHTEHCUBHICTb Yy
KJIITUHAX, IO TATy3SIThCsl, d — HaBKOJIO Sapa

Fig. 7. Microtubules immunofluorescence in Ceratodon
purpureus cells: a — longitudinal orientation of MT in an
apical cell; b, ¢ — high intensity localization in branching
cells, d — around a nucleus

593



panbHOrO nmaroHa. OgHaK He 3'SICOBAaHNM 3aJIMIIIAETHCS
MUTAHHS 1100 MeTAa0O0JiYHMX LUISAXiB, Yepes sIKi rpa-
BiTallisl BIUIMBA€ Ha IMHAMIKY Ta epeOya0BY eJIeMEH-
TiB LIUTOCKEJIETA ITiJ] Yac pyxy sapa Ta raxy>KeHHs KJli-
THH IIPOTOHEMHU.
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B cratbe u3noXeHbI pe3yabTaThl UCCIEIOBAHUIN TPaBUUYB-
CTBUTEJIbHOCTH JIaTepaJibHbIX TMOOEroB MPOTOHEMbI MXa
Ceratodon purpureus (Brid.) Hedw., yron HakioHa KOTOPBIX
U3MEHSIICS] B 3aBUCMMOCTU OT BEKTOPHOI HaNpaBIeHHOCTU
CWJIbI TSDKECTU W TPaJMEHTHOro pachnpesesieHus: ayKCHUHa.
NHTnbmpoBaHme OJISIPHOTO TPAHCTIOPTa ayKCUHA IO BITU-
sTHUeM HadTUI-(TaTaMOBON KHUCIOTHI YTHETAI0 MPOTUBO-
NEACTBUE CUJIE TSKECTU BIUIOTh J0 MJIArMOTPOIMTHOTO pocTa
JlaTepaTbHBIX TT00eroB. CTUMYIHpYyIOlliee BIUSHUE Ha pas-
BUTHE MOOera MMeJIo Sapo, MepeiBIKeHNe KOTOPOro K HO-
BOIi 30HE pOCTa YCKOPSIJIOCh MOJ AeHCTBUEM I'PaBUTAIIMOH-
HOTO CTUMYyJIa. YCTaHOBJIEHO, YTO B 3aBUCUMOCTH OT CHUJIBI
TSKECTH Hapyllasach KOOPAWHALIMS TPOLIECCOB pPOCTa U
JIeJIeHUs, XOTsI MPOAOIKUTEIbHOCTh MUTOTUYECKOTO UK
He U3MeHsUTach. VIHWIMAnu BETBJIEHUsI TIpeaIiecCTBOBaIA
JIOKaJibHasl aKTUBALUsI MUKPOTPYOOUEK, KOTOphbIe OKpyXa-
JIU SIAPO BO BpeMsl TPAHCMOPTA, BBIMOJHSS CUTHAIbHYIO U
TPaHCTIOPTHYIO (YHKIIUH.

KnodgeBsle cJoBa:aykCuH, yroJl HaKJIOHa,
BETBJICHUE, JIATCPAJIbHBII ITOOET, TPaBUIyBCTBUTEILHOCTD,
SIAPO, IUTOCKEJIET.
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The results of studying the gravisensitivity of protonemata
branches in Ceratodon purpureus (Brid.) Hedw. moss, a set-
point angle of which changed depending on a gravity vector
and a gradient of auxin distribution, are presented. The sup-
pression of auxin polar transport under the N 1 naphthyl-
phthalamic acid (NPA) action caused the counteraction
against gravity up to plagiotropic growth of lateral branches.
A nucleus plays an active role in protonemata branching; its
migration to the new growth area accelerated by the polar-
izing of gravity. It was established that coordination of growth
and division processes were disrupted by gravity, but prolifera-
tive activity did not change. A local activation of microtubules
preceded to the initiation of branching. MTs surrounded the
nucleus during its migration, realizing the signaling and trans-
port functions.

Key words: auxin, setpoint angle, lateral branch,
gravisensitivity, nucleus, microtubule.
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