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BCTYN

OcTaHHi Kinbka gecaTpiy yBara JOCigHWKiB Oyna mpuBEpHyTa OO BMBYEHHSI CTPYKTYPHO-
(OYHKLiOHANbHOI XapaKTepUCTUKM KMITUHHOI 0BONMOHKM POCAMH, Lie MOB'S3aHO Hacamnepes 3
PO3BMTKOM BiOTEXHOOrii Ta HOBWX TEXHOIONIN B NErKii Ta XapyoBiil NPOMUCAOBOCTI, @ TaKOX i3
BMKOPUCTAHHSAM Cy4acHWX MeTOLiB AOCimKEHb, 30KpeMa MONEKYNSPHO-TEHETUYHNX Ta iIMyHHO-
LUMTOXIMIYHNX, SIKi [O3BONMMAN PO3KPUTW NPUXOBAHI NPOLIECH POCTY, e KNiTuHHA 060MoHKa Bifi-
rpae CyTTeBY PoSib.

KniTuHu pocnnHmu 0ToueHi 060M0HKaMK, SIKi YacTo Ha3MBaKTb KITITUHHAMM CTiHKaMu. KniTuH-
Hi 060MOHKM CKMagalTbCA 3 Nonicaxapuais Ta iHWWX noniMepis, 3ibpaHux B OpraHiaoBaHy CTpyK-
TYpY | 3B'13aHUX SK BOLHEBUMM, IOHHUMMU, FTIHOKO3UGHUMM, KOBANEHTHUMM Y iHLUMMU 3B’SI3KaMM.
PocrnuHHi KNiTUHHI 060MOHKM MICTATb CTPYKTYPHI Ginku Ta nonicaxapuan (Lentonosy, remilento-
11031 Ta NEeKTUHM), hepMeHTH, PEHOMBHI NONIMEPK Ta iHLLI CKNaaoBi, ki MOAUMIKYIOTL (i3nYHi
Ta XiMiYHi XapaKTepUCTUKK KNiTUHHOT 06onoHku. OCHOBHa Maca BYrneLo, WO CUHTE3YETbCS Npu
(hOTOCMHTE3I TPAHCNOPTYETLCS ANs NoByaoBM nonicaxapuaiB KNiTMHHUX 0OOMOHOK; Y MPOLEC
MeTaboniamMy acuMINATIB YTBOPIOKOTLCS LIYKPH, LLO MOXYTb BKMKOYATUCA A0 CUHTE3Y HOBWX NMO-
nimepis.

KniTHHa 06onoHka pociuH Mae 3HaueHHs Ans opraHismy, sik nepLnii 6ap’ep, Lo BigMEX-
OBYE POCIIMHHUIA OpraHi3M BiJ OTOUYIOYOr0 CepefoBULLa, K CTPYKTYpPa, Lo 3anyyeHa ao gop-
MOYTBOPEHHS KNITWH, TKAHWH Ta OpraHiB, a TakoX A0 MeTaboniamy pocnuHu. KnituHHa 060omnoHka
POCIIMH TaKOX Mae 3Ha4YeHHs 1 AN NOAWHK, Tak, SK il NPOAYKTU BUKOPUCTOBYIOTLCS NS BUTO-
TOBJIEHHS TEKCTUIIO, BOMOKOH, Nanepy, NPOAYKTIB Xi, a TaKoX K CKnagoBa Ans Nikis.

KnitunHa o6onoHka Bigirpae CyTTeBY ponib Y HACTYMHUX (OYHKLISX KMITUH i TKaHWH:

— BM3HAYa€e MexaHiuHy cuny cteben, naroHiB pocnuH Ta CToBOYpIB AEpeB, SKi JOCAraTh
3HAYHOI BUCOTH;

— 3'eHye MiX COBOK KNITUHM N TKAHWHW Ta Ai€, K BKPUBAKOUNN 30BHILLHIA «CKENETY, SKWN
KOHTPOIHOE POPMY KNITUH Ta CpUsiE NiABULLEHHIO TYProOpHOrO TUCKY;

— obmexye picT KniTuHW Jo po3Tary, bepe y4acTb y MOpPGOreHesi pOCinHIA 3anexHo Bif
BNaCTMBOCTEN KNITUHHUX 0BONOHOK;

— BM3HAYaE 3B'A30K MK TYPropom Ta 06’eMOM KniTUHK;

— MPOTMAIE OCHOBHOMY MOTOKY BOAW MO KCWUMEMi LINSIXOM HEraTMBHOIO TUCKY Y CTPYKTypax
Kcunemm;

— pie sk andysinHui 6ap’ep, Skuit 06Mexye NOTiK i330BHI MaKpOMONEKyI, siki MOXYTb 1OXO-
QT 0 LMTONNasMaTniHoi MembpaHu; BUCTyNae, ik OCHOBHWN 6ap’ep Ans iHBasii natore-
HIB Y KNITUHK;

— 3MiHIOE CBO CTPYKTYPY, CKNaj Ta (hyHKLiOHamNbHI HaBaHTaXEHHS Npu piskux abo X nocTin-
HWX 3MiHaX HaBKOMULLHBOrO CEepeaoBHLLa.
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O.M. HEQYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

KniTuHHI 060MOHKM NEBHMX TKaHWH XapaKTepu3yKTbCA Pi3HOK CTPYKTYPOIO Ta CKNagoM.
Tak, KNiTUHHI 060NOHKW NapeHXiMu1 KOpPX € TOHKUMK, TOAi ik 060NOHKM cnewianiaoBaHnx Kni-
TUH — enigepmicy, KoneHximu, Tpaxeig KCcunemu Ta cknepeHxiMmn — TOBCTI Ta 6araToLuaposi.
Yacto 06010HKM MalTb CKYNbNTYpOBaHy CTPYKTYPY, TaK SK BOHW iMNPErHOBaHi NirHiHOM,
KyTUHOM, CyBepuHOM, BOCKOM Yu kpemHe3eMoM. OkpeMi AinsHKk1 Ta Tunm 060NOHOK MOXYTb
3MIHIOBATUCS 32 TOBLUMHOK Ta CKIaAoOM PEYOBUH, | MOXYTb MaTi NOPK YU NNa3MOLECMU.
Tak, 30BHiLWHA (NepukniHanbHa) 060M0HKa enigepMicy TOBCTILA, HiX iHLWI 0BONOHKN Tiel X
KNiTUHW, BOHA iMNPErHoBaHa KyTUHOM i BOCKOM, MOXE MICTUTU KyTUKYNsipHi nopu. O60N0oHKu
X MEPUCTEMATUYHUX KNITUH TOHKI i HE MICTATb KyTUHY, NirHiHY 44 BOCKY.

3a mopdhonorieto 060M0HKM AiNATb Ha ABa OCHOBHI TUMW: NEPBUHHI | BTOPUHHI. MepBuMHHI
000NOHKM YTBOPIOKOTLCA B KIITUHAX, LLO POCTYTb (Y TKaHMHAX MepucTemu Ta kambito). MepBuH-
Ha KniTMHHA 000MOHKA CKNaJaeThbCsl i3 LEeNtono3Hmnx Mikpodibpun, siki 3HaxoaaTbea B rigpa-
TOBAHOMY MaTpuKci. Taka cTpykTypa 3abe3nevye sk MiLHICTb, Tak i po3tar. Cknag nonimepis
MaTpuKca NePBUHHUX 0GOMOHOK 3anexuTb Big TUMY KNITWH Ta BUAY POCANHW. BTOPUHHI Kni-
TUHHI 0BOMOHKM, SKi YTBOPIOKOTHCS NICNS MPUNUHEHHS POCTY, MOXYTb CTaBaTu BUCOKO Cne-
LianiaoBaHMMM 3a CTPYKTYPOI 11 CKnagoMm, 3abesnedvytoun audepeHLialito KnituHn. TOHKuiA
Liap CepeanHHOI NNacTUHKM (CepeanHHa lamena) BUAHO Mix 060MOHKaMK CYCiaHiX KMiTUH Ha
iX cTUKy. B 060M0HKax 3Haxo4aTbCA NNa3MOAECMH, Yepes ki MaCUBHO TPAHCNOPTYHTLCS He-
BENMKi MOneKynu, Ta akTUBHO — BNk i1 HYKNEeiHOBI KNCNOTW.

KniTHHI 060NOHKN BALMX POCIINH € NEPLUMMM MiLLEHHAMM i 0TOYYHOUNX 30BHILLHIX (hak-
TOpIB, 0CO6NMBO, HECMPUATIAMBIX ANS ONTUMANBHOIO POCTY | PO3BUTKY POCANHK, | TOMY BOHU
BOHM pearyioTb Ha 3MiHW1 €KONOTiYHMX (hakTopiB Ha CTPYKTYypHO-MeTaboniyHOMY piBHi, 4OMO-
Mararuu pocruHi aganTyBaTucs [0 HUX.

MoHorpadisi cknagaetbes i3 4BOX YacTWH. Y nepLii yacTuHi «Cknag nonicaxapuiis, iH-
KPYCTYYi PEYOBUHM Ta PICT KNITUHHOT 0BONMOHKN» BUCBITMIIOOTLCA CKNAA i MOMEKYNpHA CTPYK-
Typa nonicaxapuais 0BONOHOK BULMX POCIMH, @ TaKOX iHKPYCTYIOUMX KMiTUHHY OBOMOHKY
PEYOBUMH, BKITIOYAKYM KYTWH, BICK, MirHiH Ta kanoay. [MigkpecntoeTbes iXHi 3MiHU B NPOLEC
POCTY KMiTUH Ta AudepeHuialii KNiTMH Ha CTPYKTypHOMY, BiOXiMiYHOMY Ta MONeKynspHo-
reHETUYHOMY PIBHSX, @ TaKOX BUCBITIIEHO OCHOBHI CTPYKTYPHi 3MIHW KNiTWH, y4acTb OpraHen
Ta cyyacHi mogeni 6yaoBu KNiTMHHUX 06OMOHOK.

Y Opyrin YacTuHi «Bnnue HECNPUATAMBIX YMOB HABKOSULLHBOTO CEPEAOBULLA Ha CTPYK-
TYPY Ta OYHKLIOHYBaHHS KNITUHHUX 0BONOHOK» HaBeAeHi CyqacHi YSBIEHHS PO CTPYKTYpY Ta
MEXaHi3Mu 3MiH KIiTUHHUX 0O0MNOHOK BULLMX POCIINH NPU 3aBpyAHEHHS FPYHTIB iOHAMM BaXKMX
MeTanis, fii Xonogy, 3acomneHHi, Nocyci, 3MiHi BOQHOIO pexXuMy, Aii NaToreHis, a TakoX 3a yMOB
3pOCTaHHs POCAMH B YMOBaxX 3MiHeHOI rpasiTtauii. KpiM YACREeHHWX niTepaTypHUX gaHux Ha
OCHOBI pesynbTatiB GaraTopiyHNX OCMIAKEHb aBTOPa 3 BUKOPUCTAHHSM Cy4acHUX METOAIB
UMTOMONYHOrO aHanidy npefcTaBneHi pesynbTaTit MOPIBHAMBHWUX LOCHIMKEHb CTPYKTYPHO-
(hyHUiOHanbHOI opraHisauii KniTMHHUX 0BONOHOK NUCTKIB MOBITPSHO-BOAHMX nocnnH Alisma
plantago-aquatica L., Sium latifolium L., Trapa natans L., Ta Sagittaria sagittifolia L., a Takox
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BCTYN

rinpocpitis Myriophyllum spicatum L., Potamogeton pectinatus L. Ta P. perfoliatus L., siki 6ynu
BiniOpaHi B SIKOCTi MOAeNbHIX 00’eKTIB ANS BUBYEHHS NPUPOAHOI aaanTaLlii pOCNuH [K 10 3Mi-
HW BOAHOrO PeXuMy, TaK i fiT NOCTIHOrO BOAHOTO OTOYEHHS B NPUPOLHIX YMOBAX.

Kpim Toro, y MoHorpadii BUKOpUCTaHi BriacHi ekCnepuMeHTanbHi faHi, a TakoX YUCNEHHI
nitepaTypHi mxepena WoAo CTPYKTYPHO-PYHKLIOHANBHMX XapakTePUCTUK KMITUHHWX oboro-
HOK POCIMH, WO BMPOLLYyBannca B yMOBaX 3MiHEHOI rpasitauii 3emni Ha MiTanbHUX KOCMiy-
HWX anapaTtax Ta B nabopaTopHUX YMOBaX i3 BUKOPUCTAHHAM FOpPWU30OHTaNbHUX KNiHOCTATIB
Ta UEHTpUdyr, SKi YaCTKOBO BiATBOPKOIOTL YMOBM 1 Jito MiKporpasiTayii Ta rineprpasitaii. B
SKOCTi MOAeNbHIX 00’eKTIB NMpK AOCHIMKEHHI Al 3MiHEHHOI rpaBiTaLjii aBTOp BUKOPUCTOBYE Ha-
CTYMHi 06’eKTW: NpopocTku Triticum durum L. Ta npoToHeMy MoXy Funaria hygrometrica Hedw.,
a TakoX NpoTonnacTu, BUAINEHi i3 nnucTkiB Brassica oleracea Ta Solanum tuberosum. Koc-
Mi4Hi GionoriYHi ekcnepuMeHTH BUKOHYBANMCS Nif KEpPiBHULTBOM BMAaTHOrO BoTaHika, npod.,
unex-kop. HAHY €nusaeetn JlbBiBHM Kopatom, skin aBTOp LWMPO BASYHA 3a igei Ta NOCTilHy
NIATPUMKY B 34INCHEHHI Ta y4acTi YACNEHHUX KOCMIYHUX €KCMEepPUMEHTIB, Yy TOMY yuchi 1y
CninbHOMY YKpaiHCbKO-aMepPUKaHCbKOMY EKCIEPUMEHTI, IPOBEAEHOMY Ha KOCMIYHOMY Kopabiii
«Watny.



PO3[11 NEPLUUK

CKNAL NMONICAXAPUAIB,
IHKPYCTYIOYI PEYOBWHU Ta
PICT KNITUHHOI OBOJTIOHKU



PO3LIN MEPLIMN

1.1. UEJIONO3A

Llentonosa — OCHOBHMI kapkacHMI nonicaxapug KNiTMHHUX OOOMOHOK, SIKMA Hagae im Lyn-
KOCTi 1 MiLHOCTI. Y nepBuHHiN 060noHui ii BMicT cTaHoBuTb A0 20 % (Preston, 1964; 1974),
Y BTOPUHHIN — 3HayHO Binblumi. Llenntonosa — ue NiHinHWA noniMep, SKuid CKnagaeTbes i3
B-(1—4)-D-rniokonipaHosHnx oauHMLb i3 koHdopmauielo “C,, aka crabinisye CTpyKTy-
py «kpicna» (puc. 1.1.1), T06T0 MiX COBOK 3anWLKW TOKO3HNX MOHOMEPIB 3B'S3aHi
B-1,4-rnioko3ugHumu 38'a3kamn (puc. 1.1.2). Monekyna uentonosn mictute Big 2000 go
14000 3anuwukis rioko3un. Mpsami HesirHyTi NaHLor MOneKyn Lieosiosn CnakoByTLCS Y Myy-
ki, o Mictatb 4o 200 naHukoriB i po3MiLLyoTbC NapanenbHO OAUH [0 O4HOTO, BOHU YTPUMY-
0TbCS MixX COBOI0 BOAHEBUMM 3B'S3kamu. [apanenbHi nyykn Monekyn Lentonosn opMyTb
CTPYKTYpYU $Ki Ha3BaHO Mikpodhibpunamu, Ui CTPYKTYpW 3aHypeHi B MaTPUKC, WO CKafaebcs
3 NeKTWHiIB, OinkiB i remiuentonos. Llentonosa 4ocuTb MillHa, BONOAIE€ BUCOKOK 34aTHICTIO A0
pO3TArY, HEPO34MHHA Y BOAI, NPYXHa, AOBroBiYHa Ta 3nerka enactuyHa (Gardner, Blackwell
1974; KonsuH, 1974; Tapuyesckuir, MapueHko, 1985).

H
CH
SHeew 2
D\
H

Puc. 1.1.1. ®parmeHT niHiHOrO NoniMepy LIeNtonosu, Lo cknagaetses i3 3 B-(1—4)-D-
rMoKonipaHo3HWX ognHnub (Preston, 1964; 1974)



O.M. HELYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

Mikpochibpuna € CTPyKTYpHOK oanHuLeto Lentonosu. Jiametp 3pidy Mikpodibpunu moxe
kommBaTuch Big 2 0 20 HM Ta MaTh goBxuHy Big 100 HM [0 KiNbKOX AECATKIB MM. fi poamip
3anexwTb Big TMNY KNiTWH i BUAOBOI npuHanexHocTi (Frey-Wyssling, 1976). Ha monekyny Le-
nonosu B cepeaHbomy npunagae 6nu3bko 8000 3anuLwkiB rioKo3m, ix po3mip Takox Konmea-
ETbCS, AK | JOBXKMHA MIKpOGiOpUNN i1 3anexuTb Big TKAHWHW. Tak, giameTp ibpunu Lenonosu
Bapitoe Big 25 fo 30 HM y BanoHii Ta iHWMX 3eneHnx BogopocTen i Big 5 40 10 HM — y BinbLoCTi
BMLLMX pocnuH (Ha et al., 1998). Mikpodhibpmnu MoxyTb MaTh Kinbka HaHOMIGpUN Lientonosu,
KOXHa 3 aKux y CBOeMy cknagi Mae 10 naHutoris, iX cknag Takox 3anexuTb Big BUAY: Tak y
Buga Spirogyra (Herth, 1983) mikpodhiGpunu cknagatoTbes 3 36 rMHOKaHOBKX NaHLtoriB. Y ge-
SKUX BUAIB ABO-HAHOMETPOBI ibpUnM MOXyTb GYTW BKPUTUMW KCUMOranakTypoOHaHOM, SIKUi
yTBOpIOE kapkac (Ha et al., 1998).

the strands are held fogether

alternate glucose units the strands are held straight by bonds between glucose
by hydrogen bonds

are rotated by 180° units, and by hydrogen bonds within the strand

H,0H

the celiufose fibre is
strengthened by all
these bonds

CH;0H HO CH CH,0H HO

Puc. 1.1.2. [ntoko3Hi MOHOMEPU, CNOMYyYeHi Mix co60t0 B-1,4-TMHOKO3UAHNMI 3B'I3KaMMU.
Y pesynbTaTi Maemo MpsAMi He3irHyTi NaHLKrM MONeKynu, SKi ynakoBaHi B Myyku, Lo
MicTaTb 40 200 naHLtoria 38'a3aH1X BogHeBuMM 3B'a3kamu (Jarvis, 2000)

BukopucTaHHa MeToady SepHO-MarHiTHOr0 pe3oHaHCy Ta PEHTreHO-CTPYKTYPHOT Audpak-
Uil nokasano, Lo € ABa TWNW Lentonosn, ski Haseanu 1a- Ta 1B-uentonosa (Brown, 1996).
Llentonosa 1a icHye, K OOHO-NAHLOIrOBa OANHMLSA 0OOMOHKM KIiTUHKM, TOAI K 1B-Lentonosa
Mae 4BOMAHLIOrOBY OAWMHWLO. TaK y POCANHW BanoHii BMICT 1a —Lentonosn cTaHoBUTb Bing
64 %, y 6aBoBHuka — 8o 20 % (Brett, 2000). Obnagi hopmu LeNoNo3n cknagarTbes 3 NaHLto-
rB 3aMMULLKIB FMOKO3M, SKi NOBEPHYTI OAMH 40 04HOro Ha 180°, yTBOPOKYM NNOCKI CTPIYKM, B
SKMX Lentonosa CknagaeTbes i3 YUCTIEHHNX NOBTOPIB Takux cyboamHuub. Apsic (Jarvis, 2000)
nokasas, LU0 ABi POpMU LEMHONO3M MOXYTb NEPETBOPIOBATIACH OAHA B OHY LUISXOM 3rHaH-
HA. BiH npunycTvB, WO WBUAKE CKPyYyBaHHS BigOyBa€TbCs, KOMM LENno3a 3'aBnseTbes 3
PO3eTKM 1 poamillyeTbes nopsg 3 obonoHkot. Hiwmama 3i cnisatopamu (Nishiyama et al.,
2003) 3pobunn BUCHOBOK, LLO 3MEHLUEHHS TMOKAHOBMX NAHLIOTIB MOXe NPUBOANTU [0 nepe-

— 12—
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TBOPeHHs 1a Lentonosu B yemonosy 1. MonekynspHy Bary OKpemoro rnokaHoBOro naHuiora
TSKKO BU3HAUMTW, TaK, SK MW ekcTparyBaHHi Moxe BigbysaTtucs neBHa gerpagalis naHLuioris.
AHani3 Lentonosu i3 BTopuHHOI 060M0HKM GaBOBHMKA Npunyckae CTyniHb nonimepusalii cTa-
HoBwTb Big 14000 go 15000 (Brett 2000). Lientonosa 3 nepBuHHOI 060MOHKM Mae JOCUTb HU3b-
Ky monekynspHy sary — o 8000 (Brown, 2004). Ha noBepxHi Monekyn Lientonosn 3HaxoauTbCs
HW3bKO MOMekynspHa Lentonosa 3 mon. macoto 2000-4000, ska Mae QOBXMHY A0 1 MKM.

Kpucmanizayis uenronosu. B 060noHkax Lientonosa, 3a3Hatoum kpucTanisalii, yTBoptoe
naHuoroBi rpath. 3anponoHOBaHO Aekinbka MOAENeN KpUCTanivyHoro «sapay» Mikpodibpunw.
BignosigHo paHHboi Mogeni [1. [lenicoHa it P. MpecToHa (Preston, 1979), wo ctana 3aranbHo-
NPUIATOI0, KpUCTaniyHe S4p0 Mikpoibpun xapakTepusyeTbCs BUCOKMM CTYNEHEM YnopsiaKy-
BaHHS: HABKONO fApa PO3MILLYETbCH MEHLL YNOpSAKYBaHa 30Ha, Bif BENUYMHU OCTaHHBOI 3a-
NeXMTb rpafieHT KpucTanivyHocTi. TOBLYWMHA napakpucTaniyHoro yTnspa 3anexuTb Big Buay
POCAMHW W TUNY KNiTWH i cTaHOBUTL Big 3 40 8 HM (Willison, Brown, 1977; 1978). 3a gaHnmu
PEHTrEHCTPYKTYPHOrO aHani3y 1 HeraTWBHOrO 3abapBreHHs nonepeyHnin po3mip KpUCTanivHoi
4acTWHN MiKpoibpunn B cepeaHbOMY CTaHOBUTbL Brin3bko 3,5 HM. YacTuHa ii monekyn, 6inb-
Wwa abo MeHwwa, TOMy B MiCLAX AOTUKY MOMEKYN Mikpoibpun Lenonoan Kpuctaniyti rpatu
pynHytoTeCst (I'yasuH, Mepcep, 1986, a), i Ha LMx GinsHKax MOMEKYNM MEHLLE BNOPSAKOBaHi.
Lia chasa HasnBaeTbCcA napakpucTanivyHow, a Leronosa B Hiil € aMopgHO, 3aBasKM YOMY
CloOM NPOHMKae Boaa.

Komipka kpucTanivHoi Lenionoau cknagaeTbes i3 3anuLLKIB, SKi Hanexatb MaTi Morekynam
Lentonosu. LientonosHi naHuorn BTpUMYKOTECS B KPUCTasiYHIA CTPYKTYPi BOAHEBUMM 3B’S3KaMm
abo cunamn Bax-pep Baanbca oo dopmysanHs Mikpodibpunm (Nishiyama et al., 2002; 2003).
[loBeeHo, Lo MiLHICTb Mikpodibpun 3anexuTb He Big BMICTY 3anuLukis D-rmokosu, a Big cTyne-
HS Tl KpUCTanivyHOCTI, sika 3a6€3ne4y€eTbCs MiLHYMI KOBANEHTHUMM 3B'A3KaMK MiX FiAPOKCUIBHOI0
rpynoto npm atomi C-3 04HOTO IMOKO3MAHOTO 3aMMLLKA 1 KUCHEM MipaHO3HOTO KiflbLst HACTYMHOMO
3anuLuka rmokosm (epen-Buccnuur, Mionnetanep, 1968).

KpuctanorpadgiyHumm meTtogamn BCTAHOBMEHO, LWO KpucTaniyHa Lentso3a Moxe
3HaX0AMTUCb Y ABOX Pi3HMX (hasax, TOOTO Lenonosa MOXe XapakTepuayBaTucs Kpuctaniy-
HAM gumopdiamom: y BakTepilt Ta BogopocTen — Le 1a-hasa Kpuctanis, Togi SK Y BULLMX
pocnuH — Le 1B-thasa, Ui ha3m BigpisHAETLCA AUpaKLieto, po3MipamMu CTOPIH KpucTanis Ta
chopmoto kpuctanis (puc. 1.1.3) (Koyama et al., 1997). MoHoknuHHa copma (18 Luennmtonosa)
Mae [Ba napanenbHi NaHLUrM Monekys, TpUKNuHHA (1a Lennonosa) — O4uH NaHur Mone-
kyn (Gardner, Blackwell, 1974; Sarko, Muggli, 1974; Perez et al., 2011). [1ns MOHOKANHHOMO
KpUCTaNy LIeNiono3in xapaKkTepHi HacTynHi poamipu cTopin: a— 7, 784 A b - 8,201 A, ¢ - 10,
338 A, y° - 96, 5 Toai K NS TPUKIMHHOTO KpUCTany LieMioNo3in XxapaKkTepHi iHLLi poaMipy, a
came: a - 6,717 A, b - 5,862 A, c - 10, 400 A , a° - 118,08°; B° - 114,80°; y° - 80,37°, Bigrno-
BigHO (Sugiyama et al., 1991).
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Puc. 1.1.3. CxemaTuyHWn BuO KpWCTaniB Lenonosu: 3nisa — TpuknuHHa Oyaosa
kpuctany (1a uentonosa), cnpaBa — MOHOKIMHHA CTPYKTYpa Lentonosn (15 uentonosa).
MoHOKMHHWRA KyT y — Tynui (Koyama et al., 1997).

Cuxnme3s yenrono3u. Llenonosa cMHTE3yTbCA HA BHYTPILLHIA NOBEPXHI LUTONNA3MaTny-
HOT MemBpaHu KOXHOT KNiTuHW. BoHa He MOXe CUHTE3YBaTUCA BCEPEAMHI KITITUHM, TaK SK — Lie
BOZHO-HEPO3YMHHMIA NOMNIMEP i3 TBEPAOH HE3TMHAKYOK XKOPCTKOK MiHINHOW CTPYKTYPOIO.

Ak Bigomo, Mikpodhibpuna Lentonosn CMHTE3YETbCS 3a 4OMOMOro PepMeHTy Lientono-
3ocuHTeTa3mn (CelS), aky Ha3BaHO TepMiHambHUM komnnekcom abo x posetkot (Giddings
et al., 1980). LlentonosocuHteTasa — Le ApeBHiil (hepmMeHT, Sk 3HangeHo y BakTepin Ta
Bopopocten (Nobles et al., 2001). Y TepmiHanbHOMY KOMMAEKCi MICTUCS LICTb YaCTUHOK-
po3eToK (6 cyboamHMLb Lenono30CuHTETa3m), KOXHa 3 SKUX BiANOBIAAE 3a CUHTE3 Bif 4 40
6 rmoKaHOBMX MaHLoriB; TOOTO Lei Komnnekc cuHTesye 24-36 naHuoris, Wo 3buparTbes y
mikpodibpuny (Doblin et al., 2002). YacTku po3eTkn — Lie KaTaniTUyHi JOMEHW Lentono30CuH-
TeTas, fKi NPOCTAraloTbCs Bif NOBEPXHI Nnasmanemu B LMTONAa3My Ha rnumbuHy 0o 35 Hm
(Bowling, Brown, 2008). Benwka yacTvHa LieNtono30CcMHTETasn, ika po3ynHHa y Bodi, nokani-
3y€eTbCA i3 LMTONNA3MaTUYHO| CTOPOHH, Kyam nigxoasTb cybcTpat YO O-rnioko3a Ta hepmMeHT
YO ®-rntoko3o0-nipodocdopunasa. CaxaposocuHTETasa TakoX Moxe Opatu npsMy yyacTtb
B cuHTesi cybetpaty (Amor et al., 1995). MpunyckatoTb, WO rMIOKO3MA 3UTOCTEPUH  TaKOX
Moxe ByTn 3agisHuM B cuHTE3i Lentonosm (Pen et al., 2002). OueBnaHO, WO CUHTE3 NaHLioriB
LLeSIoNI03n NOYMHAETLCSA 3 HEPEAYKOBAHOMO KiHUS. Bigomo, Lo Ans akTualii katanituyHoi
AKTMBHOCTI L|eNi1030CHTETa3n HeobxiaHa HasiBHICTb ioHiB MarHito (Lai-Kee-Him et al., 2002),
SKi CTIKO 3B’A13y10TbCA 3 AoMeHamu Binka. Kpim Toro, A4ns noyaTky CUHTE3Y LieNonosn Takox
HeobxigHa 3aTpaBka — cTeponbHui rtoko3ng (Pen et al., 2002).
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€OMHOI AYMKM NpO WINSXM CWHTE3Yy Lenionosn AoTenep He iCHye. 3anponoHOBaHO
Kinbka Mogenen yboro npouecy (Carpita, 1996; Delmer, 1999; Buckeridge et al., 2001; Saxena
et al., 2001; Vergara, Carpita, 2001; Saxena, Brown, 2005; Guerriero et al., 2010). 3rigHo
rinoTesm, sky 3anponoHysas we y 1999 poui Oenmep (Delmer, 1999), koxHuin noninentng
Lientono30CHHTETa3N CUHTE3YE NNLLIE OAVH TIKAHOBMI NaHLION, BiCiM MeMBpaHHUX LinsHOK
YTBOPIOKTb KaHar, Yepes SKuii BUWTOBXYETLCS OAMH rokaHoBWiA naHuor (puc. 1.1.4, A). 3rig-
HO Li€i mMogeni CMHTE3 Lennosn CTUKAETbC 3 MPOCTOPOBOK MPOBNEMOID, TaK, K KOXKHMWIA
FMIOKO3UAHWA 3aMULLIOK NOBUHEH BYTI MOBEPHYTUI JO KOXHOMO CYCiAHbOrO 3anuwky Ha 180°.
Takum 4nHOM, nonoxeHHs O-4 HepedyKOBAHOTO TEPMIHANBHOMO KiHUS LyKpy aKLuenTOpHOro
naHutora BUTICHAKTb Kinbka aHrCTPeM i3 KOXHOI HacTynHoi oguHuui (puc. 1.1.4, B). [ns Ha-
CTYMHOrO TPAHCMOPTY FKOKO3KAA CalT KaTanidy NOBMHEH NEPEMILLyBaTUCS Ha Kiflbka aHrcTpem
y cepeauHi binka LentonosocuHTeTasu, y pesynbraTi BigbyBaeTbCs NOBOPOT aKLENTOPHOTO
naHutora Ha 180°. CuHTE3 KiflbKOX O4MHULb FMIIOKO3WUAHOTO NaHLIora 3aBxau nigTpumye noro-
XeHHs akuenTopa (O-4), sk naHutora, Wo BuToBXYyeTbes. 3a mogento Kapnita (puc. 1.1.4. C;
Carpita, 2011) noggiiHi rmtoko3Hi abo X oniroMepHi OANHULI AOAAKTLCA A0 HEPELYKOBAHOMO
KiHUS Ans 3abe3neyeHHs (1—4)-B-D-3'egHaHb, SKi 4yxe TOYHO QIKCYIOTh TMHKO3NAHI OANHNL
Be3 BcTaBku cybCTpaTy UM aKTUBHOMO CalTy. AKLO OAMH CalT PYMHYETHCS, TO BiabyBaeThbCs
HaCTynHe NpuKpinneHHs B nonoxeHHi O-3, W0 NpU3BOAMTBL YXe He A0 CUHTe3y Lientonosu, a
po cuHTe3y kanosu (Buckeridge et al., 2001; Carpita, 2011)

IHwi aBTopy (Bessueille, Bulone, 2008) nonyckatoTb, WO CNOYaTKy CUHTE3YITHCS NaHLto-
rn B-(1—4) rniokaHis, SKi BUBINbHIOTLCS B 000MOHKY, @ NOTiM NoYMHae BpaTu y4acTb Memob-
paHHO 3B'A3aHNI pepMeHT eHporokaHasa KopiraH, yHKLiS Skoro, Sk npunyckatoTb, nonsrae
y perynsauii ctyneHs nonimepu3sauii naxutoris yemonosn (Meglhgj et al. 2002).

YpuauHandocdaT rnokosa NpoxoauTb Yepe3 BHYTPILLHIO NOPOXHUHY (KaHam) po3eTku
hepMeHTy LientonosocuHTesn. KinbkicTb i30hopM Lieniono30CHHTETa3N € BULOCMELNGIHHOLW,
i kKOXHa i3odhopma koayeTbes okpemumu reHamu (Bessueille, Bulone, 2008). 3a mogennto
besyne Ta BynoHe (puc. 1.1.5) (Bessueille, Bulone., 2008) kpim Lentono3ocuHTeTasu B
CUHTE3i LIENNo3n MOXyTb BpaTh yyacTb 7 iHWi depMeHTN: MeMbpaHo3B'a3aHa caxapo3o-
cuHteTasa (Amor et al., 1995), membpaHo3B'szaHa eHpo-(1-4)-B-rniokaHasa, SKy HasuBalTb
KopiraHn (Nicol et al., 1998), aHekcunn (Hofmann et al., 2003), aktuH, Ty6yniH Ta Ginku, Wo
TpaHcnopTytoTb ninian (Haigler et al., 2001; Molhoj et al., 2002). |geHTudikoBaHo enemeHTH
LUMTOCKENeTY, Taki, Ik KOpTUKANbHI MIKpOTPYOOUKM, SKi, MOXNMBO, 6EPYTb Y4aCTb Y TPAHCMOPTI
Mikpodhibpun uentonosu (Baskin 2001; Somerville, 2006). 330BHi CTpyKTyp anapaty onbaxi €
MemOpaHHuin BiNkoBMIn KOMNOHEHT, sikuin MicTUTL KopiraH (Robert et al., 2005), wo npeacTas-
nse coboto anHamivHWiA hakTop, SKUIA 3B'A3aHUIA i3 CITKOK MIKpOTPYBOUOK Ta nnasmanemoto,
OCTaHHi, 04€BWNAHO, OPIEHTYIOTb i HANPaBNAKTL KOMMMEKC LieNtoN030CUHTETa3N ANs CUHTE3Y
Lienonosu.
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Puc. 1.1.4. CxematnyHa Mogenb poGOTM LENN030CMHTETa3n Ta (HOPMyBaHHS

(1—4)-B-D-rnoko3naHux 38’a3kis (Carpita, 2011).

A - nepa mogenb CTpykTypu binkosoi cyboanHuui LenonosocuHteTasn (CesA) Byna sanponoHosa-
Ha [lenmepom (Delmer, 1999). 3rigHo wiei cxemu 4ns hoOpMyBaHHS CUHTETA3HOTO KOMMIeca KoxHa
cy6oanHNLS LIentono3ocuHTETa3n noBuHHa ByTn 3'eaHaHa 3 Takumm x cyboanHuuamu. Mokasa-
Ha HasiBHICTb NOTEHLiaNbHUX CalTiB: KOHCEPBATUBHOI AiNsHKKN ZnFs, koHcepBaTUBHOI 30HM P-CR
(plant-specific conserved region Ta cneumdivHoi 30HM CSR (class-specific region).

B - npoctopoBa Mmogenb CuHTe3y LUemnono3n. [lofaTkoBO, OOWH TTIOKO3UOHWA 3aMWLLOK i3
(1/4)-B-D-3’egHaHHsaM npu BIACYTHOCTI KiHLS NaHLora Yu akTMBHOTO CailTy CMHTETAa3n MOBWHEH
ByTu B pyci O-4 Ha kinbka anrcTpemis (Carpita, 2011).

C - npocTopoBa MOAENb kaTaniTU4HOro AUMEPY Mif Yac OAHOYACHOrO TPAHCMOPTY MMIOKO3UAIB AN
hopMyBaHHs 3anuLLKy Lenobiosn B O-4 nonoxeHHi. CUHTE3 KiNbKOX O4MHULb 3aBXaW MigTpu-
Mye nonoxeHHs akuentopa (O-4), Kk naHutora, Lo BUWTOBXYETbCA. Mogenb kaTaniTuyHoro
AMMeEpY MOKa3sye, Lo Npu pynHaLii 0aHOro canTy BigbyBaeTbCst HACTYNHE MPUKPINIEHHS B MO-
noxeHHi O-3, Lo Npu3BOAMTL BXe [0 CUHTE3Y Kanosu, a He Lenonosn (Buckeridge et al., 2001;
Carpita, 2011)

TNokaniauito Ta CTPYKTYpY LIEMNI0NI030CMHTETa3n MOXHa nobaynTi 3a JOMOMOroKw MeTo-
BY 3aMOpPOXXYBaHHS-CKOMIOBAHHS Nia3ManeMm KNiTUHW CyAUHUX POCIIMH; BOHA NpeacTaBnsie
cob0K CUMETPUYHY PO3ETKY, SKa CKNafaeTbes 3 LWECTU rnobynspHUX koMmnnekcis. PoseTku
LLeSTIONI030CHHTETA3N TaKoX BUSIBMEHI 11 imyHonoriyHuM meToaom (Kimura et al., 1999). Xep3
(Herth, 1983), 6a3ytounchk Ha BUMipax po3mipy Mikpodibpun, NpunycTuB, WO KOXHA i3 LeCTu
cy00AMHML PO3ETKM MOXE CUHTE3yBaTK WiCTb S-1,4—TMHOKAHOBUX NaHLIONB, AKi KpUCTaniay-
t0TbCS B Mikpodhibpuny i3 36 rntokaHOBUMM cybognHUUAMM. Y BinbLIOCTI BOAOPOCTEN, Lento-
NO30CUHTETa3a Ha3MBAETLCS TepPMiHaNbHUM komnnekcom (TCs), cknagaeTbes 3 PO3MILLEHNX
NPOMEHSMU rNoBYNSPHUX CTPYKTYP, SIKi (DOPMYIOTb CTPIYKM LLENONO3HOI PO3ETKY, | PO3MILLEHI
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Ha KiHUsX mikpodhibpunu ( Montezinos, Brown, 1976). Tcekoc (Tsekos, 1999) Bigkpus pisHi
TMNK TepMiHanbHUX komnnekcis. Y BogopocTti Oocystis apiculata TepmiHanbHUn KOMAMEKC Mae
wupuHy 30-35 Hm Ta goBxumHy 40 500 HM i cknagaetbes 3 Tpbox psAgi 30-40 yacTok, KoxkHa 3
AKMX Mae giametp 7 HM. JliHiiHI TepMiHanbHi KOMMINEKCK BUSIBMEH B 0BOMOHKAX KMiTUH TYHiKM
Vigna angularis (Kimura et al., 1999), Acetobacter xylinum (Gluconacetobacter xylinus) (Brown
1996; Ross et al., 1991) Ta B cnusy Dictyostelium discoideum (Grimson, et al., 1996). Takum
UMHOM, MeXaHi3Mu, ki 3anyyeHi O YTBOPEHHS LLEMONo3n Y PisHUX POCMWH 3MiHIOBanUCh B
npoLeci eBONKOLiT 40 YTBOPEHHS NOMiMEpIB 3 Pi3HUMM BNACTUBOCTAMM.

- Rosenc subunit (~ 8§ nm) composed of the
products of 3 different CesA genes
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- -
== -
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. Initiator of polymerization (primer) (7}

. Glucose units being polymerized at the non-reducing end (7) of the f-glucan chain

. Reducing end (7)
P 44 Structural lipids (sterols 7) stabilizing the complex (7)

Puc. 1.1.5. TinoteTnyHa mMogenb GIOCUHTE3Y LIEMON03M Y BULLMX POCIMH, 3MiAHO AKOI:
1 — BigbyBaeTbCs 3anyyeHHs npanmepis 4ns noyatky noniMepusadii, 2 — opieHTa-
List FAOKAHOBOrO NaHLora CTae BUTATHYTOR; 3 — MEXaHi3M NepeMilLeHHs LLIENONO3HMX
NaHLoriB NPOXoAMTL Yepes LuuTonnasmatuyHy MembaHy (sk 3a Delmer 1999); 4 - Big-
ByBaeTbCa KpucTanisayis cy6oanHULbL Ans popmMyBaHHSA Mikpodibpunu; § — acoujiauis
MembpaHo3B’a3aHoro 6inka i3 cyboguHuuamm LentonosocuHteTasn (CesA); 6 — 38’30k
KOMMNAeKCy Lientono3ocuHTeTasn 3 Mikpotpyboukamu; 7 — yyactb binka Kopiran (Kor),
caxapo3ocuHTeTasm (SuSy) Ta CTpyKTypHUX NinigiB. IHWi Ginkw, Wwo perynioTs cybo-
AVMHWLi He npeacTaBneHi. CTexiomeTpis pisHUX Cyb0aMHNLb LieMoN030CHHTETa3M MOKH
Hesigoma (Bessueille, Bulone, 2008)
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Y KBITKOBMX POCNWH NapakpucTaniyHa CTpyKTypa Lemonosn MicTuTb 2-3 AHKUHK, TO6TO
24-36 naHuoris (1/4)-B-D-rntokaHis. OgHak, Mikpodibpuna, o MiCTUTb 36 rnokaHoBKX NaHLo-
riB NoOBWHHA MaTu diametep 3,8 HM, ane 3a AaHUMK SAEPHO MarHiTHOI CNEKTPOCKONIT AiameTp
MiKpOiBpMIM MEHLINI | CTAHOBUTL 2,4 HM, Lie Cknagae ABi AtoxuHu nauutoris (Kennedy et al.,
2007). [eHu Lentono30CUHTETA3M 3HaANLEH! B 3e1€HUX BOLOPOCTSX i BOHM CXOXi HA aHamnoriyHi
reHu y kBiTkoBux pocnuH (Roberts et al., 2002). BctaHoBNEHa aMiHOKMCIOTHA NOCAIAOBHICTL
CesA y pocnuH nogibHa o Takoi y 6inkiB 6aktepianbHux LentonosocuHtetas CesA (Saxena
et al., 1995). Y BUWMX POCAMH reHn Lporo epMeHTy kogytoTb noninentuan 6ing 110 kda
(Delmer, 1999). €anHoi gyMKM NPO LNSIXM CUHTE3Y LLENN03n JoCi HeMae. 3anponoHOBaHO
kinbka Mogenen usoro npouecy (Delmer, 1999; Saxena, Brown, 2005; Guerriero et al., 2010).

3rigHo kaTtanituyHoi aumepHoi rinotesn (Carpita, 2011) gea gumepu CesAs yTBOpIOOTL
KOMMAeKe, LWo cuHTesye oaunH (1—4)—-F-D-rniokaHoBuin naHuor (puc. 1.1.6, A). Fomogumepu-
3alist (um reTepoaumepu3auis) CesAs BinTBOPHOE aKTUBHI CaiTy, WO hopMytoTb LienobiosHi oau-
HWLi, SIKi NOTIM NPUKPINNSOTLCA 4O HEPEeLyKOBAHOrO KiHLS naHLuora rmokaHy. Aumepusasalis
TaKoX Moxe BigbyBaTtuca 1 B 16 membpaHHux cnapeHux gomeHax. Ha pucyHky 1.1.6 nokasaHa
AnMMepu3auia Ha ABox ZnF-aomeHax, Wo 3aati 4o 06’egHaHHs ABOX CYCiAHIX 3amiCTb OAHOrO
KOMMIEKCY, @ TakoX MOKa3aHO LWICTb TaKuX KOMMIEKCIB, WO 3B'A3aHi 3 OAHIEH0 YaCTKOK LWeCTH-
Brokosoi po3eTku (Carpita, 2011).

BidknadeHHs mikpoghi6pun yentono3u. 3a paHHiMi poboTami opieHTallia Bigkna-
[EHHSA Mikpodibpun Lientonosn BigbyBaeTbCs napanenbHo opieHTauii MikpoTpy604oK, Lo npu-
BENO [0 NOSIBM TiNOTe3u Npo Porb MikpoTpybo4oK y CHTESI Mikpodibpun uentonosu (Ledbetter,
Porter, 1963). 3a ocTaHHiMU JaHUMKU NPU KPUTUYHOMY nepernagi wiei rinotesn (Baskin 2001),
Pi3HUX Moaenen cuHTesy uenonosm (Giddings, Stachelin, 1991) i ekcnepuMmeHTanbHUX AaHNX
(Alberts et al., 2002) 3'aBunucst HOBI AaHi NP0 3B'S30K PYXY LIEMONO30CUMHTETA3N MiX KOPTU-
KanbHUMKU MiKpOTpybOUKaMK Ta na3mManemoto, Ta Npo 3B'a30K pyxy MiKpodibpun Mix Konieto
kopTukanbHoro TyByniHy. EHepris gnsa nonimepusayii 3abeanevuyeTbCs 3aBAsakyM TPaHCNopTy
LieNtono30CHHTETA3HOMO KOMMMEKCy Yepe3 nnasmatuyHy MembpaHy. Ane npsMux LoKasis
Npo 3anyyeHHs MiKpoTpybOoqoK A0 opieHTalii Mikpodibpun Hemae. Tak, 3aCTOCYBaHHS iHri-
BiTopHoro aHanisy (npu 0bpobui npopocTkie apabigoncucy mikpoTpybouko-gectabinisyouoto
PEYOBMHOK — OpM3aniHOM abo X MIKpOTPYDBOUKO-CTabiNi3yo40 PEYOBMHOK — TAKCOMOM) HE
BMKNMKano 3MiH B opieHTaLii Mikpodibpun yentonoan (Baskin et al., 2004). 3 iHWOi CTOPOHM,
HeAaBHO LMTOXIMIYHMMM METOAAMM NOKa3aHo, WO BCTaBKa (DEPMEHTY LIEMNN030CUMHTETa3M B
nnasmanemy BiabyBaeTbCs 3a y4acTto Be3nkyn anapaty Fonbaxi, ki pyxanuch B3OOBX KOPTU-
kanbHWx MikpoTpyBoyok (Crowell et al., 2009).

PocnuHHa Lentono3ocnHTeTasa akTMBYETLCA Cekpelieto. Tak, Ha nnasmanemi nokanisy-
t0TbCS KiHa3a abo ocarasa, siki MOXyTb 3MIHOBATU aKTUBHICTb LIEMNHONO30CUHTETA3N WS-
XOM iHaKTMBaLlii anapaTa Fonbaxi, B AKOMY CUHTE3YIOTHCS NONepeSHUKM TepMiHaIbHOMo KoMI-
nekcy (Nuhse et al., 2004). Mpu po3TAry KMiTUHHOI 0BOMOHKM CMHTE3 LieNono3n B OCHOBHOMY
notpebye ikcoBaHoro Byrnewto, To6To 3anexuTb Big MeTaboniamy Byrnewto. Caxapo3oCuH-
TeTa3a, fka Bignosigae 3a cuHtes Y®-rnokosu, 38'a3yeTbes 3 nnasmanemoto (Haigler et al.,
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A

VAT

Puc. 1.1.6. JumepHa MOAeNb CUHTE3Y LIEMION03N 3a Y4acTio LentonosocuHTeTasu. Ha
pUCYHKY A — NpeacTaBneHo Mogenb katanituyHoro anmepy CesAs, Wo ¢opmye oauH
(1—4) —B-D-rniokaHoBuI naHutor; Ha puc. B — cxema chopmyBaHHs retepoaumepis, Lo
CUHTE3Y0Tb OAMHNLI Lenobiosu; Ha puc. C — cxema hopMyBaHHs Monekyn Lenobiosm 3a
y4acTHo WwecTu anmepHux komnnekcis (Carpita, 2011).

2001). Lle posBonsie npunycTuTy, WO caxaposa NigTpumye BUCOKY LUBMAKICTb CUHTE3Y Lento-
no3u. Xenrnep 3i cnisaBTopamu NpunycTunu, Wo, caxapo3ocuHTeTasa Moxe ByTu kaHanom-
pycnom ans YA®-rnokoau nig Yac CuHTesy Lentonosun. BctaHoBneHo, Wo Lentono3ocuHTeTasa
PerynioeTbCs Ha NOCTTPaHCAALIMHOMY PiBHi, i, K BiZOMO, NOBUHHA ByTH hoCdOopUbOBaHOL,
ane MexaHismu perynsuii ii akTuBHOCTI NokW HeBigomi. LlentonosocuHtetasa BigHOCUTLCS [0
BenuKoi poauHu binkis rmtokosunTpaHcdepas (Haigler et al., (2001).
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Bmicm ma opieHmayis yentonosu. BMICT Lentonosn y nepeUHHNX KNiTMHHMX 060-
NOHKax Mawxe Takuit, sk i BmicT remiuentonos (tabn. 1.1) (McNeil et al., 1979), Togi sk y
BTOPVHHMX 0BOMOHKAX BMICT Lie/IONI03M MiABMLLYETLCS | 3aNeXuTb Big TUNY KMiTWH i BUAY,
BiH Moxe gocsratn 90-95 % Big Macy KNiTuHHUX 060NOHOK; HanpuKnag y KnitTuH 6aBOBHMKA
(Tapuesckuit, MapueHko, 1985). Lle nos’azaHo 3 pocTom Ta AndepeHLialieto KIiTuH i TKaHWH.
JocnigxeHHs poCTy CYCMEHSIAHMX KIITUH MOPKBY PO3TSAIOM MoKa3arno, WO ixXHii po3mip 36inb-
wyeTbea marke B 50 pasis (McCann et al., 1993), BignosigHo 3pocTtae it BMICT LESonosu.

OpieHTayis mikpodibpun Lentonosn B 0600HL, AK i Ti BMICT, 3aneXuTb Big TUNY KNITWH
Ta TNy 06OMOHKK, BUAY Ta CTaHy PO3BMTKY KNiTWHW. TOMY 11 AaHi WOAO opieHTauii Mikpodi-
Bpun MOXYTb HOCUTM CynepeyHnin xapakTtep. Tak, y pisHux nabopatopsix gocnigHukm (Carpita,
Gibeaut, 1993; Baskin et al., 1999; Sugimoto et al., 2000), BBYatOuN KNiTUHK enigepmicy
UmOyni Ta pisHi KNITUHW KOPEHIB METOAOM MEXaHIYHOI aHi30Tponii, Nokasanu, Lo, B OCHOBHO-
My, MiKpoibpunn OpieHTYI0TLCS NapanenbHoO Ta NONepeYHo 40 AOBrOi OCi kNiTuHK. OfHak, B
enigepmici konaHxoe HanpsamMok Mikpodibpun Bys i30TponHWA, TOBTO MikpodiBpUnM po3miLLy-
Banucs B pisHux Hanpsmkax (Kerstens et al., 2001).

TABIIMUA. 1.1.1. Cknap Ta BMiCT nonicaxapuaiB NepBMHHOI KNiTUHHOT 060NOHKK
CycneHs3inHoi KynbTypu aBopa (McCann et al., 1993)

KomnoHeT 060onoHku BwicT, %
[NeKTMHOBI nonicaxapuau 34
l'emiLentonosm 24
Llentonosa 23
Binku 19

MMpouec po3Tsry KniTH CyNpOBOAXYETLCS 3MiHOK OpieHTaLii (apxiTekTypu) Mikpodibpun
Lernonosu. Bukopuctosyoum MeTog rmmboKoro 3amMopoKyBaHHS Ta TPaBMEHHS 3 NoAanbLUINM
YTBOPEHHAM PEMIiku NOBEPXHI CYCNEH3INHMX KNITUH MOPKBY, 6yno BMSBIEHO, WO B KNiTUHAX
KynscTol hopMn Mikpodpibpunu Lentonosn He opMyBany LWiNbHOI CiTKM (NaBYTUHK); cepes
nonepeyHo3B’a3aHnx Mikpodibpun MoXHa Yiko PO3Pi3HUTW JOCUTL TOHKI iBpUIK Lientonosu
(McCann et al., 1993). Y kynactonogibHWX Yun 3nerka BUTArHYTUX KNITUH Mikpodhibpunn opieH-
TYIOTBCS Xa0TUYHO ab0 X B3LOX KNiTuHM (puc. 1.1.7, a).

OpieHTayis Mikpodiipun y BUTArHYTUX KNiTUHAX B OCHOBHOMY MOMEpeyYHa Ao AOBroi oci
kniTuHm (puc. 1.1.7, 6). MonepeyHa opieHTaLis Mikpodibpun (BiGHOCHO AOBrOi OCI MUCTKOBOI
NNacTWHKK) CNOCTepiraeTbCs i B afakcianbH1X 060M0HKax enigepMicy Ta knituHax mesodiny
NUCTKIB TigpodiTiB, 30KkpeMa, Lie BiAMIYEHO B NOBITPSHUX nucTkax Sagittaria sagittifolia (puc.
1.1.8, @), TO4i SK Y MDKKNITUHHWUKaX Me30diny MigBOAHWX NUCTKIB OpieHTaLis Mikpodibpun
Moxe 6yTn xaoTuuHa (puc. 1.1.8, 6) (Hepyxa, 2013).
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Puc. 1.1.7. MikpocoTorpadii pennikn NOBEpXHi CYCMEH3INHMX KNiITUH MOPKBW Micns
HanNWNEeHHs NNATUHOK Ta BYIMELEM: @ — MOBEPXHS KYMACTUX KNITWH: BUGHO CiTKy ¢i6-
puUn Lentonosu, Lo PO3MILLYITLCS SIK Xa0TUYHO, TaK i Mig KyTOM; Ha HXHBOMY PUCYHKY
(6) — noBepXHSI BUTSTHYTUX KNITWH: MiKpOdliOpMnn LENonosn poaMilLytoTbCst MonepeyHo
[0 A0Broi oci knituHW. PenepHa mitka = 200 nm (McCann et al., 1993)

MeToaom iHGhpayepBOHOI CNEKTOPCKONIi B enigepManbHiX KNiTuHax Lubyni BUsiBNeHa opi-
€HTaUis Mikpodibpun nig NPaBOCTOPOHHIM KyTOM A0 4oBroi oci kniTuH (McCann et al., 1993).

FeHu yentonoszocunmemasu. Ha mogensHomy ob'exTi Arabidopsis thaliana Busie-
NeHo, WO B CWHTESI Lientornosun Bepe yyacTb BENUKA poayHa reHis LenonodocuHteTasn (CesA)
Ta UenonosocuHteTasonogibHux (Csl) [(cellulose synthase/cellulose synthaselike (CesA/Csl)]
reHis, Wo BkmtoyatoTb: 10 rexiB uenonosocuutetasn (CesA) Ta 29 Lentono3ocuHTeTasonogio-
HuX renis (Csl) (Richmond, 2000; Carpita, 2011). Y fBoAonbHUX Ta B Tpas € NEBHi BigMIHHOCTI.
Kykypyosa mae 12 reHis 6inka CESA (Appenzeller et al., 2004), y sumens — 8 (Burton et al.,
2004), y Tononi — 7 (Josh et al., 2004). Y 3eneHux BogopocTen reHn CESA 6inkiB aeMoHcTpy-
t0Tb @HaNOMYHICTb Y MOCMIBOBHOCTI, SIK i Y BULLWX POCAMHAX, | BOHW TaKOX MalTb 3aKOHCEPBO-
BaHi iHTPOHI cTpykTypn (Robetrts, Roberts. 2004). Takum YnMHOM, BULLi POCIUHI MaKTb CEpI0
noaibHux rexis. Bmict amiHokMCnoT konneaeTbes Yy uvx Ginkax Big 985 no 1088. Bown matoTb
BiCiM TpaHCMeMOpaHHUX foMeHiIB. [1Ba JOMEHa PO3MiLLyoThCA Bins amiHO-KiHUA, a WiCTb — Bing
kapbokcunbHOro. N-TepmiHanbHa 30Ha KOXHOro Ginka Mae LmcTeiH-30araqyeHnin GOMEH 3 Takum
cknagom:  CX,CX FXACX,CX,PXCX,CX-EX,CX,CX,C (Saurin et al., 1996). Benukuit LeH-
TpanbHUI JOMEH, KM Mae y CBOEMY cknagi 530 amiHOKMCNOT, po3TalloBaHWA MiX 4BOMA
30HaMu TpaHCMeMOpaHHWX JOMEHIB, SKi, 04EBMAHO, € LMTONIAa3MaTUYHUMK.
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Puc. 1.1.8. ®parmeHT KniTMHM Me30(iny HaaBOAHMX (@) Ta nigBoaHUX (6) nUCTKIB
S. sagittifolia. (Hepyxa, 2013).

Mo3HayeHHs: 06 — kniTuHHa obonoHka, M — MiToxoHapis, MK — MDKKNITUHHUKK,
Xn — xnoponnact, Lj — mikpodibpunu uentonosn (BkasaHi CTpinkow).

PenepHa mitka = 1 MKM

—20—
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Y CWHTE3i Lenonosn B nepeuHHin 06onoHui 6epyTb yyacTb HacTynHi Ginku: CESA1,
CESA2, CESA3 ta CESAG (Scheible et al., 2001; Burn et al., 2002). Mpu ysomy, CESA1
Ta CESA3 € oboB’'sizkoBMMM mpu cuHTesi uentonosun. binok CESA1 3 apabigoncuca mae
5 N-3uinnenunx canrtis rnikosumoanHs (Gillmor et al., 2002 ).

Xewrnep (Haigler, 2003) npefcrasus ornsg Ta rinoTesy npo Te, Lo, Caxapo30CuHTEeTa-
3a (sucrose-synthase) moxe cnyxuti kaHanom gns Y4®-rnokosn B npoueci CMHTE3y Lento-
noau. 3rigHo wjei rinoTean LWICTb reHiB caxapo3ocuHTeTasn apabigoncucy MOXyTb CRYXMTU
A1 aHani3y reHiB MyTaHTa. AHania ekcnpecii reHis yenonosocuntetasu (CESA) i3 3apoakis
apabigoncuca nokasas, Lo B HUX BiabyBaeTbes ekcnpecia rewis nuwe binkis CESA1, -2, -3,
Ta -9 (Beeckman et al., 2002). 3a iHwumu gadnmu (Burton et al., 2000) exkcnpecis CESAT,
-2, -3, -5, -6 Ta -9 BigbyBaeTbCa NuLe B NepPBUHHUX 060NOHKAX; Li LLENtoN030CMHTETa3m
BigHoCATb fo rpynu CESAs-1, togi sk CESA-4, -7 Ta -8 B 0CHOBHOMY EKCTIPECYHTHCS Y BTO-
PUHHUX 0b6onoHKax kniTuH ctebna, i Ui CESA BigHocaTb o rpynu 2 (Hamann et al., 2004):
reH 6inka CESA4 ekcnpecyeTbcs B OCHOBHOMY B NpoBigHux TkaHuHax (Holland et al., 2000),
T04i sk reHn CESA7 ta CESAS8 nos’sa3aHi Tifbku i3 KCMNEMOK Ta 30HOK MPOBIAHWX NyYKiB
(Turner et al., 2001). Takum 4mMHOM, y CUHTESI Lentono3n BepyTb yyacTb crnelianizoBaHi
reHu, ki (OYHKLiIOHYIOTb TUMYaCOBO Ta 3anexHo Bi4 TUMY TKaHWUHU pocruHu (Somerville,
2006).

He AMBNAYMCL Ha YMCNEHHI OrNsaM 3 NUTaHb CUHTE3y Lentonosu, 6arato nuTaHb € Le
HeBMpILLEHUMM, 30KpeMa: Lientonosa la ta 1B CMHTE3YIThCSA OFHIEK YU PI3HAMU LIENtonoso-
CUHTeTazamu? Sk 3anuwwku rnko3n nosepTaroTbes Ha 180° Ang hopMyBaHHS MONEKYU Le-
nono3n? Ckinbku Ta sikux Ginkis HEOOXIAHO AN 300PKN TEPMIHANBHMX KOMMIEKCIB Ta CUHTE3Y
LLeITIono3m Kpim LentonosocuHTeTasn? Ckinbku isodopm CeS icHye y pocnmHax? AKUM YnHOM
perynmeTbes poboTa Lentono3ocuHTeTas (Ha TPAHCKPUMLIMHOMY YU MOCTTPAHCKPUMLIMHOMY
piBHSAX)? AKi Binkn KOHTPOMIOKOTH KpUCTaniyHicTh Lientonosn? Came Ui nuTaHHs Ta 6arato iH-
KX, MOB’A3aHMX i3 TEXHOMOMYHUMM NpOLecaMit BUKOPUCTaHHS LENONO3N Y PisHUX rasnyssx
NPOMMCIIOBOCTI Ta BAoByTKy nanuea, noTpebyioTb CBOrO HEBIAKMNAAHOTO BUPILLEHHS.
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1.2.TEMILENIONO3N

'emiLentonosn — Le rpyna reteporeHH1X nosimMepis, WO CKNagatoTb MaTPYKC KMITUHHOI 060-
TNOHKY Ta BigipatoTb OCHOBHY pOsb Y MiATPUML Lentono3sHux Mikpodibpun. Monicaxapuan ma-
PUKCY CUHTE3YIOTLCS B anapaTi [onbaxi Ta eKCNopTyTbCS 40 0BOMOHKM eK30LMTO30M. BMicT
remiuentono3d B o6onoHui cknagae Big 10 4o 30 % cyxoi macu. ICHye Kinbka TUNiB remiLento-
no3, knacugikallis Skux 3anexuTb Bif Ha3BW OCHOBHOIO LKpY, WO BXOAWUTb A0 cknagy Tiel
uu iHWoOT remiuentonosn. OcHoBa reMilesnionos Haragye Lenonody; reMilesonosm 38’'s3aHi i3
Lientono30t0, ane BOHW MaloTb po3ranyxeHy cTpykTypy. OCHOBHUMM TUMaMK reMilesnionos €
KCUNaHu, KCUMOTIIOKaHW, MaHaHW Ta 3MiluaHi B-rmiokaHu, Taki, Sk apabiHokcunaHy Ta riokoMa-
HaHu (Ebringerova et al., 2005). [lo cknagy remilentonos MoxyTb BXOAWUTY Kiflbka Pi3HUX MOHO-
MepiB, Taknx, ik MaHo3a, apabiHo3a, keunosa, ranakrosa, ykosa Ta rnwokosa (puc. 1.2.1, A-C)
(Sandhu et al., 2009). Jeski kucni Lykpu, a came ranakTypoHOBa Ta rfOKOYPOHOBA KUCIOTH,
TaKoX MOXyTb BYyTW CKnagoBumm remiyeniono3. B ocHogi (xpe6Ta) nonimepa remiyentonosu
Moxe ByTw Bif OQHOrO A0 TPbOX MOHOMEPIB. BiNnbLUiCTb reMiLentonos MakTb KOPOTKi Bigrany-
XEHHS Bif, OCHOBW. BigranyXeHHs MiCTATb iHLWI LyKpW, HixX B OCHOBI. CTyniHb nonimepuaaii
remiuentonos konueaetbes Big 100 go 200 (Fengel, Wegner, 1984). o cknagy remiuentonos
[EePeBNHN BXOAATb rOMOranakTypoHaHm, ki y CBOill 0CHOBI MatoTh (1-4)-38'a3aHy B-D-rntoko3y
Ta B-D-maHo3y, y MOMekyni € Kinbka rigpokCcurnbHux rpyn 1a O-aueTunbHi rpynu Ha OfHY Yu
Kiflbka OANHWLb FeKCo3M.

Kceunanm — Ue Hanbinblua rpyna remilentonos; ix oOcHoBa ckrnagaetbes i3 1,4-3'eqHaHunx-
B-D-kcunonipaHo3HWX OAWMHMLb i3 PI3HUMM 3anuLKkamu LyKpiB, a came apabiHoau, riokoau,
ranakTosu, rrokOYPOHOBOI KUCIMOTKW, Ta B HEBEMMKIN KifIbKOCTi — paMHO3M 1 ranakTypoHOBOI
KMCnoTh. KcwunaHw, BKIHOYAKYW KCUMOrMOKaHW, apabiHoKCcUnaHu, riKoypoOHOKCUNaHu Ta
rMOKOypOHOapabiHOKCUNaHN, € MIHOPHUM KOMMOHEHTOM MEPBUHHNX O0BONOHOK 4BOAONBbHUX
Ta HETPAB'sHUX OLHOAOMNBHMX | OCHOBHUM KOMMOHEHTOM reMiLestoNno3 Y nepBuMHHUX 0B0MOoH-
Kax 3MakoBuMX Ta BTOPMHHMX 0bonoHkax aepes (puc. 1.2.1) (Sandhu et al. 2009; O'Neill, York,
2003).

Keunorntokauu (puc. 1.2.1, A) MicTaTb B OCHOBI (1—4)-38’A3aHi B-D-rntokonipaHosHi
OAMHMLi, 00 sKMX npuegHaHi (1—6)-38's3aHi-a-D-kcunonipaHosHi  rpynu, a iHogi M
(1—2)-38’A3aHi-B-D-ranakrosunbHi yn ykosunbHi 3anuwkn (puc. 1.2.1, A) (Sandhu et al.
2009). KcunortokaH 3HaAeHO B KMITUHHUX OBOSOHKAX YUCIEHHUX CYXOAIMbHUX POCAWH, Le
OCHOBHa reMiLernonosa nepeuHHNX 0BONOHOK ABOMbHUX Ta HETPaB'sIHUX OAHOAOMbHUX. 3a
AEAKAMU MOLENSMU KCUMOTTIOKaHK 3B’A3YH0TbCA 3 Mikpodhibpunamu Lenonosn nonepeyHu-
Mn 3B’askamu (Keegstra et al., 1973; O'Neill, York, 2003). KcunorntokaH 3anobirae anunas-
HIO Mikpodhibpun Lentonosn. MokasaHo, Lo came KCumortokaH 3abesnevye MexaHiuHy Mill-
HICTb NepBMHHOI 060MOHKW. [INs CUHTE3y Liei remiLentonosn noTpibHa HasBHICTb (PEPMEHTY
XyG-keunoTtpaHcdepas. B apabigoncuca € cim reHiB, ki kogyloTb XyG-KCunosoTpaHc-
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tbepasy (XXTs), aBa 3 akux (XXT1 1a XXT2) MOXyTb YTBOPIOBATM KCUMOrMIOKaH B YMOBaXx in
vitro (Falk et al., 2000; 2002; Faure et al., 2007).

OcHoBy rntokoypoHoapabiHokeunaHy (puc. 1.2.1, B) cknapatote 3anuwku 1,4-38'3aHoi
KCKno3u, GOKOBI BiArany)XeHHs MOXyTb MICTUTW K 3annLLKK apabiHO3u, TaK i FIOKO3N.

A Xyl
a\ s
________ Gle -2+ Gle 2+ Gle -2+ Gle -2+ Gle-ro-
ﬂ[l—'ﬁ OLII—-G
B [1—2
Fuc%— Gal
B Fer —— Lignin or GAX
0-5
9
Araf GlcA
af1—3 OEJI—-Z
________ B F B B B
Xyl — Xyl —; Xyl = Xyl e Xyl
‘0'3 To_z
Ace Ace
C
-------- B B B B
Man — »Man I__4rMan 1__4—Man 1__“erm .......
o |1—6 0&[1—-6 05[1—-6
sal Gal Gal

Puc. 1.2.1. CtpykTypa keunormokany (A), rntokoypoHoapabiHokeunaHy (B) Ta ranak-
TomaHaHy (C). CkopoueHHs: Ace — aueTat, Araf — apabiHodypaHosa, Fer — depynar,
Fuc — cyko3sa, Gal — ranakro3a, Glc — rntokosa, Xyl — kcunosa, GICA — rmokoypoHar,
Man — maHo3a (Sandhu et al., 2009)
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'eMiLientono3nm MaHaHoBOro TUMy B OCHOBI MiCTATb 1,4-38°A3aHi 3anuwwku B-D-maHo3m
(puc. 1.2.1, C), a Takox 3annLLKK ranakTosu i rnokosu, sk 6okosi BigranyxenHs (Willfor et al.
2005). BmicT Ta cknag remiyentonos 3anexuTb Bif BUAY, OpraHy POCAVHK Ta CTagiil i po3su-
TKY (Schadel, 2009).

JKaHr 3i cnisatopamu (Zhang Si-Ju et al., 2012) monekynspHMu MeTogamm nokasas 3miHu
(heHOTUNY pUCY Ha MOMNEKYNSPHOMY piBHI. BOHW cknanu kapTu KifbKICHUX XapaKTEPUCTUK JTOKY-
ca (Quantitative trait loci, QTL), wo gonomorno iaeHTUdikyBaTh reH y nesHoro deHotuny. Bu-
SIBMMOCS, WO came Lieit NOKyC BiANOBiAae 3a CMHe3 reMilentonos, Big ckaaay SKoro 3anexatb
arpoOHOMIYHI XapaKTEPUCTUKW puCy, TOBTO MEXaHIYHICTb Ta THYYKICTb PUCOBOI CTEBNMHU. ABTO-
PV NOKa3ann HasiBHICTb MPUPOAHOI BapiabenbHOCTi 3anacy MOHOCaxapuAaiB MiX AWUKAM BULOM
puCy Ta IHAINCBKAM KyNbTYPHUM €niTHUM BMAOM pucy. XiMiYHUIA aHanis BUSIBUB OCHOBHI Bid-
MIHHOCTI Y BMICTI ITtOKO3M Ta KCUMO3K, L0 KOPentoBano 3i cneLmgivHUM CKiagom reMilentonos.
[ns remiuenionosu, a came y B-rniokaHy 3i amiwanum 3s'a3kom (MLG, mixed-linkage glucan),
XapaKTEPHUM € 3HKEHWIA BMICT KCUoau, i Lie Bigobpaxae HU3bKMIA PiBEHb KCUIAHOBOI OCHOBM
B reMilentonosi Ta 3MiHeHOro BMiCTy apabiHOCKCMNaHOBOI remilentonosu. [ins MoHocaxapuais
ineHTUdikoBaHO 17 NOKYCIB Y CONOMUHI pUCy, Li Nokycu BignosigatTb 3a 19 1a 21 % deHoTuniy-
HWX BIOMIHHOCTEN CKnagy remilentonosn. Yotmpu OCHOBHWX TOKyCa i3 CIMHaALATW BUKIMKAKOTb
CMHTE3 NEBHOI KiNbKOCTI KCMMO3M Ta IMoKo3K, BignosigHo deHotuny (Zhang Si-Ju et al., 2012).

3rigHo rinoTean [ara i3 cniBaBTOpamu reHn uenonosonogibHoi cuutetasu (Cellulose
Synthase Like, CSL), kogytoTb Tpu pisHi remiuentonosun. o nepiue, 3rigHO TpaHCKpUMLin-
HOro KoZy AN ryapoBOr0 HACiHHS, NPUMyCKalTb, LWO, BiAKNAAEHHs ranaktomaHaHy Biaby-
BaeTbCs BiaOyBaeTbCs 3a yyacTio LentonosonogibHoro gepmenTy (i3 poguHu CSL), a came
B-1,4-manan-cunTeTasn (Dhugga et al., 2004). Misniwe JlienmaH 3i cnisasTopamu (Liepman et
al., 2005) susiBunu rpyny rexie CSL y Arabidopsis Ta pucy, 3a 4ONOMOrOt0 SKuX 3p0bunm ckpu-
HIHr aKTUBHOCTI IMIOKAHCMHTETa3M remiuentonosd. Bonu igeHTudikysanu 6inku B Arabidopsis,
30Kpema: MaHaH- Ta rfokoMaHaHeuHTeTasy. Lie niateepauno gymky npo Te, Wo nuwe OauH
Ginok CSL 3paTHWi kaTanisyBaTi CUHTE3 MaHaHIB Ta rOKOMaHaHiB, i Wo came Wi Ginkn mo-
XYTb BUKOPUCTOBYBATW CyBCTpaT-aKLUENTOp HaBiTb HEPOCAMHHOTO NOXOMKEHHS. BcTaHoBne-
Ho, Wwo 6inkn CSL nokanisytotbca B anaparti Monbaxi (Dunkley et al., 2006).

Kpim Lboro, ineHT1ikoBaHO reHy Ta BignoBiaHi pepMeHTH, Lo 6epyTb y4acTb B NpUeaHaH-
Hi LLyKpiB 10 KCWMOrMIOKAHOBOI OCHOBM Yi A0 BigranyxeHb, Hanpuknag, apabiHosunTtpaHcdepa-
31 Ta ykosuntpaHcdepasm (Perrin et al., 1999; Faik et al., 2000; Vanzin et al., 2002). Takox
Oyno ineHTUhIKOBAHO KCUMOTMOKaH-ranakTo3unTpaHcdepasy, Wo npuegHyBana ranaktosy Ha
TPETIN 3anuLLOK KCuroaun ocHosM remienionosn (Madson et al., 2003). OaHa i3 kcunormniokan-
keunosuntpaHcdepas (XT1) Byna igeHTudikoBaHa Ha OCHOBI MOZIBHOCTI hepMEHTaTUBHUX
BMacTMBOCTEN Ta aMiHOKUCNOTHWX NOCMIAOBHOCTEN 4O a-1,6-ranakrosuntpaHcdepasu 3 pocnu-
Hu wambanwm (Trigonella foenum-graecum) (Edwards et al., 1999; Madson et al., 2003). ®yHkuis
KCUIOTAIOKaH-KCUnoaunTpaHcdepasm — Lie TpaHCnopT keunoaw Big YA®-kcunosu Ha akuenTop,
3-1-4-rnokaronirocaxapug, (Faik et al., 2002). TakuM YMHOM, CTanw BigOMi reHu Lestono3ocuH-
TeTasonogibHoro Ginka (CSL), Wwo cuHTe3ye OCHOBY Ta GOKOBI NAHLOrM reMilentonosHnx no-
nicaxapugis.
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1.3. NEKTUHW Ta ONIFTOCAXAPUHHU

[MeKTMHM — Lie BUCOKO reTeporeHHa rpyna nomniMepis, WO BKoYae romoranaktypoHauu (HG),
pamHoranaktypoHanu | Ta Il (RG-1, RG-l), a Takox kcunoranatypoHaHu (XGA), ki 38’a3aHi
MiX cODOK KOBANEHTHO i BigPI3HAKTLCSA PisHUMK goMeHamu. [ekTuHu cknagaTb 4o 35%
CYXOi Macy KniTMHHUX 0BONOHOK ABOAOMBHUX Ta HETPAB'SHUX OAHOZOMbHMX, | 40 5 % — B
o6onoHxkax aepes (O’Neil et al., 1990; Ridley et al., 2001). MNMekTuHu € Takox y 06010HKaxX rono-
HaCiHHUX, | X 3Ha4HO MeHLUe B 06onoHkax Tpas'aHux Buais (6ins 2 %) (Varner, Lin, 1989).

MMekTHN GepyTb y4acTb Y POCTi, PO3BUTKY Ta 3aXMCTY POCIMHU, SBNSAKOTLCA NPOAYKTaMm
i, @ TakoX BUKOPUCTOBYIOTCS Y MeauLMHi. B OCHOBHOMY, NEKTWHW NOKani3ylTbea B cepes-
WHHII NNaCTUHUi, KyTax KNiTWH, B 060MOHKaX MOMOAMX KMITUH Ta KNITUH, SKi 4iNATbCS, a TakoxX
Y M'SIKUX TKaHWHaX. [eKTUH € KOMMNOHEHTOM O0BOMOHOK HE TiflbKM MOKPUTOHACIHHWMX POCHWH, BiH
TaKOX MPUCYTHIA B 060ONOHKaxX KNiTMH MOXiB, nanopotein, xaposux Bogopocten (O'Neil et al.,
2004). Binbluuiz BMICT NEKTUHY CNOCTEPIraETbCS Y BTOPUHHIUX 0BO0MOHKAX POCINH, WO POCTYTh
yropy 1 B sikux 6arato nirHiHy (Matsunaga et al., 2004). Monimepwu3ayis NekTuHIB BiAOyBaeTLCS B
anapari [onbmpxi, MeTuneTepudikallis — y MegianbHii YacTWHI AWKTIOCOM, 3aMmilLeHHst BOKOBUX
NaHLorB — Y TPAHCNOPTYKUMX Be3nkynax Fonbmxi. MekTuHM CekpeTyTbCs B KIITUHHI 060M0H-
ku B MeTUneTepudikoBaHiit popmi. To6TO, NOTIM BOHM MOXYTb MOAMIKYBATUCS 3a LOMOMOTOH0
(hepMeHTiB, 30kpema, 67 TpaHcepas (nekTuHmeTunectepasu, PMES), Wo katanisytotb Aeme-
TuneTepudikaLito romoranaTypoHaHiB 3 BUBINIbHEHHSM KUCAWX NEKTWHIB Ta MeTaHony. TpaHc-
(hepasu NEKTUHIB BKMKOYAOTb FMIIOKO3WM-, METUM- Ta aLeTUNTPaHcdepasu.

DPyHKYii nekmuHy. [JoBeJeHO porb NEKTUHY B POCTI, PO3BUTKY, MOP(OreHesi, 3aXucTy
POCTNHK, 3MUTTi KNITUH, (DOPMyBaHHI NopucTocTi 0B0NOHOK, curHaniaayii, y Aii pakTopis pocTy,
o6BoaHeHHi HaciHHs, po3suTky nnogis (Ridley et al., 2001; Willats et al., 2001; Jarvis, 1984),
y chopmyBaHHi aepeHximu B kopeHsix (Gunawardena et al., 2001), a Takox y 3B’13yBaHHi iOHIB
KanbLjilo Ta iHLWWX iOHIB 3 BinbHUMK kapbokcunbHUMKM rpynamu (Grant et al., 1973). MektuH y
Xap4oBii NPOMUCNOBOCTI BUKOPUCTOBYETLCS AJ1 NPUTrOTYBAHHS XKere, Y MEANLMHI — Y nikax ans
3HWKEHHS XOMnecTepuHy Ta Ans iHribysaHHs pocTy nyxnuH (Jackson et al., 2007).

Cmpykmypa nekmuHy. [eKTWH — Lie poaMHa KOBaNEHTHO 3B’A3aHNX nosicaxapuais, LWo
3barayeHi ranakTypoHoBot kucnototo (Albersheim, et al., 1996), sika cknagae 0o 70% Bcboro
NEKTUHY. 3aNLLKM raniakToypoHOBOI KUCIOTK 3B’A3y0TbCs B NoNoxeHHi O-1 1a O-4.

[omozanakmypoHaH (HG) — € CKnagoBOW MNEKTUHy, LUe NiHiHiHWA - noniMep
C-1,4-38'93aH0i ranakTypoHOBOI KWCIOTK, BMICT sikoro gocsrae 65% nektury (puc. 1.3.1, a).
HG - € yacTkoBO MeTunecTepudikoBaHUM nonicaxapuiom, BiH YTBOPIOE CKnagHWi edip npu
C-6 kapbokeuni, a Takox moxe bytn O-auetunboBanum npu O-2 un O-3. Kpim Toro, BiH Moxe
MICTUTM 11 iHWI NOTEHLiNHO 3B'A3aHi edipn HeBU3HAYeHOi cTpykTypu (Jackson et al., 2007;
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MacKinnon et al., 2002). Monekyna HG, sik npaBuno, Mictute 4o 100 3anuLuKiB ranakTypoHOBOI
kucnoTu (Yapo et al., 2007), npoTe 3yCTpivaloTbCs MONEKYnM 1 MeHLWOoi AoBxuHK (Nakamura
etal., 2002, a, b). IHwoto cknagosoto HG nekTuHy € pamHoranaktypoHraH Il (RG-I1) (puc. 1.3.1,
b), romoranaktypoHaH (XGA) Ta anioranaktypoHaH (AP). Cepea Lnx cknagoBux HanbinbLnii
BMiCT B nekTuHi cknagae RG-I (puc. 1.3.1, ¢).

(a) Homogalacturonan (HG)

[4)-aGalA-( 1,4)-aGalA-( 1,4)-aGalA-( 1,4)-aGalA-( 1,4)-aGalA-( 1,4)-aGalA-(1,4)-aGalA-(L,] |

(b) RG-II Side chain B

a-L- Rha B-L- Araf
1 1

1! 1
3 2
AcO— a-L-AcefA2—1BGald—1la-L-Arap2«<la-L-Rha
1 2
l 1
3 1
B-L- Araf pB-L-Rha 2-O-Mea-L-Fuc
1 1 1
Side chain D ! ! OAc
5 3
$-Dha B-Apif
2 1
l l
3 2
-4)-aGalA-(1,4)-aGalA-(1,4)-aGalA-(1,4)-aGalA-(1,4)-aGalA-(1,4)-aGalA-(1,4) aGalA-(1-
2 3
1 7
1 2
B-Apif 2-O-Mea-Xyl aKdo
3 1 5
1 ! T Side chain C
1 3 1
aGalA1—2p-L-Rha4 « la-L-Fuc4—1B-GlcA2 — 1L-Gal a-L-Rha
3
!
1
BGalA
Side chain A

(c) RG-l backbone

[4)-aGalA-(1,2)-a-L-Rha-(1,4)-aGalA-(1,2)-a-L-Rha-(1,]n

Puc. 1.3.1. CTpykTypa NeKTUHOBMX nonicaxapuis: a — roMoranakTypoHaH i3 Hezami-
LLIEHO OCHOBOIO; b Ta ¢ — pamHoranakTypoHaH |l Ta |, CTpykTypa skux Maixe nocTinHa
B Pi3HMX BMAiB. 3anuLku Beix Lypis € i3omepamu (Mohnen, 2008)
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Pam+ozanakmyporaH Il (RG-II). TomoranakTypoHaH y NeKTUHi MOXe 4acTKOBO 3aMi-
HtoBaTMCS Ha pamHoranaktypoHaH Il (RG-I1), BmicT skoro moxe ctaHosuti 5o 10 % Big ycboro
nektury (O'Neil et al., 2004) (puc. 1.3.1, b). Voro cTpykTypa AOCHTb KOHCEPBATMBHA il MICTUTL
Y OCHOBI romoranakTypoHaHy [0 BocbMu (iHogi 1 binblue) 3anuwkis 1,4-38'a3aHux a-D-GalA
(ranakTypOHOBOI KMCIOTH), O MOXe posranyxysatucs i Matv Big 12 go 20 pisHux LykpiB.
RG-ll, 3a 3Buyail, MicTUTbCS B 0OOMOHKaX SK AMMEP, | MOXe BKMKYATK iHWI CKNagoBi, Ha-
npuknag, 60pHUi an-eqip, SKMA PO3TALLIOBYETHCA MiX €NiO3UNOBUMI 3aMnMLLKaMM B MOHOMEDI
(O'Neil et al., 2004; Matsunaga et al., 2004).

FomMoranakTypoOHaHW B MEKTWHI TaKOX MOXYTb 3aMiHIOBATUCS iHLUMMKU CKagoBUMK, a
came: ranaktypoHaHamu, keunoranakrypoHaHamu (XGA) ta anioranaktypoHasamu (AP), siki
pigwe 3ycTtpivarTbes € binblw obmexeHuMM B 3amiHax. XGA 3aMiHIOTLCA NpU NaToreHesi
TKaHWH, TOAi 5K 3amiHa Ha AP BigOyBaeTbCs B penpOayKTUBHUX TKAHMHAX, Y MUCTKaX i cTebnax
apabigoncuca (Zandieven et al., 2007) Ta B nuCTKax OAHOLOMNbHNUX BOAHWX POCIVH, TaKuX, SK
Lemna (Mohnen, 2008).

Pam+ozanakmypoHaH | (RG-1). BMmicT pamHoranakTypoHaHa | B MeKTWHI KOMWBaeTbCA
Big 20 go 35 %. BiH cknapae ocHoBy NoBTOpeHb NaHutora aucaxapuay [-a-D -GalA-1,2-0-L-
Rha-1,-4-] (puc. 1.3.1, ¢), O AOTO OCHOBM MOXYTb MPUEAHYBATUCS YNACTIEHHI LyKpK, oniroca-
xapuau Ta posranyxeni onirocaxapuau (Giullemin et al., 2005; Willats et al., 2001). Y monekyni
OCHOBY Lb0Oro nonicaxapuga moxe 6ytu Big 20 4o 80 % NiHIAHMX YK po3ranyxeHuX 3anuLLKis
a-D —Araf ta 3-D Galp, Kpim Toro, o po3ranyxeHb MOXYTb NpUeLHYBATUACS 3aMnMLLKK apabiHo-
31, 4n apabiHaHy 3 BUCOKUM CTyneHeM nonimepusadii (Mohnen, 2002), Tam MOXyTb KpinuTucs
7 3anuwku rnrokosu Ta dykosm (O'Neil et al., 2003).

Modeni 3e’s3ky. binblicTb OOCNIOHWKIB BBaXalTb, WO MEKTWHOBI monicaxapuau
3B’A3YI0THCS KOBANEHTHO NOMepeyHUMI 3B’3kaMut, 40 LibOro BUCHOBKY aBTOPM MPUMALLAW nic-
NS 3acTOCyBaHHs rpy6oi 06pobkn un 0Bpobku hepmeHTamm, NiCAs SKUX i30MHI0TLCS OKPEMI
cknagosi: HG, RG-l Ta RG- Il (Nakamura et al., 2002; Ishii, Matsunaga, 2001). IcHye kinb-
ka Modenein iXHboro 38’a3ky. 3rigHo Mogeni, npeactasneHol Ha puc. 1.3.2 (Mohnen, 2008),
cknaposi HG, RG-I Ta RG-II 38’A3ytoTbCs Mix C0B0K B OCHOBI, NPUYOMY 3B’3KM MiX HUMM €
KOBaNeHTHUMM, TaM MOXYTb ByTW 1 iHLWI Monicaxapuau, BKITOYAKOYM KCUIOTTTIOKaHN Ta Keuna-
HW. 3a iHLIOK MOAENbto, 3aMuULLKK KCUMO3W NPUKPINAKITLCA L0 reMiLentonosan KCUmornokary
(Nakamura et al., 2002, a; 2002, b).

BiocuHTe3 neKkTUHY. IMyHOLNUTOXIMIYHUMI METOAAMM BCTAHOBIEHO, WO NEKTUHU CUH-
Te3ylTbCs B anapaTti [onbmXi 1 TpaHCMOPTYTLCS Y Be3uKynax Monbm4xi 4o uutonnasmatiny-
HOi MembpaHun. CuHTe3 NekTuHy BiAOYBaETHCA OAHOYACHO B YUCTNEHHWX AMKTIOcOMax [onb-
pxi. Y ubomy 6epyTb y4acTb (DepMEHTU; NEKTUHWU BUAINAITLCSA HA LUC- Ta TPaHC-Noocax
umctepH Monbaxi (Nebenfuhr, Staehelin, 2001), Beankynu onbmxi TPAHCNOPTYHOTLCA B3AOBX
aKTUHOBMX (hinameHTiB, Lo MawTb Mio3uHoBKIA aBuryH (Nebenfuhr et al. 1999). B anapari
Fonbaxi nokanisoBaHa rnwokosuntpaHcdepasa (GT), Wo NepeHOCUTh 3anMMULLKKM TTHOKO3M Bif
HYKNEeOoTMA-LYKPIB Ha akLenTopu onirocaxapuay Yu nonicaxapuay. MpoTe He ACHO, SKUM Yu-
HOM CUHTE3 NEeKTUHY NOYUHAETLCA, ki BinkoBi Yv NinigHi LOHOpU 6epyTb y4acTb Y LibOMY Npo-
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ueci (Cumming et al., 2005; Abdel-Massih et al., 2003). IMig Yac CUHTE3y NEKTUHY 3amnuLLKK
NEKTUHOBUX TMOKO3NAIB MOANMIKYIOTLCS 3a AONOMOroK MeTunTpaHcdepas, a came: Biabysa-
eTbCa eTepudikayis yn O-METUMIOBaHHS, 3@ AOMOMOTOK) iHLLOMO (PEpPMEHTY, aueTunTpaHcde-
pasu, NPOXOAMTL aLETUNIOBAHHS NEKTUHIB, | 3@ y4acTio hepynonTpaHcdepasn — PepynioBaHHs
nekTuHy. CybcTpaTtamu Ans Takmx Mogudikauin € S-ageHosunmeTvoHiH (SAM), auetun CoA Ta
tepynon CoA, BianosigHo.

RG-I XGA HG RG-II
Q = - Aceric acid A =L -Fucose @ =Kdo
() =0o-Apiose O =0 -Galactose @ = -Rhamnose
0 L-Ambiose @ =1 -Guiacee L} = o -Xylose
O = Borate @ = Galacturonic acid o s
@ -o-Dha Q = Glucuronic acid @ = Methyl groups TEERORI N e

Pucyrok 1.3.2. CxemaTuyHa MOZeNb 3B'S3Ky YOTMPLOX METWHOBMX MOMiCaxapuais:
romoranakTtypoHaHy (HG), keunoranaktypoHaHry (XGA), pamHoranaktypoHaHy | (RG-) ta
pamHoranaktypoHaHy Il (RG-Il), sk 38’a3aHi oauH i3 ogHuM. MpeacTaBneHa CTpykTypa
MNEKTUHY He € KinbkicHoto (Mohnen, 2008).

Ha cborogHi igeHTUdikoBaHO reHu, Lo 3anyyeHi 4o CUHTe3y (epmeHTiB, ki BepyTb
yyacTb y meTaboniami nektuHy (Reiter, Vanzin, 2001; Seifert, 2004; Gu, Bar-Peled, 2004;
Pattathil et al., 2005). BusineHo 67 rmtokosuntpaHctepas, MeTUnTpaHcdepas Ta auetun-
TpaHcdepas (Mohnen, 2008), wo 6epyTb yyacTb y CUHTE3i NekTUHIB. Po3rnsHemo peski 3
HWX. BcTaHoBneHo, Wo MmembpaHHO3B'si3aHa a-1,4-ranaktosunTpaHcdepasa TpaHCMoOpTye
ranaktypoHoy kucroty (GalA) sig UDP-a-D-GalA fo HepeaykoBaHoro KiHua nonicaxapuaa
romoranakTypoHaHy abo x [o onirocaxapugHoro peuentopa. Kpim Lboro, BCTaHOBIEHO, LLO
a-D-1,3-keunosuntpaHcdepasn  (xylosyltransferases RGXT1  (At4g01770) 1a RGXT2
(At4901750) TpaHcnopTytoTb keunosdy Bif YA®-a-D-keunosn po dykosn (Egelund et al.,
2006).

HepnaeHo igeHTUdbikoBaHO reHun apabigoncuca (At4g01770 ta At4g01750), aki Bignosi-
[alTb 3a CUHTE3 hepMeHTIB, Wo BepyTb y4acTb Y CUHTE3I paMHOranakTypoHaHiB Ta roMo-
ranaktypoHaHis, a came, RG-II: a-1,3-kcunosuntpancdepasu (RG-II: a-1,3XyIT): RGXTT1 Ta
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RGXT2; GAUTT At3g61130, HG:GalAT (Egelund et al., 2006), a Takox rexu, Lo KoAytTb
rnioko3unTpaHcdepasy (auetun- ta meTuntpaHcdepasu), 3okpema: XGD1 At5g33290 Ta
XGA:XyIT. Kpim uboro, we 6yno igHTUGikOBaHO reH (DepMeHTY KCUMoranakTypoHaH: KCuio-
suntpaHcdepasn (XGA:XyIT): XGD1) (Mohnen, 2008).

Takox igeHTudikosaHo meTuntpaHcdepasn (HG-methyltransferase (HG-MT), ski kaTa-
nisyoTb peakLito nepetsopeHHs GalA B HG (Derbyshire et al., 2007). Takum YnHoM, ineHTUdDI-
KOBaHO YOTUPK rMOKO3MNTpaHcdepasu, ski 3ynydeni fo cuutedy HG, XGA, ta RG-II.

He auBnauuch Ha e, Ha CbOroAHi NULLATHLCS BIAKPUTUMM NUTAHHS: SKUM YUHOM i e Bia-
OyBaeTbCa nonepeyHe 3B’s13yBaHHS NMEKTUHOBKX MOJicaxapuais, B YOMY Monsrae BigMIHHICTb
MNEKTUHIB PI3HWUX TKaHWH.

OnizocaxapuHu

OnirocaxapuHu — HOBWW KNnac perynsatopHUX MOMEKYN KMiTWH, SKi MaloTb NOTEHLinHy Biono-
riHy aKTUBHICTb. X 3HaX0mAT Y KNITMHHUX 0BOMOHKAX BMLLMX POCIMH MPU 3aXMCHIi peaKLi
POCINHK Ha BIOTWYHI Ta abioTUYHI YMHHUKK. OnirocaxapuHn ofepxaHi 3 parMeHTiB NeKTH-
HiB (pamHoranakTypatis | Ta Il) i/abo kcunorntokaHis 060noHoK. BoHW NpeacTaBneHi npocTm
NaHLIOKKOM MOMEKYN ranakTypoHoBOi kucnotu. OniroranakTyporig igykye cuntes iPHK Ha
maTpuui OHK reniB, ski kogyloTb BignoBigHi hepMeHTH cuHTesy aHTubioTuka, TOBTO Len oni-
rocaxapuH perymoe exkcnpeciio BignosigHux rewie (Alberscheim, Darvill, 1985; Darvill et al.,
1985).

Moka3saHo, Lo onirocaxapuHu, ogepxaHi 3 060M0HOK KNiTUH ABOPa (Y KYNbTYp), iHriby0Th
UBIiTiHHSI Lemna gibba, a onirocaxapvHu, i30NbOBaHi i3 KCUIOTTOKaHa, iHriby0Th iHAYKOBaHNIA
2,4-[1 pict enikotuns ropoxy (York et al., 1984). OnirocaxapuHu MOXyTb TakoX MOAEMNBaTH
BNMB ayKcuHy abo X MpUrHiYyBaTh NasyLUHWI PIiCT POCAWH, MOAUMDIKYBATN OpraHoreHes y
KynbTypi TKAHWHW, BUKNMKATK 3arnbenb KNiTuH abo X iHribyBaTu UBITIHHS, CTUMYNOBATK Bere-
TeTUBHE BPYHbKYBaHHS ekcnnaHTatie pocnuH (Alberscheim, Darvill, 1985).

[ing opepxaHHs onirocaxapwHiB BUKOPUCTOBYIOTb (PePMEHTaTUBHO-KUCMOTHUI abo
(hepMeHTaTUBHO-TTYXXHWI Tigponi3 neBHoi dpakuii o6onoxkn. C. ®pai (Fry, 1986) Buainus Ha-
Hocaxapug (XG9) npu 06pobLii keunorntokaHy 0B0NOHKM CyCNEH3INHMX KNITUH LWNKHATY Liento-
na3o10, BU3HaumMB CTPYKTypy XG9 i nokasas, LIO BiH Mae aHTMAYKCMHOBY aKTUBHICTb. TakoX
BCTAHOBIIEHO, LU0 KyNbTypanbHuin inbTpat MicTue XG9, T06TO HaHOCaxapua Mir BUXOLUTH i3
0bonoHoK i HakonuyyBaTuck B cepeposuLi pocty (York et al., 1984).

BuaineHo onirocaxapuHm, akTUBHI POPMW SKUX CTUMYTIIOIOTb CUHTE3 EKCTEHCUHY, NITHIHY
Ta 6inkiB, siki 38's3aHi 3 natoreHe3oM (PR-6ifki) y POCMMHHIN KMiTUHI, A aKTUBYKOTb YTBOPEHHS
iHriGiTopis npoTeinkiHaan (Darvill et al., 1985; Ryan, 1988). 3 kniTuHHOI 060NOHKW KyNbTypK SBO-
pa 1 KyKypyAsn BULINEHO OnirocaxapuHi, ki BUKIUKaKOTb 3arnbenb KniTuH seopa i KyKypyaau
(Alberscheim, Darvill, 1985) i iHribytoTb aykcuH-iHaykoBaHWiA picT knituH (York et al., 1984 ).

®parmeHTH onirocaxapuHy Takox BUAINEHO i3 CYCNEH3IOHHNX KNITUH NnaTtaHy npu 06pob-
Ui engo-p-(1-4)-rniokaHasoro. MeTogom renb-enekTpodopesy oaepxaHo Agi chpakLii: nepiua,
3barayeHa HaHoonirocaxapuHamu, i gpyra, 3barayeHa rentacaxapuHOM 3 BiZOMOK CTPYKTY-



O.M. HEQYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

poto (Bayer, et al., 1973). ®pakujis HaHocaxapuaa BigpisHAnack Bif hpakuiii rentanonicaxapuaa
HasBHicTIO L-oykoaun 1- 2-D-ranaktoswn gucaxapuaa, Skui npueaHaHuin go 0-2-Kkeunosmn ren-
Tacaxapuga. HaHocaxapuaHa pakyis B koHueHTpauii 107 M iHribye Ha 70 — 90 % picT enikoTu-
niB ropoxy, sKui iHaykyeTbest 2,4-[. ®pakLis rentocaxapyaHoro KCUOrmoKkaHa nuLle YacTKoBO
iHriBye pICT TKaHWH Y Till e KOHLEeHTpaLii, Sk i HaHocaxapua. Ak npunyckaroTb JocnigHukm (York
et al., 1984), iHribytoua BnacTuBICTb paKLiin HaHOCaxapuay LWBKALWE Byna TOKCUYHOM, HiX iHri-
Oyr040t0 ANs TKAHWH FOPOXY.

1.4. BINTIKU OBOJIOHKH

Y KniTHHUX 060NOHKaxX POCNNH € N'ATb OCHOBHYWX Knacis Binkis (tabn. 1.4.1) (Clarke et al.,
1979; Allen, 1983; Fincher et al., 1983; Showalter, Rumeau, 1990; Showalter, 1993):

1- eKCTEeHCHHM,

2- Binku, 36aradyeHi rmiuuHom (GRPs, glicin rich proteins),

3- 6inku, 36araveni nponiHom (PRPs, prolin-rich proteins),

4- nacnboHOBI (solanaceous) NEKTUHK,

5- apabinoranakraHosi 6inku (AGPs, arabinogalactan proteins).

LLi 6inku moxyTb ByTW 38’A3aHi OLHWUH 3 O4HWM, OCKINbKI YCi BOHU, 3@ BUKITHOYEHHAM Binkis,
36araveHnx rmiuMHOM, MIiCTATb rigpokemnponid, a GRPs mae aMiHOKMCNOTHY NOCMIAOBHICTb,
BnmsbKy 4o Takoi y ekcTeHcmHa. Kpim uux Ginkie, B 0bonoHkax € 6arato ¢hepmeHTiB Ta iH. 6in-
KiB: TiOHiHW, 36arayeHi uucteiHom; 28- Ta 70 Kga—O6inku, ski peryniolTbes BOLOK; PEPMEHTH:
nepokcuaasu, pocdarasi, iHBepTasu, a-MaHo3uaasm, B-manoanaasu, B-1,3-rmokaHasu, f-1,4-
rrokaHasu, noniranakTypoHasu, NekTMHMEeTUNeCTepasun, ManaTtaerigporeHasu, apabiHosnga-
3u, B-ranakto3uaasu, B-rnokoOypoHiaasm, B-kcunosngasu, npoteasu, okcuaasn ackopbiHoBOi
kucnotu (Varner, Lin 1989). KoxHuit knac Binkie 4OCnigKyBaBCs Ha Kinbkox Bugax.

1.4.1. EKCMEHCUHU. ExcTeHCHHM — Lie poauHa rnikoBinkie, 3barayeHunx rigpokeunpo-
niHoM. Y OBOAONbHUX EKCTEHCMHM 30aradveHi He TiNbKW TigpOKCMNPONIHOM, ane N CepuHOM,
Tam Takox 3ycTpiyatoTbCa KOMBIHALT TakuX aMiHOKCNOT, Sk BariHy, TMPO3WHY, Ni3nHY Ta ric-
Tmanny (Stuart, Varner, 1980; Kawasaki 1991). HepaBHo 6yB 0xapaKTepn3oBaHuin EKCTEHCUH
uykposoro bypsika (Li et al., 1990), doparmeHTn nocnigoBHocTen skoro 6ynn nogibHi Ta no-
CNifOBHOCTEN EKCTEHCWHY B TOMATIB, MOPKBW, TIOTIOHY Ta NeTYHil. Lleit ekCTeHCUH He maB no-
BTOpHOCTeN neHTanentuay Ser-Hyp4, ane mictuB nosTopHocTi Ser-Hyp2-[X]-Hyp2-Thr-Hyp-
Val-Tyr-Lys, pe [X] - ue Val-His-Glul-Lys-Tyr-Pro BctaBku nocnigosHocten. B ogHOgoNbHMX,
a came y TpaB'aHUCTUX OOHOLOSbHMUX (30KPeMa, Y KyKypyan), € 6inoK eKCTEHCUH, SKWI Bigpi3-
HAETLCA Bif TUNOBOTO EKCTEHCUHY HASIBHICTIO TPEOHIH-TiApOKCUNponiH3barayeHoro rnikobinka
(THRGP) Ta HasBHicTio rnikonpoTeiHy, 36arayeHoro rictuanH-rigpokeunponiHom (HHRGP),
B Akomy Ayxe barato anaHiny (Kieliszewski, Lamport, 1988). THRGP € xapaktepHum ns
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obox Ginkis (Kieliszewski, Lamport, 1987; Kieliszewski et al., 1992). MonekynspHi 4ocnigKeHHst
nokasanu, wo THRGP Bigpi3HAeTbCA Big TUMOBOMO €KCTEHCUHY ABOLOMBHUX, B KoMy Barato
TPEOHiHY Ta NPOMiHY, SK AOAATKIB 4O riAPOKCUNONIHY, Ni3WHY Ta CEpUHY, TaM e BUSIBUNW [Ba
(hparMeHTH 3 HaCTYNMHUMM NOCTILOBHOCTAMW aMiHOKCHOT:
Thr-Pro-Lys-Pro-Thr-Hyp-Hyp-Thr-Tyr-Thr-Hyp-Ser-Hyp-Lys-Pro-Hyp Ta Ala-Thr-ISer-Lys-
Pro-Pro, ane Tinbkn 3 ogHum 3anuwkom Ser-Hyp (Stiefel et al., 1988). THRGP Takox Bu-
SIBMNEHO y COpro, pucy; NOCiLOBHICTb Lboro 6inky cxoxa Ha Taky y Kykypyasu (Raz et al.,
1991; Caelles et al., 1992). lonoHaciHHi Takox MicTaTb Len binok (Kieliszewski et al., 1992).
BusasneHo, wo 6inok THRGP B aepeBuHi nagaHHoi cochu mae 24 % nponiHy Ta 11 % rigpo-
kcunponiny (Bao et al., 1992). binok HRGPs MicTUTbCS Takox y KniTMHHUX 0B0oMnoHKax Bere-
TaTUBHUX KNITUH Ta rameT 3eneHoi Bogopocti Chlamydomonas (Adair, Snell, 1990).

Pezynsayis 6inka ekcmeHcuHy. Pi3Hi yMOBM Ta pisHOMaHiTHi 06pobKu KniTUH NpuBO-
AATb 0 ekcnpecii reHiB ekcTeHcnHy (Showalter, Rumeau, 1990; Showalter et al., 1991) (tabn.
1.4.1.1). PoboTu no ekcnpeciii eKCTEHCUMHY B OCHOBHOMY NpPOBEAeHi Ha TpaB'SHUCTUX ABO-
BONbHMX, Aesknx ogHogonbHUX (Kykypyasi) (Stiefel et al., 1988; Fritz et al., 1991; Rmuiz-Avlla
etal., 1991), a Takox Ha kniTnHax Bogopocteit Chlamydomonas sp. Ta Volvox sp. (Woessner,
Goodenough, 1989; Adair, Snell, 1990; Ertl et al., 1992).

TABINLA 1.4.1.1. Perynsuia ekcnpecii n’aTh 0CHOBHMX KnaciB 6iNnkiB KNiTMHHUX 060M0HOK
pocnuH (Showalter, Rumeau, 1990)

Binok/pocnuHa YmoBw excnpeciii binka

EkcTeHCUH (ABOAONbHI) [Mpu nopaHeHHi, rpubHa iHgeKwis, BipyCHa iHAeKLis, is
rPUBHMX enicuTOPIB, Ais ETUNEHY Ta YEPBOHOTO CBITNa

EkcTeHCUH (0aHOA0MbHI) [Mpu nopaHeHHi, nig Yac po3BUTKY

EkcteHcuH (Chlamydomonas) | TMig yac po3suTky

EkcreHcuH (Volvox) Mig Yac po3BuTKy

Binku, 36arayeHi riLMHOM Mig Yac po3BuTKY, Npu BIpyCHOMY iHGiKyBaHHi, gii

(BOZOMBHI) caniyunoBsoi Ta abcLM30BOI KMCMOT, NpKM Nocyci Ta
MOPaHeHHi

Binku, 36arayeHi riLMHOM Mig Yac po3BWTKY, NpW BOGHOMY CTpeci, Aii abcun3osoi

(0gHOZOMbHI) KUCNOTY Ta XNopuay pTyTi, NPy NOpPaHEeHHi
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MpodoexeHHs mabn. 1.4.1.1.

Binok/pocnuHa YmoBw excnpeciii binka

Binku, 36arayeHi rniyMHOM [Mpu nopaHeHHi, Aii eHAOreHHMX enicUTopIB, rPUBHIUX
enicuTopis, eTUNEHy, Npu KyNbTUBYBaHHI KNITUH Y
KynbTypi, NPy OCBITNEHHI Ta Aii YepBOHOTO CBITNA,

a TakoX nig Yac po3BUTKY POCINHM

Binku, 36arayeHi rniyMHOM MMig Yac po3BuTKy pOCIMH Ta Npu BynbbaLlkoBoMy
BakTepiosi

[MacnbOHOBI NEKTUHM [Mpyn nopaHeHHi Ta npw BipyCHOMY iH(DIKyBaHHi

ApabiHoranakraHosi Binku [ig Yyac po3BUTKY POCAMHK Ta NPY NOPaHHHI, TENNOBOMY

Loy, A rpasiTaLlii, BMNMBI FNYTaTIOHY, MPW KyNbTUBYBaHHI
KNiTUH in vitro

MonekynsipHuMM METOAAM BUSIBIIEHO, LLO FEHW EKCTEHCUHY 3B’A13aHi i3 TKaHuHamu ¢o-
eMu Ta KniTHamu kambito, ane MoxyTb 6yTU I B iHLUMX TKaHWHaX. Lie Oyno nokasaHo Ha TpaH-
CreHHWX pPOCMMHaX Npu BUKOpPUCTaHHI ekcnpecii GUS.

Akum ynHOM BigbyBaEeTbCA 3B'I3yBaHHS Biflka €KCTEHCWHY 3 iHLUMMK CTPYKTypamm obo-
MOHKN? EKCTEHCUHU MOXYTb MOMEepeyHo 3B'A3yBaTUCS MXMOMNEKYNSPHUMU AudeHinedipHu-
MK 3B'si3kamu 3 TMpo3snHoM (Epstein, Lamport, 1984). EKCTEHCMH MOXe TakoX KOBaneHTHO
3B’A3yBaTNCA 3 Byrnesogamn 060MoHKW. Kpim TOro, eKCTEHCUH MOXE 3asikoproBaTUCS IOHHUMM
3B’A3KaMM 3 MeKTUHAMU: B eKCTEHCUHI € 3aNULLKN Mi3UHY Ta TiCTUAMHY, SKi MOXYTb OYTH KaH-
onoaTamu 4ns iOHHUX 3B'S13KIB, CaMe Taki 3B'A3Ku perysioTh 3MiHu pH Ta BMicT ioHiB Ca** B
060n0HLUji. PYHKLii EKCTEHCMIHIB HE MOBHICTHO 3'ICOBAHO. BOHM MOXyTb GpaTit y4acTb y 3axucTi
POCMUHM Bif Aii NaToreHis, NPy NOPaHEHHI; EKCTEHWH iIHTEHCMBHO BigKNagaeTbcs B 000MNOHKaX,
He nponyckarun natorexn B kniTuHy (Leach et al., 1982).

1.4.2. binku, 36a2a4eHi neliyuHom

Cmpykmypa. GRPs - Lie HOBWiA Knac pOCINHHMX GiNkiB, ANs SKUX XapaKTEPHUM € NepioanyHa
MOBTOPHICTb NEPBUHHUX CTPYKTYP, ki MicTATb A0 70% rniuuHy, i noByaoBaHi 3 KOPOTKUX aMiHO-
KncnoTHUX 3anuwkis. Meplumin reH GRP 6yB i3onboBaHWin gocnigHukamu, ski BuByanm giro JHK
Bipycy EnwtenHa-bappa 3 netyHii (Condit, Meagher, 1986). Lien 6inok mictne 67 % rniuuHy,
CknagaBcs 3 NOBTOPHMX pparmeHTiB Gly-X (ge X — Le yactoTa rmiuuHy), abo Tam mornm 6y Ala
un Ser. [locnimkeHHs NOKpuUBY HaciHHs rapBysa nokasano, wwo 6inok GRP mictutb 47 % rniuuHy
(Varner, Cassab, 1986), Ha ocHoBi Yoro aBTopu npunyctunm, Wwo GRPs — e 6inkn KniTuHHNX
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060510HOK, SiKi noAibHi 4o Takoro X binka neTyHii. binok 3 06onoHok rapbysa mictue 58 % rniuu-
Hy, y 6inka 6ynu nosTopn Gly-X ogunuub (Keller et al. , 1988).

IHwa rpyna B4eHnx oxapaktepuayeana JHK Ta renu 6inka GRP i3 Tomaris (Showalter et al.,
1991), Arabidopsis (de Oliveira et al., 1990), neTyHii (Linthorst et al., 1990), TioTioHy (van Kan et
al., 1988) ta mopkeu (Sturm, 1992). OcobnueicTto Ginka y BCiX AocnimkyBaHux BuaiB byna Ha-
SIBHICTb aMiHO-TEPMIHANbHOTO CUrHamNbHOrO NenTUay.

[eHu, Lo KoayHTh Len Binok BUAINEH: He TinbkW i3 ABOAOMLHMUX, ane 1 i3 OBHOAONbHUX
pocnnH: Kykypyaau (Gomez et al., 1988), pucy (Mundy, Chua, 1988), Ta sumeHto (Rohde et al.,
1990). Y kykypyaan ueit 6inok Mictutb 37 % rniunHy Ta MOBTOPU aMiHOKUCIIOTHWUX NOCHiA0B-
HocTen Gly-Gly-Tyr-Gly-Gly ta Arg-Arg-Glu. Y GRP pucy mictutbes 25 % rniuuHy, ane BiaCyTHi
MOBTOPHOCTI NOAI6HI 10 Ginka SUMEHHO.

LlikaBum € Toit hakT, wo 6inok GRP, skuii BUSIBNIEHO Y pUCi, KOAYE CUrHANbHUIA NenTug Ta
€ 3pinum 6Ginkom, wo mae 67 % rniyuHy (Lei, Wu, 1991). MogibHi curHanbHi nentuayn BUSBNEHO
TaKoX y sumeHs Ta copro (Mortenson, Dreyfuss, 1989).

Peeaynayis ekcnpecii GRPs. GRPs — 6inku, siki nogibHO [0 €KCTEHCUHY, ekcrpecy-
H0TbCS 3@ TaKWX K€ YMOB Y KNiTUHHUX 060MNOHKax ABOAOMBHIX, 30KpEMa, Npy CTpecax Ta nig vac
po3suTKy pocnuHu (Keller et al., 1988; van Kan et al., 1988; Condit et al., 1990; de Oliveira et al.,
1990; Linthorst et al., 1990) (auB. Tabn. 1.4.1.1).

AHonoriyHo BigbyBaeTbcs ekcnpecis Lboro Ginka B ogHogonbHUX (Gomez et al., 1988;
Mundy, Chua, 1988; Lei, Wu, 1991). Y geogonbHux GRPs 6inku nokanisyioTbcs B npoBig-
HUX TKaHWHaX, 30KPEMa, Yy KCUIEMHUX eneMeHTax, ki 3B’A3aHi 3 NirHicikallieto; BOHM TaKoX
MOXYTb NOKanisyBaTucs i B enigepmarnbHUX KNiTUHAX 3apOAKOBWX NUCTKIB Ta B enigepMici
WwuTKa 3apoaka (Gémez et at., 1988).

BHympiwHboMmonekynsapHi 3e’a3ku ma ¢pyHkyii GRPs. IcHye aBa knacu GRPs.
Mepwwit knac yux GinkiB npucyTHiN B 060M0HKax, a Apyruil — y LUTONNa3sMi, 4e PerynoeTbes
npn cTpecax, Bknyatoum fito nocyxm 1a ABK. GRPS KniTuHHMX 0GOMNOHOK € CTPYKTYPHUMY
Binkamu, sKi CHTE3YHTbCS NPY NOPAHEHHI KIITUH Ta B KMNiTWHAX NpoBigHMX cucTeMm. Lli Binku
B 060MOHKaX yTBOPIOKTb YACNEHHI aHTUNapanenbHi Nyyku, 3abeaneyytoun enacTUyHICTb Ta
pO3TAryBaHHA 0060MOHOK NpwW MirHicikayii, Wo, o4eBMAHO, BiAOYBAETLCA 3aBAAKN HASIBHOCTI
3anULLKIB TUPO3MHY, SKi NOB’A3aHi 3 peakLieto oKcuaaTMBHOI noniMepusavii Nnpu cuHTEsi nir-
HiHy (Keller et al., 1989). Toai x apyruit knac GRPs, knac uutonnasmatuyHux 6inkis GRPs,
BIAHOBIIOE KNITWHW Nicns Aif nocyxu 4v nopaHeHHs. BigHosmiotodi Binku (ekcteHcunH-GRP)
3B'A3YI0THCS 3 iHWMMY Binkamy 0BOMOHKM NONEpPeYHUMM 3B’sI3KaMi, @ TaKOX 3B'A3YHOTLCS i 3
nirHiHOM. BigMiyeHo, Lo TUPO3WHOBI 3anuLku ekcTeHeMH-GRP  MoXyTb 3B’A3yBaTucs Kosa-
NEHTHO 3 KOHitheponoBMM CnupToM 3a yyacTio nepokeugasm (Whitmore, 1978). MokasaHo, wo
rMiLMHOBI 3aMnMLLKV NOKani3oBaHi B knacTepax binka.



O.M. HEQYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

1.4.3. binku, 36a2a4yeHi nponiHom

Cmpykmypa. PRPs — Le knac 6inkiB, siki Takox MOXyTb MiCTUTU rigpokcunponiH. Lli 6inku gi-
nATb Ha ABa nigknacu: 1- e 3BUYaiHUin KOMNOHEHT KNiTuHHOT obonoxku (Chen, Varner, 1985;
Sheng et al., 1991), i 2ui knac — ue Binku, sKi NOYNHAKTL CUHTE3yBaTUCS B 060NOHKaX NuLle
3a YMOB iHiKyBaHHS pOCMHM a30T-(ikcytounmm — bynbbaiukosumn 6aktepiamu (Dickstein et
al., 1988; Scheres et al., 1990). Obuasa nigknacu Lux BinkiB xapakTepU3yTbCs HAsSBHICTHO
noeTopiB Pro-Pro. Hanpuknag, 3BuyaitHmin 6inok knituHHux o6onoHok (PRPs), Ta PRPs 6i-
NOK, WO iHAyKyeTbea BynbbalukoBummu BakTepsiMu, XapakTepusytoTbCs HasIBHICTIO MOBTOPIB
neHTanenTuaHux 3anuwkis Pro-Pro-X-Y-Lys, e X 1a Y MoxyTb 6yTi BaniHoM, TMPO3MHOM,
FICTUAMHOM, UM rYTamMiHOBO KMCMOTO. Y Takux BUNagKkax, y noBTopax € 4OMOMiKHI 3anuLu-
kv nponiHy. Taki Ginku xapakTepuayoTbCs EKBIMONSPHAM BMICTOM MPOMiHY Ta rigpoKcunponi-
Hy (Averyhart-Fullard et al., 1988; Datta et al., 1989). AHani3 aMiHOKUCIOTHOT NOCNIZOBHOCTI
nokasye, Lo MigpOKCUMPONiH Takoro Binka y coi MiCTUTb NEeHTanenTuaHi NOBTOPHOCTI (TO6TO
Pro-Hyp-X-Y-Lys) (Lindstrom, Vodkin, 1991), Togi sk y ronoHaciHHWX € gBa rekcanentugm i3
HacTynHUMK noBTOpHOCTAMU Pro-Hyp-Hyp-Val-Tyr-Lys Ta Pro-Pro-HypVal-Val-Lys, BignosigHo
(Kieliszewski et al., 1992).

HenasHo igeHTudikoBaHo reH Binka PRP. Y knitunax 3apogka kykypyasm 6inok PRP mae
Ha N-TepMiHanbHOMY KiHUi 4OMEH, 36arayeHnid NPOMiHOM 3 YKMCMEHHUMI NOBTOPHOCTAMM Pro-
Pro-Tyr-Val Ta Pro-Pro-Thr-Pro-Arg-Pro-Ser, a Ha rigpodobHomy C-KiHUi MiCTUTb JOMEH, Y
SKOr0 3HayHO MeHLUe nponiHy i Cys. Taki JOMeHM xapakTepHi Ans Lboro Binka y 0BHO40MbHMX
(Jose-Estanyol et al., 1992). Tak y kykypyasn PRP mae Ha N-kiHui JomeH, skuit 3a By[oBoto
nogibHu Jo Takoro y ABOAONBHIX, 30KpeMa, y ropoxy (Sheng et al., 1991) abo x y Tomary
(Salts et al., 1991).

Peaynayis ekcnpecii PRPs. binkn PRPs 3any4yeHo Ao pisHUX ¢a3 po3BuUTKY poc-
nuHU Ta opmyBaHHs Bynbballok Ha kKopeHesin cuctemi (aue. ornsagu: Showalter, Rumeau,
1990; Scheres et al., 1990; Jose-Estanyol et al.,1992). IMpu nopaHHi Ta Aii eHgoreHHnx abo x
rPUBHMX enicuTopiB, Aii eTUNEHY, NPU KYNbTUBYBAHHI TKAHWH in Vitro Yn Npu OCBITNEHHIi cno-
cTepiraeTbes ekcnpecis reHiB PRPs (Tierney et al., 1988; Marcus et al., 1991). Bigoma uina
poauHa reHis PRPs, Wwo cneuudivHa Ans neBHUX TKaHUH Ta KNiTUH.

Mixmonekynsphi 38’a3ku ma ¢yHkyii PRPs. TNogibHo no ekcteHcuHiB Ta GRPs
Ginkis, 6inkn, 3b6ara4eHi NPoONiHOM, € HEPO3UNHHUMMK B 060NOHLI. Lli 6inkun, 3aBAsKM BUCOKO-
My BMICTY TUPO3MHY Ta KMUCIOrO NEKTUHY, 3B'A3yloTbeCs i3 GRPS binkamu ioHHUMK 3B’a3kamu,
04eBWIHO, Lie BiAOYBAETLCS 3a y4acCTHO i30TMPO3NHY Ta KUCMNX MEKTUHIB, WO PO3MILLYHTLCS
nopyy. BoHu npucyTHi i npu nirkidpikawii KNiTMH; npunyckatoTb, Wo Ginku, 36arayeHi nponiHoM
BepyTb yyacTb B nirHigikauii knitue (Ye, Varner, 1991).

PRPs MoxyTb BigirpaBati 3HauHy pornb y dopmyBaHHi bynbbalikosux Biktepin, xoua
YHKUiS umx GINKiB NWWAETbCS HEBIAOMO. IHMBITOPHUM aHani3oM yCTaHOBNEHO, WO ¢ep-
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MEHT NenTUANII-NPONIHTAPOKCMNasa 3HWUXYE KNITUHHWA picT y KynbTypi (Schmidt et al., 1991)
abo X iHribye AineHHs kniTWH. basylounch Ha AaHHUX NPo ekcnpecito BinkiB, WO 3B'A3aHi i3
OynbbalwkoBuMyu BGakTepismMu, NOKasaHo yvacTb Uux OinkiB y ¢opMyBaHHI a30T-(iKkCyUmx
BakTepinn y Bynbballkax Ha kopeHesiit cuctemi 6obosux (van de Wiel et al., 1990).

1.4.4. NacnboHO8I NekmuHu

Cmpykmypa. Nektuhun — ue 6inku, Wo 38’s3y10Tb BYrneBoau; Ui 6inku noxoasts Big rniko-
Binkis. MMacnbOHOBI NEKTUHN — Lie LiNWiA Knac POCIMHHWX NEKTWHIB, SKi BiAPI3HAIOTLCA Bif iH-
KX NIEKTUHIB 0BOMEXEHUM PO3NOBCIOMKEHHAM (TiNbKM Y NACNbOHOBMX) Ta iXHBOK 3AATHICTIO
arnTuHyBaTn oniromep N-aueTunrnoko3oamiH. BoHn mMawTb ocobnueuin cknag, B AKOMY
rigpokcunponiH Ta apabiHo3a € ocHoBHUMK cknagosumu (Allen, 1983; Showalter, Varner,
1989). NekTtuHn kaptonni (PTL, Potato tuber lectin) € Habinbw focnigxeHNMU NeKTUHaMK
3 POAMHM MAcNbOHOBUX NEKTWHIB. Lien rmiko6inok i3 MOHOMEPHOK MOMEKYNSPHOK Maco
50 kfla cknagaetbcs 3 50 % Byrnesoais Ta 50 % 6Ginky Big cyxoi macu (Allen, Neuberger,
1973; Allen et al., 1978; Matsumoto et al., 1983). ByrnesogHa KOMMOHeHTa CKNafaeTbes i3
Tpu- Ta TeTpaapabiHo3, SKi 3B'A3aHi 3 rigpOKCUNPONIHOM, TaM MOXe BYyTW MPUCYTHLOK He-
BeNMKa KinbKiCTb ranaktosn, 38’a3aHoi i3 cepuHom (Ashford et al., 1982). binkosa yactuHa
UMX NekTUHiB barata Ha YOTMPW aMiHOKMCIIOTW: FiAPOKCUMPONIH, CEPUH, TMILMH Ta UUCTEIH
(Allen et al., 1978), cniBeigHOWweHHS AKuX 3anexuTb Big Buay (Ashford et al., 1982). Ha-
SBHICTb TaKWX aMiHOKWCNOT nokasana 6nusbkicts 4o BMicTy 6inkis HRGPs. Lle, oueBuaHo,
BifoOpaxae eBOMOLINHNIA 3B'A30K MiX ABOMa knacamu Ginkis. Tak nosTopu Ser-Hyp y neH-
TanenTuai € XxapakTEPHUMM SK NS eKCTEHCWHIB ABOAONbHUX, TaK i AN 36arayeHnx cepuH-
rigpoKCUNPONIHOM NENTUAIB y JOMeHaX NeKTUHIB SK KapTOnmi, Tak i iHWMUX NacNbOHOBMX.

Peaynayis ekcnpecii, MixxmonekynsipHi 38’a3ku ma ¢yHkyii nekmuHie. Exc-
npecis NeKTUHIB cnocTepiraetbeca y Bynsbax kapTonni npu ii nopaHexHi (Casalongué, Lezica,
1985), a Takox npu iHGikyBaHHi Bipycom (Scheggia et al., 1988). Tak ik nacnbOHOBI NEKTUHY
NoKanisylTbCs B KNITHHUX 0OONOHKAX, TO LM BOHW Onn3bKi 4O EKCTEHCUMHIB YUCIEHHNX
ABOLONbHMX. [poTe BOHW MICTATH MEHLIe TUPO3WHY Ta Mi3UHY, HiX €KCTEHCHW OBOLOMb-
HuX. 36arayeHi rniynH-UUCTEIHOM JOMEHN 3B’A3YH0THCS 3 IHLLIMMM KOMMOHEHTaMW 060SIOHKM.
Xoya (isionoriyHa ponb TakMxX NEKTUHIB NOBHICTIO He 3'acoBaHa. MpunyckatoTb, WO NEeKTUHN
30aTHi [0 3B’A3yBaHHS LKpiB. MOXIIMBO, WO NEKTUHM BigirpatoTb NEBHY POfb Y MiKKMITUH-
HWX 3B’13KaX, CNPUSAKOYM TPAHCNOPTY LyKpiB, cTabinisayii 3anacHux Binkie y HaCiHHI, a Takox
KOHTPOITIO KMITUHHOIO AineHHs. JIekTuHn MoxyTb ByTi 3anyyeHi B peakLuito 3axXucTty KniTuHu
npu nopaHeHHi Ta npu npu gii natoreHie (Allen, 1983; Allen et al., 1978; Matsumoto et al.,
1983).
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1.4.5. Apa6iHozanakmaHosi 6inku

AGPs ¢ 6inkamn HRGPs, BoHV po34uHHi Ta rigpornikosunboati (Fincher etal., 1983; Showalter,
Varner, 1989). AGPs Lumpoko po3noBciogxeHi B npupogi, ixHsa Bara cknagae Big 2 go 10 % 3a-
ranbHoi Bar 6inkis. IXHs MonekynspHa Bara piaHa, i 3anexXuTb Bia CTyneHs rikosysaHHs. Taki
Binku 6arati Ha rigpOKCUNPONIH, CEPUH, anaHiH, TIOHIH Ta FMiLMH; BOHM CTilKi O NpoTeoniaucy
B NPUpOAHOMY CTaHi. MocnigoBHicTb Ha N-KiHLi BiAPI3HSETLCA 3aneXHO Big BUAY: TPU NOBTOPK
Y MOPKBW, OAWH — y panrpaca, ane Bci BOHU MicTATb Ala-Hyp (Gleeson et al., 1985). Byrnesoau
BX0AATb A0 BinbLuocTi apabiHoranaktaHoBux Ginkis, Le Moxe ByTv ranaktosa Ta L-apabiHo3a.
Lli Byrmesogu moxyTb ByTn 38'A3aHi 3 apabiHoranaktaHoBumu Ginkamu (1-3), 38's3aHUMK i3
3anuwkom p-D-ranaktonipaHoau abo x posranyxeHumu 3anuwkamu (1-6), npuegHaHuMN 0o
naHutora apabiHodypaHoau, i nuLe 3pigka MOXyTb 3B’a3yBaTucs i3 MoHocaxapamu (Fincher
et al., 1983). KniTuHu B cycneHsinHin KynbTypi BUAINAIOTS L 6inkw i3 BNacHWx 060MOHOK y 0TO-
yytoue KynbTypanbHe cypegosuiie. KnituHu, Wo BUAaiNsTb CMONSHUIA €KCYAAT i3 KNITUHHKX
o6onoHok, mictatb barato apabiHoranakraHosux Ginkie (Clarke et al., 1979). Lli 6inku moxyTb
3B'AI3yBaTUCA i3 NNa3Manemoto, i Taki 6inku geski aBTopu BiGHOCATb 40 p-nekTuHiB (Norman
et al., 1990). MokasaHo, Wo 4 % umx BinkiB MICTUTECA B NONINPOMIHOBKX hparMeHTax
(van Holst, Fincher, 1984). BeaxatoTb, L0 Li Gifku XapakTepu3ytTbCs HU3bKOK B'A3KICTIO,
MatoTb cepoigHy dopMy 1 NPUKPINNIEHi B KiNbkoX Micusax Ao 6inkosoro ueHTpy (Fincher et
al., 1983).

Peaynsuis ekcnpecii ma ¢pyHkuii 6inkie AGPs. ®yHkuii apabiHoranakTaHoBMX
BinkiB po KiHUS He 3'acoBaHi. basytounch Ha gaHux, Wo Ui Binku 3Haxo4aTb no3a KNiTMHO
B MOXMBHOMY CepefoBuLLi (Y KyNbTyparbHiid CyCNeHaii), MOXHa NpUycTUTK, LLO BOHU Ail0Tb
K rmeit, MacTunbHU abo x 3modytoumnin matepian (Fincher et al., 1983). B 0CHOBHOMY BOHM
NOKani3ykTbCA B CepeayHHIl NnacTuHLi abo X y cepLeBuHi kopeHeswux bynbbalok (Cassab,
1986), wo pobutb Ui 6inknM kaHAMAATaMW Ha oMb PELENTOPIB Y Mi3HAHHI KNITUHOK iHLWIKX
KNiTUH. Y pesynbTaTi Lboro, Moxnuea ponb apabiHoranaktaHoBux Ginkis nonsrae y perynsuii
PO3BUTKY 3a y4acTio nnasmanemu (y KBiTiB, 3apoAkis, kopeHis) (Pennell, Roberts, 1990; Knox
et al., 1991; Pennell et al., 1991); BoHU BigirparoTb NEBHY POIb B riCTOreHesi KBITIB, @, MOXIN-
BO, i B AubepeHLiaLii KniTuH.

ApabiHoranaktaHosi Ginku gitoTb K MOMEKYNM 3NUTTS Ta 3UNaHHS 3a aHanorielo Mone-
Kyn niraHgie, Wo BigirpatoTb CYTTEBY Ponb y 3nunaHHi knituH ccasuiB (Pennell et al., 1991).
l'epmaH Ta Jlem6 (Herman, Lamb, 1992) nokasanu, wo ui 6inku nokanisytoTbCs y NOXigHWX
nnasmanemu, MynbTUBE3UKYNAPHUX TiNbLAX, a TakoX Yy NOPOXHWHI Bakyoni. MpunyckatoTb,
L0 BOHW MOXYTb 3any4aTics 40 NpoLecy eHaoumMTo3y (Big nepunnasMaTnyHoro MaTpukey 4o
Bakyoni).
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1.5. CYBEPWH, KYTWH, BICK | NIIHIH

1.5.1. Cy6epuH

Mpu andepeHLiaLii pPOCIIMHHUX KMITUH TXHi 0G0NOHKN CUHTE3YH0Th IHKPYCTALiHI PEYOBUHMU, 5K,
BKITI0YaAI04MCh B 0BONOHKY, 3MiHIOKTb MeXaHiyHi Ta XiMiYHi BNacTMBOCTI BCiei 060N0HKM, abo x
nuwe NeBHWX ii AiNSHOK. [Jo HUX BXOASTb KyTWH, CyBepuH, NirHiH, kanoaa, Cnosyku kanbLito Ta
KPEMHiIt0. FBULLE BKNIOYEHHS CyBepuHy Ta KyTUHY HOCUTb Ha3BY KOPKOBIHHS Ta KYTWHI3aLll, SKi
BN1AaCTUBI AUepeHLinoBaHNM TKaHUHAM KOPEHS Ta NIMCTKIB.

Y TKaHMHAX NiA3eMHUX OpraHiB, 30Kpema, y KNiTMHHUX 060NOHKax NepUAEpPMMU KOpeHiB
YTBOPKETLCA CyOEPMHOBUMI Wap, L0 3axullae TKaHWHK Big Andysii Bonoru. BuseneHo, wo
cybeprH TakoX CUHTE3YETbCA 11y KNITUHHUX 060MOHKaX HaA3eMHUX OpraHis.

CybepuH — Ue komnnekcHuin GiononiMep, SIKMN y CBOEMY CKnagi Mae nonianipaTnyHi
(anichatnunnin cybepuH) Ta noniapomatiyHi gomenu (Kolattukudy, 2001; Pollard et al., 2008).
Mpu eTepudikayii anidhaTnyHoro cybepnHy B MOro Cknagi BUSIBNEHO W-TiAPOKCUKNCIOTH, Ax-
KMCROTH, KUPHI KMCNOTW, NEPBUHHI CMMPTK, rNiLepuH Ta HEBENUKA KiNbKICTb ripOKCULLIUHA-
MIHOBWX KMCIOT, B OCHOBHOMY (DEpPYNOBOI KMCIOTK, LU0 3B'A3YHOTbCS HeedipHUMM 3B's13kamMu
(Graca, Pereira, 2000). MoniapomatnyHuit BOMEH sBASIE COBOKO NirHIHONOAIBHNA Nonimep, Lo
B OCHOBHOMY CKNagaeTbCs 3 rigpokcuiumHamiHoBux kucnot (Bernards and Razem, 2001).

Cepen KOMMOHEHTIB cybepuHy € MOHOHeHacuyeHi C18-moHOMEpW, HacMYeHi
a,w—aukucnoTun (C18, C20, C24, C26), ankanu (C18-C26) Ta ankaHosi kucnotu (C16-C22
Ta C23-C30) (Kolattukudy, Espelie, 1981; Kolattukudy, 1984; Serra et al., 2010). AnicpaTnyHi
KOMMOHEHTU Cy6epuHY MICTATb AyXKe AOBTi NAHLKTM XXUPHWX KUCIOT Ta CNMPTIB, SIKi, ik BBaXae
Konatykygi (Kolattukudy, 1984), ckopilue 3a Bce, € MIHOPHUMU KOMMOHEHTaMU KyTUHY.

MpoTe MonekynspHa Byaosa Monekynu cybepuHy 3anuiuacTbCs MoK NuLe rinoTeTny-
Hoto cxemoto (Pollard et al., 2008), xoua i 3anponoHoBaHi aeski mogeni Byaosn cybepuHy
(Graca, Santos, 2007), ski fonyckaloTb Baxnyey ponb 38's3Ky depynosux edipis i3 goMeHamu
aniatmyHoro Ym noniapomatnyHoro cybepuHy Ta 3 nonicaxapugamu (Pollard et al., 2008;
Graca, 2009).

MonekynspHo-reHeTUYHi JocnimkeHHs pocniuH Arabidopsis Ta kapTonni nokasanu 3any-
YeHHs aerigporeHasu w-rigpokevxupHoi kucnotu (Cottle, Kolattukudy, 1982), auetuntpaHcde-
pasu, w-rigpokcunasu, 3-ketoauynn-KoA cuntetasu (KCS — ans pocTy XMpHUX KUCMOT) Ta Uu-
TOXpom P450 okcureHasn (45 TigpOKCUIIOBAHHS XMUPHWUX KMCAOT) y npoLeci GiocuHTesy cybe-
PUHY, 30KpeMa, y NOAOBXKEHHI pocTy noro monekyn (Serra etal., 2009, a; 2009, b). PoguHa poc-
NMHHMX TpaHcdepas, 3okpemMa, YoTupw Binka: 6eH3un ankoronb aueTunTpaHcdepasa (BEAT),
aHTouiaHiH-O-rigpokcuuHaminTpaHcgepasa  (AHCT),  aHtpaninat-N-rigpokcunHamin/

— 39—
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BenauntpaHcepasa (HCBT) Ta guauetunsingoniH-4-O-auetuntpancdepasa (DAT) 3gat-
Hi kaTanisyBaTtu anichaTuyHy epynisavito, BUKOPUCTOBYIOUM edipu rigpokcuwmnHamin KoA B
AKOCTi 1oHOPiB. Kpim LbOro, OnmncaHo rexu, siki KoayoThb Aesiki DEPMEHTH CUHTE3Y CyOepuHy.
MisHiwe 6yB BUABNEHMI reH, Lo kogye hepMeHT FHT (w-KupHY rigpoKCUnoBy KUCAOTY/KUPHY
anbKoronb rigpokcuLLMHaMInTpaHcdepasy), Skuii BUsBNeHo B nepuaepmi 6ynsb kapronni, wo
cuHTe3yBanm cybepuH (Serra et al., 2010).

Bockw, Lo BKMoYeHi B Cy6epuH € cyMilll rigpodobH1X KOMMNOHEHTIB. Komnnekc cybepuH-
BiCK BiKNagaeTbCs MixX NEPBUHHOI KITITUHHOK 0BOMOHKOK Ta NNa3Manemor, i 4acTo Lew wap
nig eneKkTPOHHUM MIKPOCKONOM Mae BUA CBITNOI Yv TeMHoi namenu (puc. 1.5.1.1.) (Schmidt,
Schonherr, 1982; Serra et al., 2010). MpunyckatoTb, WO CBITNA Namena 38's3aHa 3 apoma-
TUYHUMM KOMNOHEHTaMK cybepuHy (Schmutz et al., 1993, 1996; Graca, Santos, 2007). CyGe-
PUH Maloun NamensipHy CTPYKTYpY, MOXE CKNaaaTucs 3 O4HOTO UM Kinbkox wapis (Sitte 1962;
Kolattukudy, 1980)

Wild type

200 nm

Puc. 1.5.1.1. ®parmeHT KniTuHHOI 060noHKM Bynbbu kapTonni Aukoro Buay. B 06onoH-
Ui BUOHO cyBepnHOBY KNiTUHHY 060M0HKY (SW) i3 TnoBumu cybepuHoBUMU namena-
MU, MiXK SKUMK PO3MiLLy€eTbCS nepBuHHa obonoHka (PW) Ta TpeTnHHa obonoHka (TW)
(Serra et al., 2010)

Cyb6epuHisaLis kniTHHUX 060MOHOK MOXE BigbyBaTUCS B Pi3HNX TKAHUHAX Ta CTPYKTYpax
(Peterson et al., 1981; Robards et al., 1979; Pozuelo et al., 1984): B eHgoaepwmi (Espelie,
Kolattukudy, 1979), kniTuHax obknagku nposigHux nyykis Tpas (O'Brien, Kuo, 1975; Espelie,
Kolattukudy, 1979), B obknagkax HaBkono igiobnactie (Wattendorff, 1976, a; 1976 b), Tpuxo-
Max Ta HaBKOMO cekpeTopHux 3ano3 (Thomson et al., 1979 ), B 060n0oHKax KniTUH Kopu Ta
MOKPOBHMX TKaHUH HaciHHs (Espelie et al., 1980), a Takox y ¢ibpunax TkaHWH BaBOBHMKa
(Yatsu et al., 1983).
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Cy6epuHisaList TKaHUH MOXe BUHUKATW NPV NOPaHEHHI POCAMHK, Npy Aii Boay Ha 6ynbbm uun
TKaHWHW kapTonAi B KynbTypi in vitro (Soliday et al., 1978). InaykyBaHHS Cyb6epuHiaaLlii Takox Big-
ByBaeTbcs 1 npu Aii itoropMoHy abeuuaosoi kucnotu (Kolattukudy, 1984). BetaHosneHo, Lo
yepes 30-60 xB. nicrns MEXaHIYHOrO MopaHeHHst NoBEPXHi Bynbb kapTonni Ha MiCLi MeXxaHiYHOro
MOLIKOKEHHS POPMYETLCS NepuaepMa, B KNiTUHHUX 0BOMOHKaxX AKOT BigKnagaeTbes cybepuH.
dopMyBaHHSA MakpoMonekyn cybepuHy CynpoBOLXYETbCS YTBOPEHHSM BENMUKOT KiNbKOCTi akTuB-
HUX dpopM kucHio Ta aktueaLieto NADPH-3anexHoi okcuaasm (Razen, Bernads, 2003).

@yHkyii cybepuHy. CybepuH, SK i KyTUH, criyxuTb 6ap’epoM Ansg BTpaT BOAW POCIUH-
HAMW TkaHuHamu. CuHTe3 cybepuHy BinOyBaeTLCA NapanenbHo i3 CMHTE30M BockiB (Soliday et
al., 1978), wo 6yno nokasaHo Ha Bynbbax kaptonni. CybepuH Takox CryxuTtb 6ap’epom Ans
anonnacTHOro TPAHCNOPTY PO3YMHIB MO TKaHUHaX KopeHs. KpiM TOro, BUSIBMIEHO, LLO CUHTES Cy-
BepuHy B eHOodepMi KOpeHiB Moxe BigbyBaTuca 3a YMOB HecTadi coneit marHito (Pozuelo et
al., 1984). Tomy cybepuH BigknagaeTbcs B 0D0NOHKAX eHAOAEPMM Ta KNiTUHaX nosickiB Kacnapi
(Peterson et al., 1981). CybepuH MoxXe BigknagaTvucs B NpoBigHUX Myykax Tpas 3a aHarnorieto 3
€HOO0AEPMOI0, @ TaKOX — HABKOIO igiobnacTiB, i30MH0KYM KpUCTanu okcanaty KanbLito Bif LuTo-
nnasmn (Wattendorf, 1976, a; 1976, b), B Tpuxomax NnUCTKIB — AN1s 3axX1CTy Ta isonsuii enigep-
MiCy NUCTKa Bif CMOMSIHMX BuAiNeHb Tpuxomamm (Thomson et al., 1979), npu nopaHeHHi opra-
HiB — Or0 CWHTe3 BinbyBaeTbCs Ha nosepxHi paHu (Dean, Kolattuduky, 1976). Mpu natoreHesi
cybeprH CUHTE3YETbCS AyKE LWIBWAKO, i, TAaKMM YKMHOM, YTBOPIOE Gap’ep NpoTK iHBasii maToreHy
(Parameswaran et al., 1976).

1.5.2. Kymun

Bigomo, Wo KniTHHi 0B0NOHKM HAABOAHMX i YAaCTKOBO MiABOAHMX OPraHiB MOKPUTI KYyTUKYTOH,
fika MICTUTb noniMep KyTUH. Y CyXOAINbHUX POCINH KyTUH MOXe ByTU 4acTKOBO 3aHypeHWi y
BiCK. Taki 30BHiLUHi 0BOMOHKM enigepManbHIUX KNiTUH XapaKTepu3yloTbCsl TPULLAPOBOK CTPYK-
TYPOIO: 330BHi PO3MILLYETLCS LWap KYTUKYNK, 3@ HUM e CepeauHHUA NEKTUHOBWIA LWap, i Ha
caM KiHeup, 6ins nnasmanemu po3millyeTbCs BHYTPILWHIA LemtonosHuin wap (Kolattukudy,
1984). Kox Ta bapno npeacrasunu cxemaTyHy Moaenb 6y[oBK 30BHILIHBLOI 060MOHKM eni-
AepmanbHoi knitunm (puc. 1.5.2.1) (Koch, Barthlott, 2009). KyTuH y CTPYKTYpHOMY BiHOLLEHHI
- Lle amopchHa peyoBMHa, 330BHi SIKOi MOXE BigKNaOaeTbCs BiCK.

Y 30BHILIHLOMY KYTUKYNAPHOMY LUApi € SK MONSIPHi, Tak i HENONSPHI KOMNOHEHTW. Mpu
06pobuji NekTUHOBOrO LIapy MekTuHa3ow abo okcanaToOM aMoHit0 BiabyBaeTbCS BigAiNeHHS
KyTUKYnsipHoro Lwapy. Llei maTepian 6yno BUKOPUCTAHO NS BUBYEHHS BMICTY CKIadoBUX Ky-
TUHY. [laHi enekTpoHHOT MIKpOCKOMIi nokasanu, Wo KyTUH — Lie aMopHUA maTepian. Takox
[0BefEeHO, WO KYTUH MICTUTb Yy CBOEMY CKnagi anipaTuyHi MOHOMEpPHI KOMMOHEHTU. KyTuH
cknapaetecs i3 C,, 1a C,; MOHOMEpIB, OCHOBHUM KOMMOHEHTOM AKX € AUriApOKCUNAnbMITH-
HOBA KW1CNOTa, B SKiil 0AHA rigpOKCUIibHa rpyna po3millyetbes 6ins kapbokeuny, a iHwa — 6ins
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C-10, C-9, C-8 un C-7. TakoX y KyTUHi € HEBenuKa KinbKiCTb NanbMiTUHOBOI KuCNOTH Ta 16-
rigpokcunanbMiTMHOBOI KMCIOTI. [0NIOBHIUM KOMMOHEHTOM POANHN C. -KyTUHY € KyTUHOBI KiC-
notw, a came: 18-rigpokcuokTagekeHoBa kucnota; 9,10-enokcu-18-TpurigpooKCoKTaAekeHoBa
KucnoTa Ta HeHacuuei A, -aHanory (Kolattukudy, 1980; Kolattukudy et al., 1981).

Puc. 1.5.2.1. CnipouieHa mMogenb po3LiapyBaHHsl CKNafoBuMX nonicaxapuais B enigep-
MasbHil KNiTuHi. Mo3HaveHHs: 1 — KyTukynspHuii wap i3 Tpy64actonoaibHMmm BupocTa-
My (wap i3 BOYZOBaHUM Y HbOrO BOCKOM); 2 — NEKTUHOBMIA Lap (06’egHaHui i3 BOCKOM),
3 — eniBoCKoBWi LUAp, 4 — OCHOBHMIM LIMPOKWIA LIENIONO3HMIA Wap; 5 — uMTonnasmaTnyHa
MmembpaHa (Koch, Barthlott, 2009)

Ak npaBuno, KyTuKyna € B enigepmi HaA3eMHUX OpraHiB, arne YacTo BiACYTHS B KOPEHSIX i
BTOPUHHUX TKaHWHaX. [0NOBHa (PYHKLiS KyTUKYNK NuCTKiB Ta cteben — e 6ap’ep TpaHcnipadii
(Riederer, Schreiber, 2001). Kytukyna — ue noniedip, Skuidi Ha3BaHO KyTUHOM, Lo BOyaoBa-
HW B eniKyTUKYNapHWRA Bick (Holloway 1994). EniTuKyTUKYNSpHWRA BiCK Bigirpae ronoBHy posb
Y CTPYKTYPOBaHOCTI NOBEPXHi enigepManbHuX KNiTWH. KyTukynspHa citka yTBOPKETLCS KyTU-
HOM, a iHoZi 1 KyTaHOM abo X iHwKM nonimepom — nirHiHom (Kolattukudy, 2001).

OyHkuii kymuHy. KyTuH Gepe yvactb y perynsuii andysii rasie Ta BOMOrM y OCHO-
BHUX KNiTMHAX €nigepMn Ta 3amMuKalumx KniTMHax npoauxie, 060M0HKM SKMX Y Nopi Ta Ha
ajakcianbHin NOBEPXHI NUCTKIB BKPUTI KyTUHOM. KpiM TOro, KYyTUH € (Di3UYHUM Ta XiMiYHUM
Bap’epom 4ns iHBa3ii natoreHiB y pocnuuu (van den Ende, Linskens, 1974). Bigomo, wo
KyTUKynsipHa memOpaHa Moxe 6yTn sk rigpodobHO, Tak i rigpodinbHOK. AKWO KyTUKy-
nspHa membpaHa rigpoobHa, To YHKLT KyTUKYNM — Lie 3HWXKEHHS BTPaT BOAU OpraHamu;
a AKLWO KyTuKkyna — rigpodinbHa, To 11 GyHKLIT nonaralTb y TpaHCNopTi BOAM, BOAHUX PO3-
4uHiB, a Takox ninigis (Bockis) (Miller, 1985; 1986).
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3a OCTaHHi pOKW OXapaKTepu3oBaHi TPAHCMOPTHI (YHKLiT KYyTUKYNWU 9K NS iOHiB Ta
BOOM, TaK i Ansg pisHUX BOAHUX po3umHiB (Schénherr, 1982; 2006). BctaHoBneHo, Lo
(OYHKLIOHYBAHHS KyTUKYNWU B NUCTKAX CYXOAINbHUX POCIUH 3aneXuTb Bif 3MiHU 30BHiLL-
HbOT TemMnepaTypu NoBiTps, BONOrocTi, inTeHcuBHOCTI caiTna (Grammatikopoulos, Maneta,
1994; Yates, Hutley, 1995). Kpim TOro, ToBLIMHA KYTUKYNAPHOTO Wapy B NUCTKAaX 3MiHI0-
€TbCS He TiNbKN B 3aN€XHOCTI Bif €KonoriyHoi cneuianisauii Buais, ane i B npoLeci oHTo-
reHesy (BytoH, 2011).

Bu3HaY€eHHs WBUAKOCTI BOAHOMO TPAHCMOPTY Yepes KyTUKYy enigepmicy, SKuin He MicTHB
npoauxis, nokasano, WO came KyTUKynsipHe BUMApOBYBaHHS B HWXHBLOMY enigepMmici CTaHo-
Buno 3,6 x 10° M/cex; y BepxHbomy enigepmici — 3,1 x 10 M/cek™, BignosigHo. BoaHouac,
MPOBIAHICTb BOAM Kpi3b Npoauxm Ha 060X noBepxHax Gyna Buwot B 11-12 pasis (0cobnmBo
Ha HxHIN noepxHi) (Rieder, Schreiber, 2001; Kersteins, 2006).

MpoBIAHICTb BOAM KPi3b KYTUKYNSAPHI Nopy 36inbLUyeTbCs 3i 3BiNbLUEHHAM BONOrOCTi NO-
BiTps (Hoad et al., 1997; Schreiber et a., 2001). | sk BBaxae [x. LLoHxep, BiporigHiCTb Taknx
3MiH 3anexXuTb Bif CTyNeHs rigpaTalii nonspHUX rpyn, Ski BUHWKaKOTL Y KYTUKYNSPHUX nopax
(Schonher, 1982). Boga Ha ogHoMy 6oL KyTUKyn 3HaX0AUTbCS B PIKOMY CTaHi, a Npu BUXOZ
Kpi3b MOPYW KyTUKYNM 3aNeXHO Bif OTOYYHOYOI TemnepaTypu Moxe 6yTu B cTaHi napy (Becker
et al., 1986). LBuakicTb KyTUKyNApHOT TpaHCMipaLlii 3anexatuMe Big gisnyHOro CTaHy BOAM.
Mpu Temnepatypi 25°C Ta cTaHgapTHOMY TUCKY LWiMbHICTb PiaKoT BOAM Ha AeKinbka Nopsakis
BULLA, HiX LiNIbHICTb HACMYEHHS BOASHOO Napy B NOBITPI. AKAM YMHOM BOAA NPOXOANTDL Kpisb
nopw, NoKW HEBIAOMO.

[. KepcteiHc npunyckae, WO MOMEKYnM BOAK, SKi TPAHCMOPTYIOTLCA Kpi3b NiNOMinbHY
thasy KyTUKynu LISXOM ANdY3ii 1 YTBOPKOKTb BOAHI Kpansii Ha Ti NPOTUIIEXHOMY 30BHILLHBOMY
Boui KyTUKynu, NOHOBMIKTL EHEprilo, sika HeobXigHa ANns BiZOKPEMMEHHS Big pigkol dasu
poHopa-Boayu (Kerstiens, 1996; 2006). AkTuBauis eHeprii BinbyBaeTbCA 3a paxyHOK po3puBY
BOJHEBWX 3B'AA3KiB Y MOMEKyNi BOAM ANs YTBOPeHHs Ta Auddyaii ii piakoi dasn (Schreiber et al,
2001). Monekynu nop MarTb TUMYACOBI AUNOMI, SIKi HA3WBAKTLCA NOMSPHUMU MOMEKYNAMU.
Biz TpbOX 4O M'ATM MOneKyn Boau 38’A3ytoTbes 3 ioHaMmu K* i Na*, a wicTb monekyn Boau — i3
Ca™. Yci aunonbHi monekynu (Byrneuto, BoaHto, NO,, COOH) moxyTb 38'A3yBaTnca 3 Mone-
Kynamu BOZM, a came 3 BOAHEM, Ha L0 11 BUTPAYAETLCS EHEPrisl, BENNYMHA SKOT CTAHOBUTb
npn6nmsHo 20 — 100 kx/M- (Israelachvili, 1999). Mpuyomy 3ayBaxumo, LIO 3B'A3yBaHHs MO-
NeKyn BOAW 3 OOHOBANEHTHUMW KaTiOHamMu B KYTWKyNi BigOyBaeTbCa HaA3BNYaNHO LBMAKO,
npubnusHo 3a 10° cex’, 3 ioHamn Ca*™ Ta Mg*™ —3a 10 Ta 10 cek™, BignosigHo, a 3 TpuBa-
NEHTHUMU iOHaMK — Bif KiflbKOX CekyHA Ao Kinbkox roguH (Schonher, 2006). TobTo, kpi3b BOAHI
nopw KyTUKYNM NPOHMKAKTb YCi iOHW, SKi TigpaToBaHi, TOBTO Taki, WO 3B’S3YKTLCA 3 MOMEKY-
namn BoZK, KOTpa YTBOPKOE HABKOIMO iOHIB rigpaTHy 060noHky. k. LLoHxep, BUKOpUCTOBYHO-
4N NONIMEPHWUA MATPUKC i KyTUKYNSpHY MeMbpaHy, ik MOZenbHY CUCTeMY AN LOCAIZKEHHS
(DYHKLIOHYBaHHSA KYTUKYNSPHUX NOP, BCTAHOBUB, WO 3p0OCTaHHs BOMOrocTi noBitps Big 20 Ao
100 % 36inbluyBano NPOHUKHEHHS Boau Yepes KyTukyny (Schonher, 2006).
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3anexHo Big BOAM, WO BUMNAPOBYETLCS, KyTUKyna Moxe po3byxaTu, YTBOPOOYM BOAHY
a3y, To6TO BUHMKaKTL BOAHI nopu. Lle BigbyBaeTbCst 3a yMOB, SIKLIO 40 CKMagy KyTUKYnM BXO-
OATb TUMYACOBI AMNOMbHI MOMEKYNW, @ CaMe aMiHO—, FiBPOKCU— Ta KapbOKCUBHI rpynu, ski Ma-
10Tb 34aTHICTb agcopbyeati Bogy. KyTukynsipHi BOAHI MOpX YTBOPHOKOTLCS TiflbKM 3@ HASBHOCTI
BOAW; iXHIO NOKani3allito MOXHa BU3HAUMTW (PriyOpecLEeHTHUM GapBHUKOM (HiTpaToM cpibna).
BoaHi nopu nokaniayloTbCsl NepeBaxHO B OCHOBI TPUXOM, MO KPaKo KYTUKYNWN Haf aHTUKNiHamb-
HumMK obonoHkamu enigepmicy (Schonher, 2006). Posmip nop 3anexuTb Big BUAY Ta OpraHy:
B emigepmici NywnuHHs 6ynbb umbyni kyTuKyna mana nopw, pagiyc sKux CTaHOBMB OnM3bkO
0,41 Hm, y nnogis Tomaris i neputo — Big 0,87 go 1,18 Hm (Beyer, et al., 2005; Schénher, 2006),
a B LUTYYHIN KyTUKYNspHin MmemBpaHi BiH ByB y 1,5-2,5 pasu binbwui (Schénher, 2006). Hessu-
YaliHi 3a po3MipoM, a Came «BEMETEHCbKI» KyTUKYMNSPHI NOpK 3 pO3MIpoM anepTypu Big 1 MKM
[0 5 MKM onucaHi B nuctkax Eidothea zoexylocarya, sika 3pocTana B aBCTpanincbkux Tponikax
(Carpenter et al., 2007). LinbHicTb yux nop ctaHosuna 1,2 x 10° Mm2 nnowwi KNiTHHOT 060MOHKM.
ABTOPU NpUMNYCKaKTb, L0 «BEIETEHCHKI» NOPW He BNAWBanK Ha NPOBIAHICTb BOAW; NPOTE iXHE
(OYHKLIOHYBaHHSI, MOXIIMBO, MOB'A3aHE 3 perynsuieto BNWBY COHSYHOT pagiaLii, LWnsxoM TpaH-
CMOpTYBaHHS (Ta 3aMOBHEHHS!) Kpi3b NOpK riAPOdO6HOrO enikyTUKYNSPHOTO BOCKY ANS 3aXUCTy
NUCTKIB Big ynbTpadioneToBoi pagiayii B cyxy nopy poky (Carpenter et al., 2007).

KyTukynsipHa noBepxHs POCAMHHUX HAA3EMHIX OpraHiB MOXe XapaKkTepusyBaTucs Benu-
KO0 Pi3HOMAHITHICTIO CTPYKTYP, 3A4aTHICTIO A0 (DOPMYBaHHS Ta 3aXMCTY Bif Ail HABKONMULWHBLOMO
cepegosuiia. AganTauis 4o MoAMIKOBaHUX YMOB NpuBENa 40 3HAYHUX 3MiH Y CTPYKTYpi no-
BepxHi (Koch et al. 2008; 2009, a; 2009, b) Ta po3BuUTKY MyNbTUDYHKLIOHANBHUX 3aXUCHUX
MOBEPXOHb y POCMWH, SiKi NOAIBHI 3a CTPYKTYpOlo A0 BOAOBIALITOBXYHOYOI NOBEPXHI NUCTKIB
notoca (Genzer, Marmur, 2008), a Takox A0 (hOPMYBaHHS MOBEPXHI, KA 3HUXKYE PYXIIUBICTb
CTPYKTYp MOBEPXHI Mig Yac pyxy BOAK, 3a aHanorieto 3i Wwkipoto akynu (Bechert et al. 2000).
CTpYKTYpHi 0COBIMBOCTI POCNMHHOT NOBEPXHI BKMIOYAIOTb YTBOPEHHS MOBEPXHI 3 HU3LKO K-
NyJiCTHO Ta BUCOKOK CM3bKICTHO Ans komax (Gorb et al. 2005), kpim Toro, Taka NOBEPXHS MOXE
36inbLuyBaTy BiOBUTTS XBUMb, CBITNA abo X 3MEHLLYBATK MOLLKOAXYOYY Aito ynbTpadioneTo-
BOI pagiauyii wnsxom abcopbuii (PfuEndel et al. 2006). Bnactusictb noBepxHi enigepmn poc-
NMH [0 cynepriapodoBHOCTI Ta CAaMOOYNUCTKM NPUBEPTAE YBary AOCIIAHUKIB.

BcTaHoBneHo, Lo KyTUKyna, TOYHiLe nopu B KyTUKYRi € TPAHCMOPTHUMM LWsxamu Ans
NPOXOMKEHHS BOCKY Ha NOBEPXHIO KYTUKYMNUW. TPaHCKYTUKYTUKYNAPHI KaHanu OpieHTOBaHI aH-
TUKNIHANbHO [0 30BHILLIHBOI Ta 4O BHYTPILUHLOI MOBEPXOHb, BOHM 3aKiHYYOTHCS HAa 060X no-
BEPXHAX, AK AUCKPETHI nopu. KyTUKYNspHI KaHanu 4acto MalTb AYroBWUAHY CTPYKTYpy, abo
X HaragylTb «xpobakay. Kopenauiit MiX TOBLUMHOK KyTUKYNSPHOI MeMBpaHM i yncnom nop
un kaHaniB He BigmiyeHo (Miller, 1985; 1986). Minep, gocnimpxyoun KyTukyny nucTkie Hoya
carnosa, nokasas, L0 KinbKiCTb MOp B KyTUKYNi HA afakcianbHii NoBepxHi 3MiH0eTLCA Big 148
po 651 (B cepeagHbomy 327) Ta Big 147 0o 394 (B cepeaHboMy 234) — Ha abakcianbHi noBepx-
Hi. MigpaxoBaHo, WO Ha BepxHiit noBepxHi nucTka Ha 1 Mm? nnowi 6yno 6540 kyTUKYNSpHUX
nop Ta 4680 nop — Ha 1 mm? abakciansbHoi nosepxHi (Miller, 1986).
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KyTukynsipHa CTilkicTb 40 BTpaT BOAM 3aNexuTb Bif CKnagy ninigis B MATPUKCI KyTUKYNKW
(Schreiber et al., 1997). Kytukyna mae 3abesnedyBaTtit NIACTUYHICTb KMITUHHOI 0BONOHKM Mig
yac pocTy KMiTMH. TOMY €nacTUYHICTb KMiTUHHUX OBOMOHOK YacTKoBO 3abe3nevyeTbes npu
(hOpMyBaHHI TPILLMH Y KYTUKYNI, O BNAMBAE Ha Yac TPWUBANOCTi POCTy Ta PO3BUTKY MIOAIB.
KyTnkyna Takox 3abesnevye MexaHiyHy MigTPUMKy opraHiB i TkaHuH (Edwards et al., 1999).
BWBYEHHS CTPYKTYPHUX i MEXAHIYHWX BNACTUBOCTEN BOMOKOH YOPTOMOMOXa Npunyckae, Lo
KyTUKYNa € XMTTEBOKO peakLieto Ha TurmoTponiam (Pesacreta, Hasenstein, 1999). Mpote mano
BiZJOMO NPO NapaMeTpu Yu KOHTPOSb MeXaHIYHWUX BNIAaCTUBOCTEN KYTUKYIIN.

3B’5130K Mixk MeXaHiYHUMM BNACTMBOCTAMY Ta BiOXiMIYHUM CKMagoM KyTukynn 6yB npoaHa-
ni3oBaHNit amepukaHcbkumu gocrigHukamu (Marga et al., 2003), sk, AOCTIMKYUN KyTUKyny
NINCTKIB Ta NENCTOK KBiTiB Cirsium sp., nokasanu, Wwo 6ioxiMiyHui ckiag KyTUKynW BNMWBaB Ha
il enacTUyHiCTb. ABTOPYW BUSIBUAN, LU0 BiHOLIEHHS BYrNEBOZAIB 40 NiNi4iB Y KYTUKYMi NENOCTKIB
KBiTIB CTaHoBWNO 1:7, a B nucTkax — 2:1. Jlinign Ha 70 % 6ynu npeacTaBneHi XUPHUMU KUCO-
Tamu, rigpoKCH- XUPHUMMW KUCroTamm Ta enokeuaHumy kucnotamn. Cepep ByrneBogis 6ynu
ifeHTM®ikoBaHi paMHO3a, KCUno3a, MaHo3a, IMoKo3a, ranakToa Ta rafakTypoHoBa KuCroTa,
BOHU cknaganu go 15 % kyTukynu. TpeTs rpyna cknagosux 6yna npegcraBneHa eHoNbHUMM
KOMMOHEHTamm, a came NOXigHUMK WWHAMIHOBOI, KO(PETHOBOT Ta p-KyMapuHOBOT KUCIOT. Kpim
UMX cknagoBux 6ynu 3HamaeHi i TputepneHoiau (a- Ta f-amipuHn Ta S-3itoctepon). Etepudi-
KoBaHW KyTUH cknagascs Ha 80 % i3 KyTukynu Ta au-rigpokcurekcagekaHoigHux kucnot. Ky-
TUH €MacTUYHUX TKaHWH XapakTepn3yBaBcs Oifbl BUCOKMM BMICTOM TpW-TiApOKCUMOHOMEPIB
Y MOPIBHSIHHI 3 KYTWHOM XOPCTKUX TKaHWH. Takum YmHOM, Byno nokasaHo, Lo GinbLicTb
MOPOKCUIIBHUX FPYN MOXYTb BWUKOHYBATU POMb MOTEHLianbHUX LEHTPIB AN8 NONepeyvyHoro
3B’A3yBaHHSA, TOAi Sk rpynu rigpokcunie (OH) yacTkoBO BU3HAYAKTb MiAPOQINbHICTb KYTHKYN
Ta Nnerkictb HacuyeHHs Bogoto (Marga et al., 2003).

3 BikoM y KyTukyni BigbyBaeTbcs npupogHe 06€3BOAHEHHS (MOXnMBO, 0BymOBneHe
30iNbLUEHHSAM 3B’S13yBaHHSI NOMEPEYHMMM 3B’A3KaMK), WO MOXE MPUBOAMTM [0 3aTBEPAIHHSA
3pinoi KyTukynw, sk Le onucaHa geskumu gocnigHukamu (Kolattukudy, 1996; Holloway, 1982,
a; 1982, b).

Mikpocmpykmypa nogepxHi Kymukynu. Penb'ed nepukniHanbHUX Ta aHTUKIiHab-
HWUX 0BONOHOK enigepmMu 3anexuTb Bif BiJHOLWEHHS BACOTYU O LWMPWUHM KYTUKYNSPHOMO 30-
BHiLLHBOrO Wwapy. OCHOBHWIA KNMITUHHWIA 3TUH € NIIOCKUM, MPOTE BiH MOXe ByTW ONyKNMM HaBepx
4u goHmM3y. BignosigHo 40 pOpMU BIZHOLIEHHS BUCOTH JO LUMPUHW ONYKIi KNITUHK SiNATh Ha
Kifbka TUMIB: MiBKYNS, Kynon, KoHyc, Bonocku Yu cocoukun (Koch, Barthlott, 2009; Koch et al.
2008; 2009). BupocTu enigepmanbHuX KIiTUH NPy BiQHOLIEHHI 7:1 (BUCOTM LO LWnpnHN), abo X
i Binblue Ha3BaHi BOIOCKaMM UM TpUxoMamu. PisHOBUAHICTE )OpM BOSOCKIB Ta iXHIX (hyHKLi
nopaHi B ornsai BarHepa 3i cnisaBTopamu (Wagner et al., 2004). ®yHKuioHanbHe 3HaYeHHS
BOMOCKIB (O4HO- Yn BaraTOKMITUHHIX) — e 3aTPUMaHHs BOSIOTM Ha MOBEPXHi Ta 3aXUCT no-
BEPXHi Bif neperpiBy Ha COHL.
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FAk BigoMO, iCHye iBa TUNW NOBEPXHI enigepManbHUX KNiTUH, NEPLUMA TUM — BKPUTUIA Ky-
TUKynotw (puc. 1.5.2.2 Ta 1.5.2.3), i Apyrin TN — NOBEPXHSI 330BHI MICTUTb NAIBKY BOCKY, KN
Ha3MBal0Tb enikyTUKYNSPHAM BOCKOM. [lpyruid TN KNITMHHOI NOBEPXHI — Lie KyTUKyna 3 enikyTn-
KynsipHAM BOCKOM, SIKY CMOCTEPIraEMo Ha MOBEPXHi NNCTKIB Yu NEeOCTOK KBITOK. HanyacTiwe
KyTUKyna Ha NoBepxHi NUCTKiB Mae hopMy 60po3eH. KyTukynsipHi 60po3Hu — Lie YepryBaHHs
XBUNenogibHux puHB i rpebeHis (3aBLumplukn 6nmsbko 0,6 + 0,05 MkM), pO3MiLLEHNX MO BCiX
KMiTUHaX enigepmMu, 30Kpema, N Ha KNiTUHaX, WO OTOYYKTb NpoAMxU. BucoTa Ta LWupuHa Ky-
TUKYNSPHUX GOPO3EH Ha HWXKHIN MOBEPXHI OCHOBHUX KNiTWUH enigepmu y 2,5-3,0 pasn MeHLa,
HiX Ha BepXHiii noBepxHi enigepmu (puc. 1.5.2.2), wo byno nokasaHo, Hanpuknag, Ha ncTkax
cyxoginbHoi chopmn Sium latifolium (Hepyxa, 2011).

CTpyKTypa KyTWUKynn Ha NMOBEPXHi KMiTUH MOXe Takox MaTu ByropyaTy (6opoaasuyarty)
(Barthlott, Ehler, 1977), cknaguacty copmy (y nucTkie Schismatoglottis neoguineensis), abo
X bopmyBaTU HApPOCTM Y MOTOBLLEHHS HA HWXHIN NOBepXHi nucTkis Alocasia macrorhiza
(Koch, Barthlott, 2009; Koch et al., 2009) i noBepxHsiX MOBITPSHWX NUCTKIB Sagittaria
sagittifolia (Hepyxa, 2011). Ha ynbTpaToHKuX 3pi3ax enigepmarbHUX KNiTUH KyTuKyna ne-
PUKRiHaNbHMX 0BOMOHOK XapaKTepu3yeTbCs FOMOTEHHO ENIEKTPOHHO TEMHO (puc. 1.5.2.3,
a) M enekTPOHHO cBiTNO (puc. 1.5.2.3, 6) mMaiike OQHOPIAHOK CTPYKTYpY i He MICTUTb
Mikpodpibpun yentonosu (Famanen, 1974; Hepyxa, 2011).

CyBKyTUKynSIpHi BCTaBKM MOXYTb MaTi y CBOEMY CKNadi KpUCTanm AUOKCMAY KPEMHIto,
30Kpema, BOHM BMSIBMEHI B NaroHax Ta nuctkax xsowa (Equisetum arvensis). HasiBHicTb
KPEMHil0 NOB’A3aHa 3 MeXaHiYHUMK Ta (i3ioNoriYHNMU BNACTMBOCTAMU MEBHOT POCAWHY
(Sangster et al. 2001).

Puc. 1.5.2.2. CtpykTypa BEpXHbOI (@) Ta HUXHBOI (6) noBepxHi nucTkiB Sium latifolium.
KyTukyna Ha noepxHi nuctkiB mae opmy 6oposeH. PenepHa miTka: a, 6 = 5 Mkm
(Hepyxa, 2011)
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Puc. 1.5.2.3. ®parmeHTn enigepmanbHUX KNiTUH Cim'sgoneir 16-Tn fobosux npopocTkis
COi Ta YOPHOI CMOpOAMHM. Mo3HaueHHs: B — Bakyonb, KT — kyTukyna, KO — knituHHa
obonoxka, M — mikpodhibpunu Lentonoan. PenepHa mitka: a, 6 = 1 Mkm, (puc. a - Hegyxa,
1994; puc. 6 — Mamanei, 1972)

1.5.3. Bick

PocnnHHniA - Bick — Le cymil anichaTuyHUX Ta LMKAIYHMX rigpokapboHaTiB Ta iX MOXigHMX,
XiMiYHWI CKnag pOCNMHHKX BOCKIB Bapitoe B 3aneXHOCTI Bid BUAY Ta opraHy (HaiTb, OBHOIO
i Toro Buay) (Kunst, Samuels 2003; Jeffree, 1996; Jetter et al. 2006). MokasaHo, L0 XiMiYHMIA
CKnaj BOCKIB BU3HAYaETbCS METOLOM IXHbOI PO3YMHHOCTI Ta ekcTparyBaHHs (Jetter, SchaEffer,
2001; Wen et al.2007).

Cknap KyTUKYNSpHOro BOCKY 3anexwuTb Bif BUAY, a3 OHTOreHe3y Ta 30BHILLHIX YMOB
HaBKONO POCAUHW. Are CriflbHUMM KOMNOHEHTaMK 41151 BCiX BOCKIB € nN-napaiHn Ta nepBuH-
Hi cnnupTy, Wo mictaTth Byrneupb Big C16 i Buwe. KOMMNOHEHTW QOBIMX ankinbHUX NaHUOriB
XapaKTepuayTbesa nonimopdismMom (piguHHa (hasa — Lie rekcaroHanbHa ynakoska, TBEpAa
hasa — Le opTopombiyHa ynakoska). KyTukynsipHUi BiCK MOXe 3HaXo4UTUCS B Pi3HUX (ha-
3ax, i ByT B KpUCTaniyHii hopmi, O BU3HAYAE TPAHCMOPTHI BNACTUBOCTI KyTUKYn. Buco-
KOKpUCTaniyHa 30Ha € HeJOCSAXKHOIW AN NPOHUKHEHHS BOAM, TOAI SK CYMILl ABOX XiMiYHNX
I-TeTpagekaHoBoro Ta |-oktogekaHosoro (I-tetradecanol ta I-octadecanol) romonorivnuy
BOCKiB poBuTb BiCK po3gineHnM Ha aBi dasn (Ha asa wapm) (Holloway, 1994; Buchhollz,
2006).

— 47—
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CniBiCHyBaHHS KpUCTaniyHoi, pignHHoi Ta amopHoi a3 BOCKy Moxe ByTu xapaktep-
HUm ans 6aratbox BuaiB pocnuH (Reynhardt, Riederer, 1994; Schreiber et al., 1997). Cty-
NiHb KpMUCTaniYHOCTI BOCKY Ta NMpocTopoBa OyfoBa KpUCTaniB BU3HAYAKTb NMPOHWUKHEHICTb
yepe3 amopHy a3y, Bif AKOi 3anexuTb eDeKTUBHICTb AndysiitHoro 6ap’epy. Takum yu-
HOM, MOXHa 3p06UTU BUCHOBOK, LLO ENiKYTUKYNSAPHI BOCKM 30EpiratoTbCs Ha NOBEPXHI NMUCTKa
l He BNIMBAIOTb HA NMPOHWUKHEHICTb, ane obmexytoTs gocTyn Ao nop. OgHak, iHTpakyTuky-
NAPHI BOCKM — Lie B OCHOBHOMY amMOp(Hi BOCKM, L0 BWU3HAYaK0Tb B’'A3KICTb KpucTanis, ix
3BMBICTICTb, 3HWKEHHS 06’€MY, L0 MOXe BNAMBATKU HA NPOHUKHEHICTb. Ha MOBEpXHi NUCTKIB
4K noais Bick Mae Binuit abo x 6rakuTHUI Konip, k1 Bigbusae YacTuHy ceitna (MuEller,
Riederer 2005).

EniTUKyTMKYNSIpHI BOCKM MOXYTb MaTu hopmy kpucrtanis, Tpybok, ropbkis (rmobyn)
(puc. 1.5.3.1) abo iHwy copmy, Ta BigpisHaTUCA 3a posMipamu (Big 0,2 go 1000 Hm)
(Reynhardt, Riederer 1994; Dorset 1997, 1999; Schreiber et al. 1997; Ensikat et al. 2006;
Dragota, Rierder, 2007; Hegyxa, 2011). ba3ywouncb Ha XiMiyHUX Ta MOPCGOMOriYHMX OCO-
BnmBocTAX Ta po3rnsAatoym opieHTaLlito BOCKOBMX KpucTanis Ha noBepxHi, B. bapno 3i cni-
BaB. 3anpornoHysBanu 23 Tunu Ta nigTunu cTpykTypu Bockis (Barthlott et al., 1998), Topi sk
C. [xepi po3pisHAB Tinbky LWiCTb 0CHOBHMX MOPMOIOTIYHMX TUMIB BOCKIB, iX MiaTunu 6asysa-
NIUCS Ha Pi3HOMY XiMIYHOMY CKrnagi BOCKOBMX CTPYKTYp. OCHOBHUMU MOPEONOriYHUMM TUNa-
MW BOCKIB € NIiBku BOCKY (Hydrocotyle bonariensis); kipouku (Crassula ovate), B-AUKETOHOBI
TpyOKM un iHWi Tpybku (Eucalyptus gunnii), nnactuHku (Robinia pseudoacacia), nanuyku
(Brassica oleracea) Ta nonepeyHo 3aroctpeHi nanuyku (Sassafras albidum) (Jeffree et al.,
1975; Jeffree, 1996). HeobxigHO BigMITUTK, WO WiNbHICTL Ta PO3MIPWU BOCKOBMX CTPYKTYp
Ha MOBEPXHi NMCTKIB 3anexaTb Bif NOBEPXHi NMNCTKOBOI MNaCTUHKK (agakcianbHa yn abak-
cianbHa), a TakoX Bif PO3MILLEHHS TIUCTKIB Ha CTEOMI, YW B PO3ETLi HaBITb OZHiEi POCIUHM.
Sk npuknag, HaBeZeMO yNbTPaCTPYKTYPHi AaHi NOKa3HWKIB BOCKOBOIO HanboTy Y hopMi Tpy-
6ok Ha nosepxHi nuctkie Wollemia nobilis (Dragota, Rierder, 2007) Ta y chopmi rop6kis —
Ha MOBEPXHi KMITUH BEPXHBOT 1 HUXHBOT enigepm HagBOAHWX NUCTKIB Sagittaria sagittifolia
(puc. 1.5.3.1, a-e; Tabn. 1.5.3.1) (Hepyxa, 2011) Ta BepxHbOi enigepmMmn NUCTKIB MLLEHWL;
(puc. 1.5.3.1, 0) (Heoyxa, 1994).

BockoBwnit HamiT € He TinbkKM 3axMCHUM Gap’epom NUCTKIB Bif BUNApOBYBaHHS @ Ail
BioTMYHUX haKTOPIB (POCIMHHMX LUKIAHWKIB), ane 1 Bepe y4acTb y perynauyii NornuHaHHs
CBiTNa NOBEPXHEK NUCTKOBWX MNacTUHOK. BepxHii enigepmic nUCTKiB pearye Ha nornm-
HaHHs cBiTna, BnniuBatoun Ha cotocuHTes (Nishio et al., 1994). Lle moxe BigbysaTucs BHa-
CNigoK hOpMyBaHHS BOCKOBOIO HamnboTy 1 3MiHu oro hopmu (Moplukosa, 3sepesa, 1988).
BockoBwit HaniT y BUrNsAi TapinkonogibHmx (YBIrHyTX Yn OMYKIUX) YTBOPEHb MOXE 36upaTy
(chokycysaTi) abo poscitoBaTi NOTiK (POTOHIB y KMiTUHAX enigepMmicy Ta B KIiTUHAX BEPXHiX
LapiB napeHximu abo x CNpUUMHATK POTOIHTIBYBaHHS Y NEBHOI YaCTUHM XNOPONNAcTiB, pe-
ryniotoun wengkicte gotocuHtedy (Nishio et al., 1994). Y npoueci oHTOreHe3y cknag eni-
LepManbHOro BOCKY 3MIHIOETHCS.
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15KV X1868 0662 16.8U0 (KW

Puc. 1.5.3.1. CtpykTypa HWxHbOI noBepxHi nuctkis Wollemia nobilis (puc. a), BepXHbOi
noBepxHi HaABOAHNX NUCTKIB Sagittaria sagittifolia (6-2) Ta nucTkis Nwenunui (). a — Bick
TpybyacToi popmu, 6-0 — Bick HaniBcepuyHoi rmobynspHoi (ropbkonogibHoi) hopmu.;
6 — CTOK 3i CTPiNonoaiGHOK NNACTUHKOI; 8, 2 — NUCTOK 3 NPOLOBryBaTOK NNACTUHKOK.
Ha nepudepii kniTvH Hag aHTUKNIHANBHUMM 0BONOHKaMM BUCTYNAE BUCOKE NOTOBLUEHHS

KyTUKYnn (puc. 8, ), BOCKOBWIA HaniT ykasaHo cTpinkamu. MacwTab: a = 2 Mkm; 6, e,
0 =10 mkm; 8 = 50 mkm (puc. a — no Dragota, Rierder, 2007; puc. 6-0 — Heayxa, 1994; 2011)
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TABITULA 1.5.3.1. Toka3HMKM CTPYKTYpU KNiTUH BEPXHbOI Ta HUXHLOI enigepm
HapBoAHUX NUCTKIB Sagittaria sagittifolia (Heayxa, 2011)

[NokasHwK ®opma HaaBOOHMX NUCTKIB
CTpinonogAitHi npogoBryeari

BepxHs enidepma
EnigepmanbHi kniTuHY:

[10Bra BiCb, MKM 455+39 44357

KOpOTKa BiCb, MKM 35,0 +4,1 309+27
Bucota kyTukynsipHux rpebeHis no nepumeTpy
OCHOBHMX enigepmarnbHuX KIiTUH, MKM 55+0,7 54+0,2
KinbkicTb BOCKOBIX rOpOKiB Ha KNiTUHY enigepmm 30,7 £ 5,1 6,2+£0,5
[MPOLEHT KIiTKH i3 BOCKOM, % 100 43+45
[iameTp BoCKOBMX ropOKiB, MKM 1,46 +0,13 1,0+ 0,04

HuxHs enidepma
EnigepmanbHi KniTuHm;

JI0Bra BiCb, MKM 62,0+39 62,3+ 3,1
KOpOTKa BiCb, MKM 36,3+ 5,1 34 7+27
BucoTa KyTukynsipHux rpebeHiB no nepumeTpy
OCHOBHMX enigepmarbHuX KIiTUH, MKM 49+0,3 54 +017
KinbkicTb BOCKOBMX FOpOMKIB Ha KMiTUHY
enigepmu 29,3+5/1 13,8 £ 2,75
MpOLEHT KniTUH i3 BOCKOM, % 100 24 +3
[iameTp BoCKOBMX ropOKiB, MKM 1,24 £0,1 0,8+0,1

Ha nuctkax Hedera helix L., y skux metogamu ra3oBoi xpomatorpadii ta mac—
cnekTpodoTOMETpIl LOCTiAKYBanu KyTUKYNSpHY TpaHCMipaLito Ta ckiag BOCKY NPOTSroM OHTO-
reHesy, no4nHawuu i3 4-oi 4obu yTBopeHHs nnucTkiB o 202—0i 406K iXHBOrO (PYHKLOHYBaHHS,
BCTAHOBIIEHO, L0 KOMMOHEHTAMW KYTUKYNSAPHOMO BOCKY € NOMIsSipHa Ta HEMonsipHa MOHOMEpHa
hpakLiist BOCKY, @ TaKoX NonsipHa oniromepHa BOCKOBa opakLis, sika ckaganacs 3 nepBUHHUX
CrmpTiB i kuenoT, aki 6ynn etepudikosani nepesaxHo 1o C,—, C, ~ i C, ~W-TiAPOKCUXMPHIX
kucnot (Hauke, Schreiber, 1998). [loefeHo, Lo MakcuMarnbHa KinbKiCTb HENONAPHOI ppakLii
cnoctepiranacs Ha 30-Ty ofy oHTOreHesy NUCTKIB. MpOTAroM HACTYMHMX 6 MiCSILIB PO3BUTKY
BMICT Ljiei (hpaKkuii BOCKY NOCTYNOBO 3HWKYBaBCA. TUMYACcOM, BMICT BOCKIB MONSPHOT dpakLii
Jocsras MakcMMyMy Ha COpokoBy 400y, a MOTiM NPOTArOM YCbOro OHTOTeHe3y NULWABCS He-
3MiHHUM. BenuumHa KyTUKYNApHOT TpaHcnipauii Takox 3MmiHtoBanacs npoTsroM OHTOreHesy:
nig vac nepwwx 30-Tu Ai6 po3BMTKY NUCTKIB TpaHcipaLlis NOCTYNOBO 3HWXYBanacs, a y Ha-
ctynHi 180 gi6 npakTuyHo He 3miHBanacs. TobTo, NOKa3aHo, WO WBWUAKICTE KYTUKYNAPHOI
TpaHcnipaLlii noB’si3aHa 3 HasBHICTIO B KYTUKYNSIPHOMY MaTPUKCi HEMONSIPHUX MOHOMEPIB BOC-
ky (Hauke, Schreiber, 1998).
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1.5.4. Jli2HiH

Cknag nirdiny. JlirHiH — posranyxeHuit 6iononimep, skuin pa3om i3 remilenonosamm Ta
NEeKTUHOM fi€, K KNenkuii MaTpuke 4na mikpodibpun yentonosu. JlirHiH 3abesneyye me-
XaHiYHY MILlHICTb TKaHWH Ta OpraHis, HeNpPOXigHICTb BOAM Ta BOAHUX PO34MHIB Yepes 060-
NOHKK Tpaxeif, Wo pobuts Tpaxeian 3gaTHUMKM TPAHCNOPTYBATK BOAY Ta BOAHI PO3YMHM Ha
3HauHi BiacTaHi. Kpim TOro, MirHiH 3axuijae NpoTonnacTt KNiTUHW Bif BTOPTHEHHs naTore-
HiB. JlirHiH npeacTasnse coboo KOMNNeKe (MeHinnponaHoigis (MOHOMITHIHIB), CUHTE3 SKMX
NOYMHAETBCSH 3 OKUCIIEHHS aMiHOKUCIOTM
teHinananivy.  MoHonirHiHn  6yayoTb-
PAL cs i3 6/0KiB p-KymMapoBOro, CMHaMnoBOro

' Ta KOHiheponoBoro cnupTiB, YTBOPHOHOYM
p-rigpokcudeninosi  (hydroxyphenyl, H),

reasuunosi (guaiacyl, G) Ta CUpMHrinoB.i
S (syringyl, S) deHninnponaHoigHi oaNHU-

O
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Puc. 1.5.4.1. Cxema GiocuHTe3y nirHiHy Ta noro cTpykTypa (Leisola et al., 2012; Vanholme
et al., 2010). A - LMHaMiHOBI KMCMOTW YTBOPIOKOTLCS 3 (PeHinanaHiHy 3a A0NOMOrow
(beninanaHiH-amoHii-niasm (phenylalanine ammonia lyase, PAL). [pu LibOMy yTBOPOETb-
CS MOHOPIMHIH 32 JOMOMOIOH KiNbKoX (bepMeHTiB. INepokcnaasu Ta nakasu noyYnHaTb
noniMepm3aLito MOHOMIMHIHIB 3a 4ONOMOrot pagukanias. b — Cxema cTpykTypu nirHiHy 3a
Vanholme et al.(2010)
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1968; Adler, 1977), aki BknYalOTLCA B noniMepusalito nirHiny (puc. 1.5.4.1) (Leisola et
al., 2012).

Cknap, BMICT Ta MONekynsipHa Bara nirHiHy (Big kinbkox tucay go 10000 [a) 3anexwTb Big
BMAY, NONOXEHHs cTeben ym NUCTKIB Ha AepeBi, Ta HaBiTb Bif MOMOXEHHS KNITUHU B TKAHWHI.
3’eHaHHS MK ME30MepHUMM paguKkanbHUMM MOHOMEPaMI KNacudikyeTbCs K HEKOHAEHCOBA-
HWI (B OCHOBHOMY, apin-ankin-B-0-4 edhipHi 38's3kM), ab0 X KOHAEHCOBAHWIA NiTHIH (B OCHOBHOMY
C-C-3B'a3ku) (Joseleau, Ruel, 1997; Kukkola et al., 2003). Ha cborogHi TOUHUI MeXaHi3M, SKui
KOHTPOMIOE YTBOPEHHS MOMNIMEPIB Y MirHiHIi poCnnH HeBigoMuiA. [ani npo yac novatky Bigkna-
AaHHs NirHiHy NpoTUNEXHi: AnoHcbki gocnigHuky (Yoshinaga et al., 1997) BBaxatoTb, LU0 MirHiH
BigknagaeTbcst B 000M0HKaX Tpaxeia Tinbkv Nicns CMHTe3y nonicaxapwais, TOAI SK iHWWi aBTopy
nokasarnw, Lo CiTka HOBOCMHTE30BaHOI LIeNtono3mn MNWAaeTbCa HeOpraHi3oBaHo, AOKM MirHiH He
noyHe Bigknagatuck (Griinwald et al., 2002).

CMPUHriNoBMiA MOHOMITHIH B OCHOBHOMY BXOAWTb [0 CKMady NirHiHy KBITKOBUX POCIMH Ta
nikocpitie (lycophyte, Selaginella), Toai sk rigpokcudpeninosuin (H) Ta reasuunosuin (G) MoHo-
NirHiHW BXOASATb A0 CKNaay MirHiHy BCIX CyAUHHNUX pocnuH. MoxonogibHi He CUHTE3YHOTb MirHIHY,
arne MOXyTb MICTUTW PO34MHHI (heHinnponaHoiau, sk naeoHoigm Ta nirHanu (Weng et al., 2008;
2010).

Y ronoHaciHHUX NirHiH BigKknagaeTbea B AepPeBuHi, BiH 36arayeHnin H oguHuysmn. Y no-
KPUTOHACIHHUX CKMnag MirHiHy 3MIHIOETLCA B 3aNeXHOCTi Bif BUAY, TKAHWHW Ta KMiTUHW. TakK, y
KniTwHax ¢ibpun Ta KniTuHax napexximu ctebna B OCHOBHOMY JTirHiH MICTUTb CUPWHIINIOBUIA MO-
HOMIrHIH, TOAI K KNiTUHHI 0BOMNOHKM TpaxeanbHUX eNEMEHTIB Ta KCUMeMn — rBasiuunoBuid Mo-
HonirHiH (Weng et al., 2008). Y TpaB'aHUCTUX (04HOZOMBHMX) € G Ta S oaWHMUI, BMICT SKuX
Maixe OHaKOBMIA, BOHW TaKOX MOXYTb MICTUTK W H oguHuui, ane ix GinbLue, HiX Y ABOLOMNBHNX
(Baucher et al., 1998). B obonoHkax cyauH AepeBuHN Bepesn MirHiH NoXoauTb B OCHOBHOMY 3
KOHiChepOnoBoro CnupTy, Toai sk pibpun 060MOHOK MatoTb Y CBOEMY CKNMafi CUHANOBUIA Ta KO-
Hidbeponosui cnupTn (Fergus, Goring, 1970). Y ctebnax Arabidopsis nirHiH NPOBIZHUX MyyKiB B
OCHOBHOMY CriagaeTbes i3 G oanHuUb, ToAi sk Gibpunu nyykis — i3 S oguHnus (Chapple, et al.,
1994). Y nepeBuHU COCHM MNirHiH CEPeaMHHOT NaMenu Mae B OCHOBHOMY p-KyMapuiioBui CrimpT,
a BTOPMHHA 060M0HKa MICTUTL KOHibeponoBuii cnmpt. Lie 6yno B13HayeHo 3a 4ONOMOTOK0 MiTKU,
Ky CocTepiranu B cepeayHin nameni 060moHoK abo X Mo KyTax KniTUH 3 BTOPUHHOK 0BONOHKOH
(Terashima et al., 1993). MpoTe po3BUTOK BTOPUHHOT 0BONOHKM, LLO YTBOPIOE TPY LUAPK (BHYTPILL-
Hil, CepeHii Ta 30BHILLHIN) NOKa3ye HAsBHICTb TPOX BWAIB MOHOMITHONMIB, SIKi NpeAcTaBneHi H,
G Ta S ogunnusamm (Terashima et al., 1993; Terashima et al., 1986, a; 1986, b). Lli aaHi gonycka-
t0Tb, LLLO MOHOMEPY irHiHY, WO BiAKNaaaoTbes B 060MOHL, MatoTb BUCOKY OPraHi3oBaHiCTb, pe-
rYNKTECS NEBHAMW NPOLLECaMM Ta, OYEBUAHO, BOMOAiOTb MEXaHI3MOM aKTUBHOTO TPAHCMOPTY
B cepeaunHy 0DONOHKM 11 XapaKTepu3ytoTbCs BiAKMaAEeHHSIM NEBHIX MOHONIHIHIB.

Y M'SIKiin JepeByHi NirHiH B OCHOBHOMY CKNaZaeTbCs i3 rBasiKONOBUX OAUHULb, TOBTO CTPyK-
Typa NirHiHy NOXOAWTb Bif KOHIPEPONOBOrO CMMPTY, TOAI SK OBOMOHKM TBEPAOI AEPEBUHM B
OCHOBHOMY CKI1aaloThCs i3 CUpIHTiny, WO NOXOAMTb Bif CMHanoBoro cnmpTy (Sarkanen, Hergert,
1971). BBaxatoTb, LLO 3i 30iNbLUEHHSM BENUYMHI BigHOLLEHHS G/S nigBULLYETLCA XiMivHUA 6ap’ep
QNS 3aXUCTy KNITUHW Bif NPOHUKHEHHS BOAYM Ta iHBasii natoreHis ( Menden et al., 2007).
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MexaHi3amu, 3a LONOMOro AKX MOHOMIMHIHW CEKpeTYoThCA i3 LUTONNasMaTuyHUX KOoM-
NapTMEHTIB B anonnacT, He 30BCiM 3'coBaHi. Bigomo, Lo ans cuHTesy, a came, nonimepusadii
NirHiHy, HeOOXIOHUM € HAsIBHICTb NepPOKCHaa3 (FEMBMILLYIOYOTO hepMEHTY, L0 BUKOPUCTOBYETh-
CA ANS aKTUBaUji Nepekncy BOAHI) Ta/abo X iHWOro yepMeHTy — nakasu, Wo MICTUTb Midp |
BMKOPUCTOBYE AN akTWBaLii MONEKYNAPHUIA KUCeHb. Pagukanit MOHOMITHIHIB MOXYTb YTBOPHO-
BaTW AMMeEPU, AKi OKUCNAOTBCS. Hanpuknag, ABa paamkann KOHiheposioBoro Cimpty MOXYThb
pearysaTi Mix coboto, yTBOPIOKOYN M'ATHAALSATL Pi3HUX AUMEPIB, i TINbKM M'ATb 3 HAX NULIAKOTHCS
ctabinbHumu. Lli anmepn okmcniooTbes 4O YTBOPEHHS pagykanis, Ski TakoX MOXYTb pearysa-
TW OOWH 3 OOHWM, YTBOPHIOYM BENMKMIA KOMMAEKC. HanbinbLl cnpusTivBiM € MOHOMITHIH, L0
(hopmye 3B'A3kn B B-MOMOXKeEHI, a AUMEPU B OCHOBHOMY npeAcTaenstoTb coboio B-B, f-O-4 Ta
B-5-38'A3aHi monekynu. OueBMAHO, LIO CKNAgHOCTI AN OKUCHUX (DEPMEHTIB MonarakTb B
oOMeXeHi NpsMOoro JOCTyMmy OO CMHTE3YK4Oro noniMepy MirHiHy Ta MOro 383Ky 3 iHLLMMK
nonicaxapugamu matpukca (Vanholme et al., 2010).

XimiyHa npupoaa mMaTpukca BYrmeBOAIB Ta MiKpoibpun Lenonosn BNIMBaKTL Ha OpieH-
Talilo BigknaaaHHs MirHiHy. Tak y cepeduHHiN NnacTuHLi Ta B NEPBUHHIN 0BONOHL Bigknaam
NirHiHY MaKTb CEPUYHy CTPYKTYPY, TOAI SK Y BTOPUHHIX 0BOMOHKaX MirHiH YTBOPKOE Nameny,
K OpIEHTYIOTLCA, SK | Mikpodibpunu (Atalla, Agarwal, 1985; Donaldson, 2001). JlirHiH, wo Big-
KnagaeTbCsl, MOXe YTBOPIOBATM XiMiYHi 3B’53KM 3 reMiLientonosamu Ta BigLLITOBXY0uM BoAy, hop-
MyBaTH rigpodobHe OTOYEHHS.

JocnimxkeHHs nokanisayii nirHiHy MoXXHa NPOBOAWTY B YNbTpadioneToBOMY CBIT/Ii HA NHOMI-
HECLIEHTHOMY Ta nasepHOMYy KoHdOKanbHOMY Mikpockonax (npu dhapbyBaHHi akprdnasiHOM i
aypeMiHom-O RirHiH yopecLiloe X0BTO-3€MEHUM, Y1 XXOBTUM CBITAOM, BiAMNOBIAHO (PrnyopoX-
POMY); y CBITNIOBOMY MiKpockoni (Mpu chapbyBaHHi METUMEHOBUM CUHIM MirHiH cTae 6nakuTHOro
KOMbOPY), a TaKOX Y TPAHCMICIIHOMY 1 CKaHYHUYOMY ENEKTPOHHNX MiKpocKonax, iHogi B koMbiHa-
LiT i3 IMYHOLMOXIMIYHUMU METOLAMU.

CuHTe3 nirHiny

ICHye Kinbka rinoTe3 LWOAo CUHTE3Y MirHiHy. 3rigHO MepLuUoi rinoTeau, NoniMepuaaLis nirHiHy no-
UWMHAETLCA Ha Ayxe 0BMeXeHii AinaHLi KNiITMHHOI 060MOHKN, Ae BiabyBaeTbC CUHTE3 KOPOTKOI
nocnigoBHOCTI. KoxHa nepBrHHa NOCAIZOBHICTL € TpachapeTom AN nojanbLluol nonimepusadii
naHuoriB nirniHy (Davin, Lewis, 2005). 3rigHO Opyroi rinoTean CUHTE3 MirHiHY KOHTPOMKETLCA
YMOBaMW Y KIiTUHHI 06ONOHL, CUHTE30M MOHOMITHIHIB Ta XIMIMHAMM peakuisiMu, ski NprU3Bo-
OATb 00 YTBOPEHHs pagukania (Ralph et al., 1998). Pagukanw ioHiB yTBOPIOIOTECS 3@ AOMOMO-
roto nepokcnaas (Harkin, Obst, 1973), akTWBHICTb SIKX BUSIBNIEHA B KITITUHAX, Y KyNbTypanbHOMY
cepenoBuLLi, Hanpuknag, y Slender goldenbush (Bredemeijer, Burg, 1986) Ta HopBexcbKoi co-
cHu (Karkonen et al., 2002). Taki okcuaasm, sk nakasa, 6epyTb yyacTb y nonimepuaaLlii nirHivy
(Freudenberg et al., 1958). MpoTe, misHille Big iei rinoTe3n BiGMOBMAMCS Y 3B'A3KY 3 TUM, LLO
NirHIH y Takux yMoBax He 3Mornu cuHTesysaty in vitro (Nakamura, 1967). Mpote nakasa 6yna
eKCTparoBaHa i3 CycneHsiiHux KniTuH SBopa; BoHa Bpana yyacTb y noniMepusadii MOHOMIrHIHIB
(Sterjiades et al., 1992). BaraTo gocnigHUKIB BBaXal0Th, LLO J1akasa 3anyyeHa 4o nonivMepu3awii
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NirHiHy, ane 3aknto4HUX BUCHOBKIB NPO Te, LU0 Nakasa akTUBYETLCA Mpu nonimepusaLlii NirHiHy
in vivo, nokn Hema. Cepeq iHWKUX (PEPMEHTIB, LU0 3anyyeHi 4o nirHidikayii, BUAINATL OKCK-
penykTasy, sika BiZHOCUTLCS 4O OLHOMO TUMY 3 NaKa3ow, BOHA BUSBMEHA B KMITUHAX KCUEMU
Populus euramericana, o gudepetuiototbes (Dean et al., 1998).

NirHicbikavis 060MOHOK CyAMH NPOBIAHMX MYYKiB MOYNHAETHCA MICNS 3aKiHYEHHS PO3TArY
NEPBUHHOI KNITUHHOT 0BONOHKN B KyTax KMiTUHU N CEPEANHHIN NacTUHL, el npoLec npoxo-
ONTb Y HAaNPsSMKY 40 NPOTONACTY, 3an0oBHIOKYM NOpY B nonicaxapuiHin CiTui nonicaxapuais
obonoHku (Wardrop, 1957; Saka, Goring, 1985; Donaldson, 1992). Nirnicbikauis npogoBxyeTb-
CS JOTH, MOKM NPOTONNACT CYAWUH LinWA i JOKU KNiTUHA He 3aruHe. BBaxatoTb, WO CTPYKTypa
NirHiHYy 3MIHIOETLCS NOCTIMHO B 3aNEXHOCTI Bif OpraHy Ta TKaHWHW pocnuHu. OueBnaHoO, WO
CKnaj BYrneBOAHOrO MaTpuKca B Pi3HWX Lwapax 0BOMOHKM TakoX MOXe BNAMBaTK Ha nirHidi-
kauito (Donaldson, 1994).

JocnigpxeHHs BKasylOTb Ha Te, WO Ha paHHiX cTagdisgx AudepeHLitoBaHHS KIITUH KCUEMM,
thnoemu aepeBnHN Ta kambilo BUCOKO KOHAEHCOBAHWUIA P-rigpOKCUEEHINOBMIA NirHIH Bigkna-
[AETbCS B KYTKaX KNiTUH Ta CEPEAUHHI NNacTUHLi NepBMHHOI OLONOHKN. Lle 6yno nokasaHo
BioXiMiYHMMK Ta LMTONOTMYHAMW METOAAMM NpU LOCAIMXKEHHI pi3HUX TkaHuH Balsam poplar
Ta HopBexcbkol cocHn (Christiernin, 2006). CepeanHHa nnactuHka moxe mictutn 50-70 %
NirHiHy, TO4i SIK BTOPUHHI 060110HKM — 80 20%.

[ns GinbwocTi audepeHLinoBaHnX KNiTUH XapakTEPHUM € HASBHICTb BTOPUHHUX KMITWH-
HWUX 06ONOHOK, SKi YTBOPIOIOTHCSA MICASA 3aKiHYEHHS PO3TArY KNITUHW. [INs KNITWH i3 BTOPUHHOIO
000MOHKOK XapaKTepHa nolapoBa CTPYKTYpa, LU0 CKNagaeTbCst i3 30BHILHBOrO wapy (S1),
cepenHboro (S2) Ta BHyTpiwWHbOro (6ins nnasmanemu) (puc. 1.5.4.2). BeaxatoTb, WO NirHiH
PO3MILLYETLCS NULLE B NEBHMX Lapax Takux 060M0HOK. AKLLO X po3rnsgaTt 060NOoHKY, SK TpK-
LIapoBy CTPYKTYpY, TO 3riaHo 3 AaHumm (Kukkola et al., 2003) kKoHAeHCOoBaHWIA MNirHiH y KCUnemi
HOPBEXCLKOI COCHM po3MiLLyeTbest B S2 Wwapi, a B kcunemi 6epesn B S3 (BHYTpilLHbOMY) Wapi
(Kukkola et al., 2004).

[HWi JocnigHvKM BBaXatoTb, LLO CNOYaTKy BigknagarTbCs BYrNEBOAM, NOTIM ige Bigkna-
[aHHA NirHiHY B KyTax Ta CepeAWHHii NnacTuHLi, Aani, Konu novnHaeTbes BigknagaHHs S1
apy Ta 3anoBHEHHS CepeaHboro S2 wapy nonicaxapugamv MaTpukca, BigbyBaeTbes nir-
Hichikayis BTOpUHHOI 060M0OHKM. OCHOBHA Maca NirHiHy iHKOPNOPYETbCS MICAS BiAKNaAeHHs
LLenionosm Ta remilentonos y BHyTpilHboMy S3 wapi (Baucher et al., 1998; Donaldson, 2001;
Saka, Goring, 1985).

JTirHiH, WO MICTUTb CUPUHTINOBI OAMHWLI, BiOKNAAAETbCA Ha Mi3HIX CTagisx AudepeHLito-
BaHHS KMiTUH, @ TakoX Yy NepBuHHiIiN obonoHyi B S2 wapi. Konu x BigbyBaeTbcs 3HauHe Big-
KnageHHs nonicaxapuais, To MirHiikauis cnoctepiraetbes i B S1 wapi nicns BigknaLeHHs
nonicaxapugis (Christiernin, 2006).

Bifomo, L0 BKMNOYEHHS TPBOX Pi3HUX MOHOMITHIHIB O NirHiHY 3aNeXuTb Bif BUAY, OpraHy,
TUNY TKAHWHWM Ta cTagii pocTy KNiTWH Ta TkaHwH (Tabn. 1.5.4.1 Ta 1.5.4.2) (Eom et al., 1987;
Christiernin, 2006). AsTopagiorpadiyHumM Ta MiKPOCNEKTPOMETPUYHIM METOAAMU BCTAHOBIE-
HO, LU0 Y MOKPUTOHACIHHWUX MEPLUUMM B CUHTE3 NIrHIHY BKMIOYaTbCS H-0QMHUMLI Ta MeHLe
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(A) CH

Tertiary wall
‘OCH:'\ Secondary wall 2
OH \ N Secondary wall 1

Coniferyl
alcohol

Primary wall

Middle lamella

OH
p-Coumaryl alcohol

Puc. 1.5.4.2. CxemaTniHe 300paxeHHs MoLapoBOi BTOPUHHOI KNITUHHOI OBOMOHKM.
[Mo3HaueHHs: cepeauHHa nnactuHka (middle lamella); P — nepeuHHa 06omnoHka (primary
wall). WWapu BToprHHOI 060n0HKM: S1 — 30BHILLHIN Wap, S2 — cepeaHin wap Ta TW (tertiary
wall) — TpeTin BHYTPiLLHiN Wwap. Mikpodibpunu Lientono3un opieHToBaHi N PisHUMM KyTamu
B pi3Hux Wwapax obonoHku (Fengel, Wegener, 1984; Christiernin, 2006)

G-oauHuUb, TOAi SK S-guHuULi BKNovatoTses nisHiwe (Donaldson, 2001; Terashima et al., 1993).
Togi K MirHiH y KNiTMHAX CyauH B OCHOBHOMY 3barayeHuin G oguHuuaMu, NirHiH ¢ibpun —
36araveHnin S oguHuuamu (Saka, Goring, 1985). Benuka yacTHa S 0AMHULbL BUSBNSETLCA
y BTOpPUHHUX 060MOHKax nyykis napenximu (Fergus, Goring, 1970). 3a aaHumm proHBanbaa
3i cnisasTopamu (Grunwald et al., 2002) ¢hibpunn ocuku Ha paHHix cTagisax audepeHuiayi
MICTSITb B OCHOBHOMY rBasLMIIOBUIA MirHIH Y CEPEAMHHIN NNacTUHLi, TOAI SK Ha NisHiX cTagi-
SX Y Hill 36INbLUYETHCA BMICT CKIAAOBUX CUPUMHIINIOBOTO Ta p-TiAPOKCU(EHINIOBOrO MOHOIr-
HiHiB. BigHOLIEHHS CUPUHTIN/rBasUMA  TaKOX 3anexuTb Bif OpraHy: y NMCTKax, KOPEHsX Ta
ctebnax 11oro BENMYMHM 3HAYHO BILPI3HAOTLCA. Tak Yy KnoHa cpibnsctoi rpywi (Betula pendula
lines) ye 3HaveHHs B nucTkax ctaHosuno 1,05 + 0,044; y ctebnax — 2,27 £ 0,02, y KopeHsix —
2,56 + 0,09, signosigHo (Heidi Timonen, 2007).

— 55—
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TABITULA 1.5.4.1. BmicT nirdiHy Ta 1oro MoHomepiB (nicns TiOKUCNOTHOrO Nisncy) y
pi3HMX TKaHWHax aepeBuHn Populus balsamifera (Christiernin, 2006)

JNirHiH Ta oro cknagoB.i [epeBuHa ®rnoema, Kcunema, ®noema, Kcunema,
TONON yepBeHb YepBeHb cepneHb cepreHb

KucnoTHo- posyHmin
TirHiH, % 3% 6 % 7% 7% 5%
TlirHiH (BUZiNeHwit no
Knacony*), % 23 % 2% 3% 2% 8 %
Cwpirin, (umol moHomepy/ rp’*
nirHiHy no Knacony) 886 344 346 405 406
MBasymn, (umol moHomepy/ rp!
nirHiHy no Knacony) 692 624 542 766 489
SIG 1,28 0,55 0,64 0,53 0,83

*- Klason lignin — Le nirHiH, BU3Ha4YeHHs SIKOro BiABYBaAETLCS NPSMUM TpaBiMeTPUYHUM METOAOM Micns
riaponiay Ta PO3YMHEHHS BYIMEBOAIB, e B 3anuLLIKy nuwuaeTbes nuiwe nirHii (Christiernin, 2006).

TABITULA 1.5.4. 2. BmicT nirHiHy Ta oro MoHomMepiB (nicns TiIOKNCNOTHOrO nisucy)
Y KNiTMHaX cycneH3inHoI KynbTypy TONonMi Ta AepeBuHi Tononi
(Christiernin, 2006)

JlirHiH Ta oro cknagosi 7-MM [eHHi 14-Tn OeHHi 21-HO [eHHi [epesuHa
KNiTUHK KIiTUHY KIiTUHN Tononi
CyCneHaii cycnexaii cycneHaii

KncnoTtHO-po3y4Hui nirHiH, % 9,8% 8,6 % 8,4 % 3,7 %
JTirHiH, BuAineHuit no KnacoHy,

% 0,7 % 2,2% 3,9 % 18 %
CwupiHrin, (umol MoHomepk/ rp”

nirHiHy no Knacoxy) He Bu3HayeHo | He Bu3HayeHo | He Bu3HaueHO 1932
Basuun, (Umol moHomepy/ rp*

nirHiHy no Knacoxy) 575 337 194 1260
SIG He BusHaueHo | He BusHaueHo | He Bu3Ha4eHo 1,9

BiocuHTes nirHiHy BigbyBaeTbcA TpbOMa LUMSAXaMK, SKi BiAOMI, SK LUMKMMATOBUIA, de-
HINNponaHoigHUi Ta cneungivHni WNaxu. FoNOBHUA i3 HUX — e (EHINNPONaHOIAHWA LWNSX
(puc. 1.5.4.3) (Kukkola et al., 2003), B sixkomy Ha nepLiomy eTani BigOyBaeTbC CUHTES (EHI-
nanaHiHy Ta TUPO3UHY Ha LWASXY CUHTE3y WKKUMOBOI KUCNOTU. [pyruit eTan — BUKOPUCTaHHS
NeBHUX (DEPMEHTIB Ha PeHINNPONaHoigHOMY LLNAXY AN NePETBOPEHHS LX aMiHOKUCAOT y No-
XiZHi FigpOKCMILMHAMIHOBOT KMCNOTW. | TpeTil eTan — Le dhopMyBaHHS MoHORirHiHiB (Grisebach,
Hahlbrock, 1974; Lewis et al., 1999).
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Puc. 1.5.4.3. Cxema cuHTe3y MoHonirHiHiB (Boerjan et al., 2003). TpaHcmiciitHa
MikpodboTorpadpisi KniTMHU Tpaxeign HOPBEXCbKOI COCHM (Picea abies), Ha PUCYHKY
BKa3aHa MiTka KOMOIAHMM 3010TOM Y KNITUHHIN 0B0NOHL, sika Gyna nomiyeHa aHTuTinammu
NpoTW AN6EH30ANOKCHHY.

MosHaveHs: C4H - wmHamaT-4-rigpokcunasa, PAL - deninamoninniasa, CAD -
WwiHamaTankoronbaerigporeHasa, CCoAOMT - kodein-KoA-O—meTuntpaHcdepasa,
CCR - wuHamatkoeH3um-A-pegyktasa, COMT- kodbeinkucna O-meTunTpaHcdepasa,
F5H - depynosokucna-5-rigponasa ( Kukkola et al., 2003).
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BiocnHTE3 MOHONIrHIHIB NPOXOAUTL LNAXOM Cepii (pepMEeHTaTUBHUX peakLiit, aki Ka-
TanisyloTbcs WuHamaT-4-rigpokcunasoto (C4H) ta deninamoninniazow (PAL) (Boerjan
et al.,, 2003). MoHonirHiHN cuHTE3ylOTbCH i3 p-kymapun-CoA npw rigpOKCUIOBAHHI,
O-meTuntoBaHHi Ta NepeTBOpeHHi 6okoBoro naHutora kapbokcuny B cnupT(K), Nicns Yoro
BOHW TPAHCMOPTYIOTbCA A0 KNiTUHHOI 060MOoHKM. KpiM UMX (DEPMEHTIB y CWHTESI RirHiHy
OepyTb yyacTb LWe Taki hepMeHTU, SK WrHamaTankoronbgerigporeHasa (CAD, cinnamyl
alcohol dehydrogenase); kymapun-Ko-enaum A3-kapbokcunasa (CCoA3H, coumaryl
Coenzyme A3-hydroxylase); kodein-Ko-eHaum A-O-metuntpaHcdepasa (CCoAOMT,
caffeoyl-coenzyme A-O methyltranferase); wnHamin-Koensum A pegykrasa (CCR, cinnamoyl
Coenzyme A reductase); O-metuntpaHcgepasa kogeiHooi kucnotn (COMT, caffeic acid
O-methyltranferase); 5-rigpokcunasa gepynosoi kucnotu (F5H, ferulic acid 5-hydroxylase)
Ta kymapuHoBo-kucnuiri:Ko-eHsum A nirasa (4CL, 4-coumeric acid: Coenzyme A ligase
(puc. 1.5.4.3) (Whetten, Sederoff, 1995; Lewis et al., 1999).

[aHi npo Wnsaxu TpaHCMOPTYBaHHS MOHOITHIHIB i3 LMTONNa3Mu 40 0BOMOHKM HEOOHO3-
HayHi. MoHOMIrHiHM 3HaxoasTb SK Y BilbHOMY CTaHi, Tak i y BOAHO-PO3YMHHOMY, abo X Y
BUMMSAAI rMIOKO3MAIB BOLHO-PO3YMHHUX MOHONIHIHIB (Steeves et al., 2001; Tsuji, Fukushima,
2004). BeaxawTb, WO BinbHIi MOHOMIrHIHK abo X iX rMOKO3MAN MOXYTb MPOXOANUTU YEpPes3
UuTONnasMaTyHy MeMbpaHy pisHUMM LUNSXaMK: NacuBHOKW AUdY3ieto, 3aBAsKM rigpodob-
HWM 3B’13KaM; TPAHCMOPTYBaHHAM 3a LONOMOro Be3ukyn [onbmxki abo LWNsSXoM aKTUBHOI An-
dyaii, BukopucToBytoun AT®-38'a3ytoui TpaHcnopTepu (Marjamaa et al., 2009).

HeaaBHi 4OCTimKEHHS reHOMY Ha PiBHi BUBYEHHS TPAHCKPUNLT Ta AOCAIZXEHHS NPOTEOMY
nokasasnu, L0 B rofIOHaCiHHWX Ta NOKPUTOHACIHHMX Mif Yac audepeHLiallii keunemu Ta Bigkna-
[IEHHS! BTOPUHHOT 0BONOHKY YacTo 3anyyeHi MemBpaHHi TpaHenopTepy. IXHi reHn xapakTepu-
3yl0TbCS 3HAYHOK EKCNpecieto B NirHichikoBaHux TkaHWHax aepesunu. Lli 6inku TpancnopTtepu
BMSABNEHI NPK HakonuyeHi nirnivy B aepesuHi (Whetten et al., 2001) Ta B cTebni apabigoncucy;
reHU TPaAHCMOPTEPIB EKCMPECYBANMUCA OGHOYACHO 3 EKCMPECIEH reHiB (hepMeHTIB biocuHTE3y
nirniny (Ehlting et al., 2005). Taki TpaHcnopTepu xapakTepu3ytTbCa NEBHUM PO3NOLINOM Y 3a-
nexHocTi Big TMny TkaHuHW. OguH 6inok TpancnopTep i3 cybpoauHu B Ta Tpu Binka 3 poanHu
G bynu ineHTMikoBaHi Tinbky B TKAHMHAX kambito Ta dnoemi; Toai sk Binok TpaHcnopTep i3
cybpoanHn B 6yB cneundiyHmia nuwle ans keunemu, a noro romonor i3 Arabidopsis ABCB15
(MDR13) xapakTepu3yBaBCcs NEBHOK Kopensuieio 3 reHamu 6iocuHTe3y MirHiHy Ha piBHi TpaH-
ckpunuii (Ehlting et al., 2005).

Y paHHix poboTax byna BMCIOBMEHa AyMKa, WO NPOLeC OKUCEHHs/aerigpaTtayis MOHO-
nirHiHiB BigbyBaeTbCs 3a yyacTio nepokcnaas (PRXs) (Harkin, Obst, 1973). Misniwe 6ynu Bu-
SIBMEHi 1 iHWi (pepMeHTH, 30Kpema, fakasn Ta eHooKCuaasn, ki, 3a AYMKOK AesSKMX aBTo-
piB, TaKOX 6epyTb y4aCTb B OKUCNEHHI MOHOMITHIHIB.

Knac LU nepokengas (K® 1.11.17) sigirpae cyTTeBY porib Y XWUTTi BULLMX POCIUH NPy agan-
Tauil 4O cyxo4ony Ta 4O 3MiHW pagumKkasniB Y KMCHEBOMY OTOYEHHI, 30KpeMa, npu HOPMyBaHHI
nepekucy BogHio — cy6cTpaty ans nepokcuaas (Passardi et al., 2004). Lii nepokenzasu 6epyTb
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yyacTb Yy nirHicikauii Ta cybepuHisallii 060M0HOK, a TaKoX akTUBYIOTLCA NPY 3AEPEB’HIHHI Ta
arayi pocnuuu natoreHamu. Mepokenaasu LU BUSBNAIOTLCS TiflbkM B anonnacti poChuH, ne-
pokeugasu Il (KO 1.11.1.13) — y knituHax rpubis; nepokcugasm | (KO 1.11.1.51a 1.11.1.11) -y
KniTMHax apixaxis, 6aktepin Ta rpubis (Higara et al., 2001). Knacv nepokenaas | ta |l xapakTe-
pU3YITLCA MOn. Macot 32-63, 43-49 k[la, BianoBigHO, TOAi SK nepokcuaasa LU mae mon. macy
28-60 kfla (Higara et al., 2001). PoguHa nepokcugas LW Haniyye 73 renu B Arabidopsis thaliana
(Welinder et al., 2002) ta 138 — y puci (Oryza sativa) (Passardi et al., 2004). Mepokcngasu
MOXYTb MOAUIKYBaTU CTPYKTYPY KNITUHHOI 060MOHKM (Mpu noniMmepu3alii cybepuHy) (Arrieta-
Baez, Stark, 2006), npu nonepe4HoMy 3B’s3yBaHHi Takux CTPYKTYpPHUX (HE (hepMEeHTaTUBHMX)
Binkis, sik ekcTeHcuHu (Jackson et al., 2001), npu kaTanisi Ta opMyBaHHi 38’s3kiB Audepyno-
BOT KMCIIOTW MiX nosicaxapuaamu, 38’a3aH1MmM 3 NirHiHOM Yu 3anuwkamu hepynoBoi KUCIOTK
B nonicaxapugax (Fry, 2004), a Takox npu yTBOPEHHI rigpoKcupaaukanis, WO po3cikatoTb no-
nicaxapuau obonoHkm (Schweikert et al., 2000).

[ns nepokcuaasn xapakTepHo M'ATb CTYNEeHiB OkucneHHs (puc. 1.5.4.4 BOHM nopaHi B
oBarnbHUX opmax). Ha okuCrneHHs ABOX MOeKyn CybcTpaTy BUKOPUCTOBYETLCS O4HA MOre-
kyna nepekucy BogHio (puc. 1.5.4.4). Tunosum € Te, Wo knac LU nepokcnaas sgaTHUM OKuc-
NBaTH WMPOKNA CNEKTP (HEHOSTbHUX KOMMOHEHTIB, BKMOYaUYM M MOHOMIMHIHK. [1poTe ans
Pi3HMX NepoKCMaas XapakTepHa pisHa 34aTHICTb 40 OKUCMEHHS MOHORIMHIHIB. Tak kKoHideposno-
BMI CMMPT AOCUTb NETKO OKUCMIOETHCS NEPOKCMAa3aMm, TOLi Sk CYHANOBUIA CIMPT € Cnabkum
cybCTpaTOM ANst OKWCMEHHS NEpPOKCMAA30k0, BiH OKWUCIMHETLCS 3a Y4YaCTHO iHWMX pagukanis
theHonis (Takahama, Oniki, 1994). HegasHo Momec Poc 3i cnisasTopamu (Gomez Ros et al.,
2007) ineHTucikysanu renn nepokcugasu (PalPrx08, CWPO-C), wo 3anyyeHi A0 OKUCNEHHS
CWMHaMOBOro CMUPTY NPW CUHTESI NirHIHY B KNITUHAX KYNbTYpW TKaHUHK Tononi. ABTOpM nokasa-
nm ponb epouutoxpomy C, ki, sk BBaxatoTb, 6epe yy4acTb B YTBOPEHHI pagukanis KUCHHO
npu cuHTE3i nonimepis (Sasaki et al., 2004).

lMepokcnaasu LU, 1wo oKMCRoTb CUHANOBUIA CIUPT NpK POPMYBaHHI NirHiHY BUSBIIEHO Y
Tomaris (Lycopersicon esculentum) (Quiroga et al., 2000), B kynbTypi kniTuH Tononi (Populus
alba) (Ayoama et al., 2002), Zinnia elegans (Gabaldo'n et al., 2005) Ta cpibnscroi rpyLi
(Betula pendula) (Marjamaa et al., 2006, a; 2006, b). Lle go3Bonuno aBTopam NpUmycTUTH,
L0 HEOMOCEPEAKOBAHUM LLISIXOM OKUCIIEHHS CMHAMOBOrO CMMUPTY Nepokcuaasamu Binbysa-
€TbCA 3a y4acTi remy, Ang SKOro CamT BTOPUHHOTO CyBCTpaTy OKWUCMEHHS 3HAXOAUTbCS Ha
noeepxHi binka (Sasaki et al., 2008). PalPrx08 mictuTb ABa cneundivnnx Tyr sanuwku (Tyr-74
Ta Tyr-177), siKi 3a CTPYKTYPHOK MOZENITI0 BUCTYNaloTh Ha NOBePXHi Binka 6ins remy, i Takum
YMHOM MOXYTb GpaTi y4yacTb B €MEKTPOHHOMY TPaHCNOpTi. XiMiyHa Moaudikayis 3anuikis
Tyr y PalPrx08 po 3-HiTpoTMpo3nHy 3 TeTpaHiTpomeTaHoM (TNM) npu3BoamTh 4O 3HWXKEHHS
OKUCNEHHS CUPMHTiNanbaasunHy, AnMepa CMHanoBoro CNupTy, Wo 3anobirae OKUCMEHHIO de-
pouutoxpomy C, i 3anyyae Ui 3anmLLKK O OKUCNEHHS 3HAYHOI KinbkocTi cybcTpartis (Sasaki et
al., 2008).
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Puc. 1.5.4.4. [TaTb CTagiit OKMCIEHHS (YEPBOHI OBanbHi hopMM) NEPOKCHUaa3N: HaTUBHa
nepokcuaasa, komnoHeHTn |, I, Ta L , a Takox pepMeHT, KU MICTUTbL iOHU 3anisa.
lMepokcnaasHnii LK (yka3aHo GnakuTHUMKM CTpinkamu) — Le LOMIHYIOYMNA LyKN Mpu
YTBOpEHHi pafukanis MOHOMIMHIHIB Ans noniMepusalii MirHiHy Ta BUKOPUCTAHHHSA
H,O, Ana okucreHHs. MpoTe nepokcuaasn 3naTtHi yTBOPIOBATU AyXKe PeakTUBHI BifbHI
paaukani B rigpokcuibHOMY LMKni, Taki, Ak cynepokcuan kucHio (O,), riApoKCUmbH
pagvkanu (OH) Ta rigponepokcuaHi pagukanu (HOO), ski MOXyTb OKMCTIHOBATH OTOUYHOMI
HaBKONO MOIEKynu, Hanpuknag, ski Takox MOXyTb 6yTW BUKOPUCTaHI i AN 3aXMCHUX
peakuin. AH — meTaboniam (3HWxKeHHS) cybCTpaTiB Takux, SK MOHOMIrHIHKM. KaTaniTuyHi
LUmknu nepokeugasu € agantusHumm (Berglund et al. 2002; Liszkay et al. 2003; Marjamaa
et al. 2006, a)

Ha kynbTypi KniTUH HOPBEXCHKOI COCHU (Picea abies) nokasaHo, Lo npu iHribyBaHHi ne-
poKCKAA3N (LLNSAXOM 3HUKEHHS BMICTY NEPEKNUCY BOLHIO) 3HAYHO 3MEHLLYETHCS CUHTES MirHIHY
B kniTuHax (Karkénen et al., 2002). OgHak, y TpaHCreHHWUX POCIWH THOTIOHY NPK EKCNPECii reHy
IbPrx04 (swpa4) nepokcuaasu akTuBy0Tb (POPMYBaHHS NEPEKUCY BOLHIO, LLO NPU3BOAUTBL [0
36inbLeHHs BMICTY nirHiHy Ta deHonis (Kim et al., 2008). MexaHiam iHaykoBaHoi ekcnpecii
reHiB MepoKcuaasn CTUMYITIOE akTUBALit0 Ta MiABULLEHHS BMICTY (DEPMEHTY, Npu 30iNbLUEHHi
BMicTy BignosigHoi MPHK 3a yMOB nocuneHHs 34epeB’siHiHHG POCIUHU YK NpK naToreHesi;



PO30IN MEPLIMNA

npu LUbOMy Yy curHanisadii uux npouecis 6epyTb yyacTb ABK, eTuneH Ta xacMoHoBa kucnota
(Higara et al., 2001).

BmicT nepekncy BOAHIO Y KMITUHHMX 0O0MOHKAX 3HAXOAMUTLCS Mid KOHTPONEM ackopbaTok-
cugasu; npu ii akTuBaLii BigbyBaeTbCs 3HWXKEHHS CUHTEe3y nirHiHy (Ka'rko nen, Fry, 2006; Ros
Barcelo” et al., 2006). MiLueHsiMm nepokcuaasn Takox MoxyTb 6yTi CTPYKTYPHI Binku, ekcTeHcu-
HW, 3a1LLKK (hepYNIOBOI KUCNOTH, Ha SKi Aie Nepokcuaasa, NonepeyHo 38’a3yHUmn nosicaxapuam
B 060NOHLj, i, TaKUM YMHOM, 3yNUHSIE PICT PO3TATOM KNiTWHHOI 06onoHku (Brownleader et al.,
2000; Fry, 2004). MigcymoByroumn, Mm Baummo, Wo knac nepokcngas LU sonogie noTeHLinHOW
(DYHKLE ANs CMHTE3Y NirHiHy, ane iHgopmaLisa npo KaTaniTMyHi BNacTUBOCTI, eKCnpecito Ta
iXHI0 NoKanisaLito CUNbHO BIPI3HAETLCS B Pi3HUX Nepokcuaas y npoueci nirHiikadii (Marjamaa
etal., 2006, a; 2006, b).

Perynsuia cuHTe3y nirHivy

Perynsuis cuHTe3y nirHiHy BigbyBaeTbCs 3a YMOB KOOPAMHOBAHOI EKCMpPECii reHiB hepMeHTiB
CuHTE3y. HepasHii nporpec B aHanisi NPOMOTOPIB reHiB NOKa3aB HAsIBHICTb MEBHOI perynsui.
®epmeHT eHinananiHamoHiiniaa (phenylalanine ammonia-lyase, PAL) y ronoHaciHHux kogy-
€TbCS OAHIEI0 KOMieto reHiB (Subramaniam et al., 1993), Toai K y NOKPUTOHACIHHMX — HEBEMUKOKD
POAMHOIO reHiB. PepmeHT 4-kymapat-KoA-nirasa (4-coumarate:CoA ligase, 4CL) y neTpyLuku ko-
BYETbCA ABOMA BUCcOKoromororiyHumy reHamm (Douglas et al., 1987), y Arabidopsis — nuwwe og-
HUM reHom (Lee et al., 1995). AHani3 perynsTopHux Bnactueoctei npomotopis PAL2 y keunemi
ropoxy Ta NeTpyLkn, a Takox 4CL-1y Kcunemi TPaHCreHHOro THOTIOHY Nokasanu, Lo (yHKLio-
HalbHO PE3EPBHI Cis ENEMEHTY NOKani3ylTbCA B NPOKCUMASbHIi 30Hi BIZHOCHO CanTy, Ae noYu-
HaeTbesa TpaHckpunuis (Hatton et al. , 1995; Hauffe al., 1993; Leyva et al., 1992). MNMocnigosHicTb
y PAL-npomotopi (T)YCCACCAACCCC (C) (ACII) MicTUTb HEraTUBHWUI €NEMEHT, AKUIA NPUTHIYYE
aKTUBHICTb MPUXOBAHOIO Cis-enemeHTy ans ekcnpecii PAL y donoemi (Hatton et al., 1995, Leyva
etal.,, 1992). Taka nocnigoBHICTb 3B’A3aHa i3 KOHCEPBATUBHO AiMSHKOK Y YUCTIEHHWX NPOMOTO-
piB PAL, BuZineHux i3 ropoxy, NeTpyLKW Ta pesywiku Tans, ski MiCTATb CrifbHy NOCNIAOBHICTb
CCA(A/C)C(AIT)AAC(CIT)CC (Lois et al., 1989). MogibHMIn eneMeHT BUSBIEHO 11 Y HEraTWBHO
perynsboBaHoi nocnigosHocTi 4CL-1 (Hauffe al., 1993). Takum ynHoMm, Ui ABa hepMeHTH y de-
HINMNPONaHOIAHOMY LUNSXY CUHTE3Y TirHiHY PErynioloThCa KOOPAMHOBAHO 3a LOMOMOro Hera-
TUBHOTO CiS-NEMEHTY. ABTOPM MPUNYCKaKTh, WO B iHLUIM TKaHWHI, a came, y ¢noemi, HeobxigHa
HasiBHicTb MoTuBY ACI y npomoTopi PAL2 (Hatton et al. , 1995).

BiocHTe3 BTOPUHHMX KMITUHHUX 0OOMOHOK, OCHOBHUM KOMMOHEHTOM SIKUX € NirHiH, Lento-
ro3a Ta remilernionosu, € BUCOKO KOOPAMHOBAHWM MPOLIECOM, A0 SKOrO 3anyyeHo eKcrpecito
FeHiB, LLO TaKOX PeryniolTbCs Kackaom TpaHCKpunLinHux daktopis (Rubin, 2008). TpaHckpun-
LiHi chakTopy — Le Binky, WO (yHKUIOHYIOTb KiMbKICHO, LWBMAKO Ta NPOCTOPOBO AN KOHTPO-
NIOBaHHS reHiB. [eHETUYHWIA aHani3 BUSIBUB 3HAYHY KiflbKICTb TPAHCKPUMLiAHWX (haKTopiB, LLO
KOHTPOIMIOKTb PO3BUTOK 060NOHOK Y cyanHax (Yamaguchi, Demura, 2010). l'eHn TpaHckpunin-
HUX (DaKTOPIB MOXYTb NEpeKoyaTit (BKMKOYATK Ta BUKMKOYATW) CUHTE3 CKNAZoBUX BTOPUHHMX
000MoHOK, a came: MirHiHy, Lenonosn Ta remiuentonos. HegasHo npy AOCTIMKEHHI PO3BUTKY



O.M. HEQYXA KMITUHHA OBOJTOHKA POCIIVH | ®AKTOPY CEPE[JOBMLLA

(hibpun, cyamnH Ta eHgoTeLiio nunska, Bussunu kinbka MYB ta NAC TpaHCkpunuinHux dhakTopis,
SKi € KIHOYOBUMU NEpEMUKaYamm B perynsuii GiocuHtesy knituHHoi 06onoHkm (Zhou et al., 2009;
Zhao et al., 2010). TpaHckpunuiinHmin haktop MYB poswudposyeTbes, sk “mining yeast binding
sites». NAC — ue 6inku, Lo BigHOCATLCS A0 HANBINbLUOT POANHM TPAHCKPUNLAHMX (hakTopiB, LLO
BKNOYae Tpu TpaHckpunuinHi daktopu: NAM (no apical meristem), ATAF1 (Arabidopsis thaliana
transcription activator factor) Ta CUP2 (cup-shaped cotyledon). Lia poguHa Ginkis Bignosigae
33 PO3BMTOK POCIMHK, 3a BIANOBIagb Ha Aito BiOTMYHWX Ta abioTMUHKX thakTopiB, a Takox bepe
yyacTb y ropmoHanbHin curHanisadii. NAC tpaHckpunuiHi daktopu (3okpema, NAM, ATAF1/2
Ta CUC2) e cneumndiyHumm i xapakTepusytoTbes HasBHICTIO koHcepBaTBHOrO NAC gomeny,
Lo nokanisyetbcst B N-TepMiHasnbHiit 30Hi, Ta AMBEPreHTHOro (po3bixHoro) C-aomeHy akTuBauii
(Olson et al., 2005). Y Arabidopsis thaliana B reHomi 3HanaeHo 114 NAC TpaHckpunuinHux cak-
TopiB (Zhong et al., 2010). [esiki 3 HUX BigirpatoTh Pi3Hy POIb Y PO3BUTKY POCIIMHM Ta B ii 3aXUCTi
(Olson et al., 2005; Ooka et al., 2003).

HepasHi gocnigkeHHs nokasanu HaseHicTb nigrpynu NAC TpaHCKpunuinHux gaktopis,
3okpema: SECONDARY WALL-ASSOCIATED NAC DOMAIN PROTEIN1 (SND1, Takox Ha-
3aHun NST3/ANACO012), NAC SECONDARY WALL THICKENING PROMOTING FACTOR1
(NST1), NST2, VASCULAR-RELATED NAC DOMAING (VND6, ta VND7), o ¢hyHKLiOHYHOTb
Ha MepLloMy piBHI MEPEKITIOYEHHST Ha 3anporpamoBaHuin GIOCMHTE3 BTOPUHHMX OOONOHOK
(Zhong et al., 2010). SND1 e cneumdiyHnm TpaHCKpUNLinHUM thakTopom ans dibpun, Toai sk
VND6 ta VND7 - ans cyguH. Mpu mytauisx SND1 ta NST1 BTopuHHi 060mn0oHKmM y thibpunax
He chopmytoTbes (Mitsuda et al., 2005, 2007), Toai sk gomiHaHTHa penpecis VND6 ta VND7
Brokye hopMyBaHHS NOTOBLLEHHSA BTOPUHHUX 060MOHOK Yy cyanH (Kubo et al., 2005; Zhong
et al., 2008). Bucoka ekcnpecis NACs (collectively called SWNs) y BTopuHHUX 0B0M0HKax
akTuBye BIOCUHTETUYHY Nporpamy, Wo NpU3BOAUTL A0 YTBOPEHHS BTOPUHHIX 0BOMOHOK Y na-
peHximi. Lie gano 3mory asTopam npunycTuTy, Wo TpaHckpundinHi paktopu SND1 1a NST1 €
rONoBHUMM perynstopamu 6ioCMHTE3Y BTOPUHHUX 060M0HOK y hibpunax, a VND6G ta VND7 -y
BTOPWHHMX 060510HKax cyauH. LOCMimKeHHs (hopMyBaHHS BTOPUHHIX 0BONOHOK Y MapeHXiMi
Arabidopsis, W0 MICTATb MirHiH, LEMoNo3y Ta KCUnaH nokasarnu, Lo OCHOBHUM PEerynsTopom
TaKoro CUHTE3Y € TpaHckpunuinHi haktopn MYB46 ta MYBS8 (Zhong, Ye, 2012). Kpim Toro,
Garato pobiT yka3ytoTb Ha Te, L0 Came ABa OCTaHHi TPaHCKPUNLiAHi hakTopw € perynstopamu
QNS CUHTE3y BTOPUHHUX 0BGOMOHOK Y umcneHHux cyamHHux pocnmd (McCarthy et al., 2010;
Zhong et al., 2010).

JocnimKeHHs TpaHCKPUNLINHOT perynsTopHoi Mepexi, WO BKIKYae Kackag TpaHCKpun-
LinHnx dakTopis (puc. 1.5.4.5), 3anyyeHux oo 6iocHTE3Y NirHiHY, LEentonosum Ta reMilyentonos
y Arabidopsis, nokasano, Lo nepemMmukadyamu npouecis 6iocuHTE3y BTOPUHHUX 0BOMOHOK BU-
ctynatote MYB46 ta MYBS, ski peryntototbest SND1, romonoramu NST1, 2, VND6 1a VND7
(Pimrote et al., 2012). NACs (SWNs) BucTynatoTb, sk nepemukadi cuHtesy nirdiHy — MYB58,
MYB 63 ta MYB85 (Demura, Ye, 2010); ekcnpecis MYB58 ta MYB63 peryntoetsca SND1
(Zhou et al., 2009).

Kpim uporo, 3HamgeHo, wo KNAT7, oguH i3 cemu reHiB Arabidopsis (KNOTTED
ARABIDOPSIS THALIANA, KNAT), € npsMOt0 MilleHHI0 Ans 060X TPaHCKPUNLiNHUX pakTo-



PO3AIN NMEPLUNNA

piB (SND1 ta MYB46), wo nepekntoyaiotb biocuHTe3 BTOPUHHOI 060n0HKM (Ko et al., 2009;
Legay et al., 2010; Zhong et al., 2008). MonepeaHi focnimKeHHs Nokasanu, Wo npu BigcyT-
HocTi KNAT7 y MyTaHTa, BinbyBaeTbes 30inbLUEHHS TOBLMHM 000MOHKK Y ibpun, ToAi SK npu
ekcnpecii KNAT7 cnocTepiratoTbCs NpOTUREXHI Noaii B 06onoHkax. Lii peaynbTaTii nokasyoTb,
wo KNAT7 pie ckopille SiK TpaHCKpUNLIiHWIA PEnpecop, HiX Sk akTuBaTop perynsuii bicuHtesy
BTOPUHHOI 0BonoHkm (Legay et al., 2010). [o Toro x, KNAT7 B3ieMozi€ 3 iHLLINM TPaHCKPUMLif-
HUM KO—pPErynsaTopomM, a came, i3 OFP4, akui € uneHom poaunu binkis (Ovate Family Protein,
OFP), To610 06uaea 6inku OFP4 Ta KNAT7 pitoTb SiK TpaHCKpUNLinHI penpecopu. Takum yu-
HOM, nokasaHo, wo MYB75, KNAT7 Ta OFP4 pitoTb ik HeraTuBHi perynsitopu 6iocuHTesy nir-
HiHy Np1 hOpMyBaHHi BTOPUHHKX KNITUHHUX 0BONOHOK.

MYB 26

SND1 || [r— [[ SHN2

VNDG6/7

MYB46/83 J]\

¢ MYB58/63/85
|

MYB75/KNAT7/0OFP4 J ‘

¢/ \\ii

Cellulose Hemicellulose Lignin

Secondary cell wall formation

Puc. 1.5.4.5. CxemaTiuHa mMogenb TPAHCKPUMLINHOI MEPEXi CUHTE3Y BTOPMHHMX 060-
noHok y Arabidopsis. MNo3HaYeHHs TpaHCKpUNLiHWUX bakTopiB — B TekcTi (Pimrote et
al., 2012)
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Medicago truncatula Takox BUKOPUCTOBYBAN K MOZESbHY CUCTEMY AN AOCTILKEHHS pe-
rynsuii 6iocuHTesy BTOpMHHUX 060MOHOK. BCTaHOBNEHO, WO TpAHCKpUNLinHi pakTopn MINST1
Ta MtSTP BigirpatoTb HeraTUBHY ponb Y CUHTESI MirHiHY Npy (hOPMYBaHHI BTOPUHHOT KNITUHHOT
o6onoHkun (Zhao et al., 2010). Tobto, AtWRKY-12 Ta MtSTP € cnpasxHiMin romonoramu, Lo
(YHKLIOHYOTb, SIK KOHTPONEPU NiA Yac POPMyBaHHS KNITUHHOT 0BONOHKN B CEPLIEBUHI.

[ns gocnipkeHHs BioxiMivyHMX Wwnsxis 6ioCUHTE3Y NirHIHIB Ta BCTAHOBMEHHS POIi NEBHMX
FeHiB, WO NPUCKOPIOITb YM MPUrHIYYOTE poboTy hepMEHTIB Nig Yac CUHTE3Y OKPEMMX MO-
HOMITHIHIB, BUKOPUCTOBYIOTb POCIIMHI 3 FEHETUYHUMM MoaudiKaLisMu BiOCUHTE3Y CKNagoBMxX
nirninis (Reiter, 1998). Tak, y ToTtoHy npu penpecii rexis ans CAD ta CCR (CAD - cinnamyl
alcohol dehydrogenase; CCR — cinnamoyl Coenzyme A reductase) cnoctepiraerbes 3HU-
XEHHS cMHTEe3y BMICTY nirHiHy (Ralph et al., 1998), 3okpema, 3HUXEeHHS rBasuun Ta CUpIHrin
CKnagoBwX Ta 30inbleHHs BMICTY 6eH30anbaerigis, WuHamaTtanbgerigis Ta npoaykTiB iXHbO-
ro okucnenHs. Penpecis CCoAOMT (CCoAOMT - caffeoyl-coenzyme A -O methyltranferase)
3MIHI0E PEHOTMN Ta 3HWKYE BMICT CUPIHMINOBUX OAWMHULB. Y AeSKUX MYTaHTIB MOXE 3MiHI0Ba-
TUCS NWLLe cKnag nirHiny. TpaxcrerHi pocnuHu no COMT (caffeic acid O-methyltranferase) ta
CCOMT (katheon-KoA-3-O-meTtuntpaHcdepasi) NokasyoTb 3HKEHHS BMICTY RirHiHY Ta 1oro
rBasLMIIOBUX CKAZOBUX, ane He 3MIHIOKTb BMICT cupiHrinoBux cknagosux (Guo et al., 2001).
OpHa 3 ronoBHUXx nNpobnem — Le 3'ACyBaHHA perynsuii CMHTe3y, KOnW OAWH YK Kinbka reHiB
iHriBYIOTb perynsuito, NpoTe iHLWi reHn MOXYTb aKTUBYBATM Lii NpoLecH, a B pe3ynbTaTi BaXKo
OLHMTY IXHIO Zit0 HA PErynsLilo CUHTE3Y MirHiHy.
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1.6. KAJIO3A

Kanosa — niniiHnit amopdHMin nonicaxapug KNiTMHHOT 060MOHKK, L0 YTBOPIOKTLCS KiNlbkoMa
COTHAIMW 3arMLLKIB IIOKO3K, 3'€HAHUX B OCHOBHOMY [—1-3—rMioKO3NaHUMM 3B’3KaMu (puc.
1.6.1) Ta 1,6-38’a3Kkamu, ki MOXyTb (POpMyBaTH HesHauHi ranyxeHHs (Hong et al., 2001, a;
2001, 6). Llen rniokaH moxe yTBOptoBaTM rBUHTOBUAHY CTPYKTypy (Pirselova, Matusikova,
2012). Kanosa Bigirpae KIo4oBy pofib Y MiKKIITUHHOMY BOZLHOMY TpaHCMOpTi, pocTi Ta au-
thepeHuiayii KniTuH, 3axucTi KNiTUH npu GioTuyHUX Ta abioTnyHux cTpecax (Xie, Hong, 2011;
Omntpues, 2000). Kanosa pocnuHHUX KNiTUH 3a CTPYKTYPOK nogibHa o B-rmtokany GakTtepin
(curdlan), Bogopocten (paramylon), rpubis i nuwanHukie (pachyman, lichenan). Y pisHux Tu-
nax KnitTMHHWX 0BOMOHOK Lel nonicaxapug BigpPI3HAETLCA 3@ CTPYKTYPO), MOMEKYNSPHO
MacoK Ta TWUMOM reHiB, L0 ekcnpecytoTb kano3ocuHteTady (Chen, Kim, 2009).

\0\/?—0 o\ﬁﬂ /TTO

Puc. 1.6.1. 3aranbHuii BUrNSA YacTUHY MONEKYIM Karosu, LLO CKNaAaeThes i3 3anmLukis
FTOKO3K, 3'€QHaHNX 3—1-3-TNKO3MOHMK 3B’ S3KaMK

Kanosa BMKOpUCTOBYE [N15t CBOrO CUHTE3y Taki cybcTpaty, sk YD-rnioko3y Ta caxapoasy,
Lo 6yno BCTaHOBNEHO Npu 3acTocyBaHHi pagioakTueHoi UDP—-[U-“C]-rntokoan B ymoBax in vitro
(Cifuentes et al., 2010). BoHa cMHTE3y€eTbCA He B YCiX KNITUHHUX 0BONOHKAX, ii CUHTE3 B POCIMHI
€ TKaHWHO CneLmMivHUM SK B NIUCTKaX, Tak i kopeHsx (Wissemeier, et al. 1992; Sivaguru et al.
2000). Hanyacrilue, He3anexHo Bif TUMY KIITWH YW TKaHWH y HOpMi abo npw CTpeci, kanosa no-
YMHAE CUHTE3YBATUCS B «MEBHIl TOUL|i» MOBEPXHI LMTONNA3MaTU4HOI MeMbpaHu, hopMyHoum He-
BENMKi Pi3HOT POPMM Kano3Hi LIEHTPU, SIKi 38 ONTUMAnbHUX YMOB CUHTE3Y CUIbHO PO3POCTaTHCS
(Vaughn et al. 2007).

[Mpu JOCNimKEHHI Kano3um B OMIHECLIEHTHOMY MiKpOcKoni (Mpu ynbTpadioneToBOoMy Onpo-
MiHeHHI) Lei nonicaxapng qrnyopecLitoe KOBTO-3eMEHUM KObOPOM, LU0 iHAYKYETLCS (hryopoX-
POMOM — aHiniHoBKUM cuHiM (puc. 1.6.2, a) (Hegyxa, 2014). Mpw JOCHILXEHH B eneKTPOHHOMY
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Mikpockoni (Ha ynbTpacTPYKTYpPHOMY PiBHI) kano3a Mae Mae OAHOPIAHY, CBITMY, Maixe enek-
TPOHHONPO30PY CTPYKTYPY, B SAKil HeMa GibpunsapHUX Yn namenspHux cTpyktyp (puc. 1.6.2, 6)
(Hepyxa, 1994). ToBLMHA KaNO3HOTO LUAPY MOXE BiAPI3HATICS B 3aNeXHOCTI Bif TUMY KNiTUH Ta
TkaHuH. Kanosa mMoxe nokaniayBatuchb no BCii 060noHLi abo X y okpemux ii ginsaHkax. (Koh et
al., 2012).

TE

— -
100 pm . . s " _-' 2 MKM

Puc. 1.6.2. a - 3pi3 HagsopHoro nuctka Sagittaria sagittifolia nicns iny6auji B pos-
YWHI aHINIHOBOTO CWHLOTO (KOMMNEKC Kanosa + aHiniHOBMI CUHINA hriyopecuitoe 3ene-
HWAM KONbOPOM), aBTOhNyopecLeHLis xnopodiny Mae vyepeoHuit konip (Hegyxa, 2014);
6 — bparMeHTV KMiTWH MPOBIAHOIO Myyka IMCTKIB 16-0€HHMX NPOPOCTKIB  MLUEHML.
B kniTHHMX 0BOMOHKax TpaxeanbHUX eneMeHTIB Ta CUTOBMAHMX TPYBOK kanosa mae
CBITNY €neKTPOHHONPO30py CTPYKTYpy (Hepyxa, 1994). TlosHayeHHs: K — kanosa,
Ll - yentonosa, TE — tpaxeanchuin enement, CT —cutoBuaHa Tpybka. PenepHa MiTka:
puc. a = 100 MKkM; puc. 6 = 2 MKM

Kanosay ¢ppacmonnacmi. Kanosa cuHTe3yeTbCs Nig vac opMyBaHHS KIiTUHHOI nnac-
TUHKM B NpoLeci LMTokiHe3y. TpyByacTonogibHi Beankynu, 3anoBHeHi karnosot, 3'€AHYTbCS
B LeHTpi parmonnacty (Samuels et al., 1995). Micna uboro, kanosa WBKUOKO Aerpagye, i
3aMIHIOETLCA LIEM0N030t0, AK TiNbKW KNITWHHA NAcTUHKA NOYMHAE POCTU i 3nmBaTmuCS 3 6aThb-
KIBCbKOIO KniTuHHO0 06onoHkoto (Verma, 2001). Ha cuHTe3 kanoau B KNITUHHIN NAaCcTUHLi MO-
KyTb BMAMBATU MIKPOTPYOOUKM, SKi HANPaBnATb BE3WKYM [0nbaxi, 3aN0BHEHi Kano3sow Ta
Binkom dparmonnactuHom (Yasuhara, 2005), wo 6yno nigTBEpAXEHO iHMBITOPHUM aHanizom
Ha CyCMeH3ilHin KynbTypi kniTuH Arabidopsis thaliana Ta Nicotiana tabacum (BY-2) (Aidemark
et al., 2009). Beankynu i3 doparmonnactTMHoM TPaHCMOPTYIOTLCA B3LOBX MIKpOTPY6OUOK 0
KNITUHHOT NacTUHKK; hparmonsiacTuH B3aemogie 3 Yd-rnokosuntpaHchepasor, ska, sk
BBaXalOTb, € YACTWUHOK Kano3ocuHTETa3Horo komnnekcy (Hong et al., 2001,a; 2001,b).
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Kanosa e nnasmodecmax ma cumogudHux nopax. Kanosa BigknagaeTtbcsi B nnasmo-
Aecmax napeHXiMHUX Ta MEPUCTEMATUYHUX KMITUH IUCTKIB | cTe6en Anst KOHTPOIOBAHHS TpaH-
cnopTy Morekyn i perynsuii cumnnactHoro TpaHenopTy (Chen, Kim, 2009). Kanosa, ctuckytoun
NnasMogecMm, MOXe 3ynuHATK MiXKNITMHHUIA TpaHenopT (Rinne et al. 2001; van der Schoot,
Rinne 2011), wo € curHanom ans 3MmiH y pocTi kniTuH. Kpim TOro, npu 3akpuTTi nnasmogecm
kanosoto, BiabyBaeTbCs CUMNMACTUYHA i30M1ALS KNITUH, LU0 NPU3BOAUTL [0 MiABWLLEHHS Typrop-
HOrO TUCKY Ta CPUSIHHS NOB3LOBXHLOMY POCTY KAiTHH, L0 Oyno nokasaHo Ha KniTuHax gibpun
cteben 6aBoBHMKy (Ruan et al. 2004). opmyBaHHS Kanoau B Nna3mMoaecMax Cxoxe Ha bioreHe3s
Kanosu B nopax CUTOBMAHUX TPYOOK, B SIKMX Kano3a BifKnafaaeTbCa BOCEHU Npy 3aKpUTTi nop, a
BECHOH NMpW BigKpUTTI Mop BoHa noumnHae nidyeatu (Krabel et al. 1993).

Binomo, wo npu audepeHLiaLii cutoBuaHUx Tpy6ok dnoemu cnovatky B 060MoHKax yTBo-
PIOIOTLCA MIAa3MOAECMU, SKi 3rofOM PYWHYKOTLCS, 1 Ha TXHBOMY MICLi YTBOPIOKOTHCS CUTOBUAH
nopw. [locnimkeHHs poni Kanoau B LibOMY NpoLeCi Nokasaso, Lo BOHa crnovaTtky BigknagaeTbes
HaBKOMO Niia3mMoAecM, nicns IXHbOT AECTPYKLiT YTBOPKETLCS Nopa, 0TOYEHA Karo3ok, sika Bigi-
rpae CyTTeBY ponb Yy perynsuii TpaHcnopTy yepes cumnnact (Xie, Hong, 2011; Zavaliev et al.
2011). Kanosa 3anyyaeTbcst He Tinbki 40 hOpMyBaHHS MOp Y CUTOBMAHMX NNaCcTUHKaX, ane Ao
iXHbOro 3akpuTTS. CaMe TakuM YMHOM Liei nonicaxapua Bidirpae BaxnuBY porb Y BHYPILLHbOKITI-
TUHHIN KOMYHiKaLLii opraHiB Ta TkaHuH pocnnhm (Xie, Hong, 2011).

Jlokanizauis kano3u e 060/10HKax 3aMuKarYux KnimuH npoduxie. Kanosy usis-
neHo B 0B0ONOHKaxX 3aMuKatoumX KNiTUH NPOAMXIB NOKPUTOHACIHHUX Ta nanopoTelr (Apostolakos,
Galatis, 1998; Shetty et al., 2009). Bigomo, L0 NpoANXM PETYMIOKTb ra300BMiH MiX HAA3EMHUMM
OpraHamyt Ta HaBKOSMLLHIM CepedoBULLEM i BidirpatoTb KPUTUYHY POSb Y BOAHOMY CTaTyCi Ta
thotocuHTesi. CuHTE3 Kanosu BigbyBaeTbCs Nig Yac pocTy Ta AudpepeHuiaLii 3amMmukaymnx KnituH
npoamxie. BigknageHHs kanosn B 30Hi AudepeHuiayii 06onoHOK nopu, Lo YTBOPHOTL 3amu-
karoui KniTuHK npoauxis Asplenium nidus ta Ophioglossum petiolatum, BinOyBaeTbcs y hopMi
pagianbHUX MyJkiB, po3TallOBaHWX NapanenbHo Hanpsmky Mikpodibpun Lentonosu (Peterson,
Hambleton, 1978; Apostolakos et al., 2009; 2010). CuHTe3 | aerpagauis 30BHiLLHIX nepukniHanb-
HMX 0BOMOHOK NPOAWXIB CNiBNAJAE i3 CMHTE30M Ta Aerpaaauieto kanoau B 0BonoHkax, Lo dop-
MYIOTb NOPY NPOANXY.

Jlokanizayis kano3u e KfimuHax 2eHepamueHuUXx opeaaHis. B npoueci Mikpocnopore-
Hesy, Ha noYaTky npodhasu, kanosa novMHae BigknagaTucs y 0bonoHKax MaTePUHCHKMX KNITUH
Mikpocnop. Ha npoTs3i MikpocrnoporeHesy npoLec CMHTe3y Kanosun NocTynoBo Nporpecye i fo-
carae MakcMyMy Ha cTagii hopMyBaHHS TeTpaf, B pe3ynbTaTi Yoro 060MoHKa KOXHOI MiKpo-
Cropu MICTUTb TOBCTUI Kano3Hui Lwap. Mpu BUBINbHEHHI CChOpMOBaHMX MiKpocnop i3 TeTpas
kano3a nisye (bapckasi, banuna, 1971; MNMonoea v ap., 2008). MopyLweHHs CUHTE3Y Kano3n npu
MiKpOCNopOoreHesi Npu3BoaUTb O CYTTEBMX BiAXWUIEHb Y POPMYBaHHI YOMOoBIYOro rametodiTty
(Dybos et al., 1990). Mpwu rameToreHesi kanosa B 06010HKax MiKpoconop Habpsikae 1, Takum
YMHOM, YTPUMYKOYM BOZY, 3HUXKYE MPOHUKHICTL 0BonoHkuM (Vithanage et al. 1980) i 3axuwwae
MiCKpoCnopy Bif Ail HABKOMULLHBLOMO CepefoBMLLa.
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Kanosa Takox BMSIBNSETLCA i B HACiHHI. TokasaHo, Lo Yepe3 35 gib nicns novatky UBi-
TiHHg Cucumis melo HaBkono eHgocnepMy OpMyeETHCS KNITUHHA 0BOSOHKA, LLO CKIadaeTbes
3 kanoaw. IMig Yac nonagaHHa HaciHHS y BOfy Taka 000MOHKa Merko nmponyckae Bogy, Cripus-
04 OCMOTUYHOMY PO3TAry. FKLLO X Ha HaciHHA NogdiaTk epMeHToM —1,3—rniokaHasoto, Lo
nisye kanoasy, To KniTuHHa 0BoNoHKa BTpayae 34aTHCTb A0 0cMoTUYHOro poatary (Yim Kyu-Ock,
Bradford, 1998). Lle cBigunTb Npo y4acTb Kanosu B pO3TA3i KMTUH.

DyHkyii kano3u. OyHKUiT nonicaxapuay Kanosu pisHOMaHITHI, BOHW 3anexartb Big micus ii
nokanisawii B KNiTWHI Ta TUNY TKAHWHK. Y Nna3mModecMax Ta CUTOBMAHMX NOpax Kanosa perynoe
TPaHCMOPT BOAM Ta BOAHUX PO34MHIB MiX KniTHamu (Xie , Hong 2011), y 3amukaroumx KnituHax
npoamxis BoHa Bepe yyacTb Yy BigKpUTTI Ta 3akpuTTi npoguxis (Apostolakos et al., 2010).

Mpn natoreHesi amopcHa kanosa, POpMyKUM KanosHWii KOPOK B KMiTUHAX enigepmicy,
cTae 6ap’epoM Mix NaToOreHoM Ta KNiTUHOK-Xa3siHa, POCAMHHA KNiTUHA BUKOPUCTOBYE Kanosy
K «3aMa3Ky», L0 po3TikaeTbea (leak sealant) B 30Hi Aji natoreHy Ha 060MOHKN KNITUHK-Xa3siHa
(Currier, 1957).

Kanosa, aHanoriyHo [0 LENonosu, Bidirpae M MexaHiyHy pomb y KniTuHax, wo 6yno
rnokasaHo Ha OBOMOHKaX MPOPOCTalYMX MUAKOBUX TpyboK. [unkoBa Tpybka 330BHI MICTUTH
2-3 LWapu NeKTOLetoNo3HOi 000MOHKY, BHYTPILLHIN LWap SIKOI € kano3HuM. Taka 060moHKa CTillka
[0 po3Tary Ta komnpecytoyoro ctpecy (Taylor, 1997). JocnimkeHHs MexaHiuHUX YHKLiN Kanosu
NPOBOAMIM Mif Yac Aii pi3HOMAHITHUX CTPECIB i3 BUKOPUCTaHHAM (hepMEeHTaTUBHOTO Ni3nCy Karno-
31 B NUnKoBux Tpybkax Solanum chacoense Ta Lillium orientalis (Parre, Geitmann, 2005). Mpu
(hepmeHTaTUBHOMY BMAANEHHI Kano3u y NUNKoBKX Tpybkax 36inbLuyBanacs iXHs HE3rMHHICTb [0
177 + 14 %. ABTOPU NPUIALLIK B0 BUCHOBKY, LU0 Kano3a BignoBifae 3a rHyYKiCTb KMiTWH, BONOAIE
CTINKOIO 3AATHICTIO 4O HAMPYXXEHOCTI Ta CTUCHEHHA Mif Yac MexaHIYHOro cTpecy, To6To Lei no-
nicaxapwp 3HUKye TBepAiCTb Ta 36iMbLUye enacTuyHiCTb KNiTMHHUX obornoHok (Parre, Geitmann,
2005). Ockinbku y BoAj kano3a Habpskae B Kinbka pasiB, TO y TaKOMY CTaHi BOHa Yepes LyifbHe
CTYNSIHHA rigpaTHUX 060noHOK cnabo nponyckae BoAy, TOAi SK iOHM KarnbLjitdo BUKIMKAKOTL 3BO-
POTHUI epekT — po3cnabnstoTb CTUCHEHHS MioKaHy Ta MiABWLLYIOTb 34aTHICTb 0BOMOHKM A0
TpaHCNOPTYBaHHS BOAHWX po3umHiB. MogibHi edhekTu BigbyBaOTLCS | NpU PisKUX 3MiHAX ONTK-
ManbHOi Ans pocnuHu Temnepatypu (KypcaHos, 1976).

Peaynauyis cuHmesy kano3u. Perynsuis cuHTe3y kanosu npueepTae ysary 6aratbox
YUYEHMX, TOMY LU0 Liel nonicaxapug Bigirpae CYTTEBY pofib Y 3aXWUCTi POCAUHU MPpW Ail Pi3HMX
cTpecopiB. MexaHiam HakonM4eHHs Kanoan KOHTPOMKETLCS PIBHOMAHITHUMM CUrHANbHUMM LLAS-
Xamu B 3afieXHOCTI Bif 0TOYYKuMX yMoB abo X Big Aii natoreHis (Luna et al., 2011). Baxnneum
KOMMOHEHTOM CUrHasnisawii 4O CUHTe3y Karosu B AesKUX POCIH BUSBUBMANCS iOHW KasbLito Ta
BaKyONAPHUIA IMIOKO3UaHUIA akTusatop, f—hypdypun—B-rntokosng (Kauss, Jeblick 1991; Ohana
etal. 1993).

BukopuctoBytoun  GioximiuHi - MeToauM  JOChigKeHHs  KiHeTukwn  pepmenty  1,3-B-D-
rMIOKaHCUHTETa3n Ha MeMbpaHHii pakyii 3 npopocTkiB Beta vulgaris BCTaHOBNEHO ONTUMYM
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aKTUBHOCTI Lboro hepMeHTy (pH 7,5) i BUSIBNIEHO, LU0 MOr0 aKTUBHICTb 3aneXuThb Bif ABOBaNeHT-
HIX KaTioHiB (Kauss, 1985). Mpu nopasaHHi B cepenosuie 1 MM CaCl, akTUBHICTb KanosocuH-
TeTasu 36inbluyBanacs y 50 pasis. Taki kaTioHu, sk Mg?* Ta Mn?* (1-3 mM), 36inbLuyBanu akTue-
HicTb Tinbkn Ha 30 %, Toai sk K* — yaivi (Kauss, Jeblick. 1986). MokasaHo, Lo xenatopu ioHiB
kanbuito (EATA, EFTA), coni naHTaHy, a Takox HEHACU4EHi XXMPHi KUCIOTY iHTiOYI0Tb aKTUBHICTb
kano3ocuHTeTasm (Bacic et al. 1988).

CuHTe3 kanosn 6e3nocepeaHbo 3anexuTb Bif Cknagy roko3ugis y cepegouLi, Wwo byno
[0BEAEHO Ha dhpakuii membpaH 3 kniTuH Bypsika. 36iMbLUEHHST CUHTE3Y [MioKaHa B Kinbka pasis
3anexaro Big Tuny rnoko3ugy. BctaHoBneHa HacTynHa NOCAIAOBHICTb aKTUBHOCTI FIIOKO3MAIB B
CMHTE3i Kanosu: namiHapn6o3a > Lenobiosa > reHTo6i03a > METUNIMIOKO3MA > [MIOKO3a > Marnb-
TO3a > naktosa. [lpunyckatoTb, WO Li LiyKpK BigirpaloTe NEBHY POSib Y NOLOBXKEHHI NMaHLorB
Kano3u 3 HepeaykoBaHoro KiHugs (Marrow, Lukas, 1986).

BuBuatoun iHaykyito BiocuHTesdy 1-3-B-rmiokaHa Ha KynbTWBOBaHUX KNiTWHAX COi, Aocnia-
HWKW BCTAHOBWIX, LLO NPK Ail Ha HUX TakWX NofiamiHiB, SK CNepMiH, CnepMiguH, noni-L-opHiTuH,
LMTO3aH, XiTo3aH abo noni-L-ni3nH, NoYMHAETLCS NOCUNEHMI BIATIK 3 KIITUH NONIKaTIOHIB i BXi4 Y
knituHy Ca?*, npu LibOMY Ay)e Pi3Ko NOCUMIOETCA CMHTE3 kano3u (Kauss, 1985). MpunyckaroTs,
L0 aKTMBaLis BiAOYBAETLCA HA BHYTPILLHIN NOBEPXHI Nnasmanemu, ge noniamiHi B3aeMOAjTh
i3 Ca?", skuir aktueye 1,3—B-D—rniokaHcuHTETA3Y.

3a gonomoroto MideHoi (U-*C)—caxapoau B koHLUeHTpaLii 510 M Ha BonokHax 6aBoBHMKa
Gossipium arboreum nokasaHo, Lo (iToropMoHy (y koHLeHTpaLii 5-50 10 M) gitoTb nopisHomy
Ha cuHTe3 kano3un: ABK — cTUMynoe 3aranbHe BKITIOYEHHS K Y Kanoay, Tak i B Lenonosy, Tofi
sk |OK i ribepenoBa kucnota He AitoTb Ha BKIKOYEHHS MITKW B CUHTE30BaHy Kanosy, KIHETUH xe
3nerka iHribye cuHtes kanoaw (Pillonel, Meier, 1985).

Kpim Lboro, pH LuuTonnasmu Takox BnnvBae Ha Leit npouec. MigBULLEHHS CUHTE3Y Kanosu
B KNITUHAX CYCMEH3INHOI KyNbTypu SUMEHI0 NPOSBAANOCSA NpU 3HWXEHHI pH LuTOonnasmu i cy-
NPOBOMKYBaNocs BUxodom B—dhypdypun—B—rntokosngy 3 Bakyoni, B sKili BiH akkyMymntoBaBCs
(Ohana et al. 1993). BenunHa pH, sik i BMICT iOHIB KanbLjto B UMTONMA3Mi 3MIHIOKTb KOHAOp-
MalLlil0 Ta aKTUBHICTb Kano30CHHTETA3HOMO KOMMIEKCY, WO NPMBOANTL A0 30iNbLUEHHS CUHTE3Y
kanosw (Kauss, Jeblick 1991).

3MiHn B cknaai chocdoninigis yuTonnasMatuyHoi MembpaHn MOXyTb BUCTYNaTi edhekTo-
poM cuHTe3y kanosm (Kauss, Jeblick 1986; Schrick et al. 2004). HegaBHO nokasaHo, Lo cumnbHe
OCBITNEHHSI, (DITOrOPMOHM Ta BTOPWHHI MeTaboniTh (MpW NaTOreHHil aTal) TakoX aKTUBYHOTb
cuHTes kanosm (Flors et al. 2005; Kaliff et al. 2007).

MMpunyckatoTb, Lo NnasManeMa Mae NocTiiHUIA piBEHb HEAKTUBHOI Kano30CuHTETa3N, ska
akTuByeTbes nuwe npu ctpeci (Chen, Kim 2009). Mepwi Bigknagu HOBOCMHTE30BAHOI Kanosu
crocTepiralTbes Ayxe WBKUAKO (Bif KiNbKOX XBUIUH 4O KINbKOX FOAMH) MicAs noyaTky Aii iHoyk-
Topa (Nakashima et al. 2003). 3 iHworo 60Ky, AECTPYKList Kano3u MOXe MOYNHATICS TaKoX Yepes
5-10 XBUNMH Nicns noYaTKy NOLLKOmKeHHs TkaHWHW (Nakashirma et al. 2003), abo x Yepes Kinb-
ka [HiB nicns BTOpreHeHHs natoreHa (Botha, Matsiliza 2004).
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LUBnakui cuHTE3 Ta Aerpagauis Lboro nonicaxapugy Bkasye, L0 MOro CUHTE3 perynto-
€TbCS Ha piBHi GinkiB, T06TO BigbOYBAETHCS BUBIMBHEHHS YU 3B’S3YBaHHS OKPEMMX OLMHULb
Kan030CUHTE3YHOUOTO KOMMMEKCY 3aMiCTb 11oro cuHtesy de novo (Saheed et al. 2009). B in-
TaKTHUX KNiTMHAX Kano3a nokanisyetbCs B NEBHUX AinsHkax 060noHku. MpoTe npu cTpeci kni-
TUHW MOXYTb (hOPMyBaTK Lieit nonicaxapug no BCiA NOBEPXHI KMITUHW. TMpn XiMiYHIA iHOYKUT
WBWAKICTb BIZKMNaAEHHS Kanosn mMoxe ByTW pi3HOK; MpunyckaloThb, WO nnasmanema nig vac
IHOYKLiT CUHTe3y Kanoau nig Aieto XiMiYHUX PEYOBWH Y IOHIB MOXe pyinHyBaTUCH. Y BULLMX
POCMNMH Ta BOAOPOCTEN Mif Yac CTPecy BiabyBaeTbCa NOCUMEHNIA CUHTES Kanoaw, WO CBigYUTb
NPO JOCUTb BUCOKWN KOHCEPBATUBHWIA MEXaHi3M perynsuii akTMBHOCTI Karo30CMHTETa3HOMo
komnnekcy (Bacic et al. 1988).

Kanoszocunmema3sa. CvHTe3 kanoau katanisyeTbCs KOMMIEKCOM (DEPMEHTIB, SKi 3B'A3aHi
3 uuTonnasmatuyHolo Membparoto (puc. 1.6.3) (Verma, Hong, 2001; Pirselova, et al., 2012).
KntouoBuit KOMNOHEHT pepMEHTATUBHOTO KOMMIIEKCY — Lie KaTaniTuyHa cyboamnHuLs, ska Bigo-
Ma K kano3ocuHTeTasa (CalS; KO 2.4.1.34; Y O-rntoko3a: 1,3—B-D-rntokosuntpaHcdepasa)
(Li et al. 1993; Xie et al., 2011). [HWi KOMNOHEHTN (HEPMEHTATUBHOMO KOMMMEKCY BKMOYa-
totb Y[®-rnioko3oTpaHcdepady (UGT1) (Hong et al. 2001, a) Ta caxapo3ocuHTeTasy
(SuSy) (Amor et al. 1995), aki 3abe3neyytoTb KNiTUHY YA®-rnioko30t0 ANS CUHTE3Y Kamnosu.
Y ®-rntoko3oTpaHcdepasa 38'a3yeTbest 3 iHWKM Ginkom, skuin HassaHo Rop1 (Hong et al.
2001, b). Komnnekc kano3ocuHTETa3n Takox MIiCTUTb Binok aHekcuH (Andrawis et al. 1993),
SKUIA NEPEKMOYAE CUHTES Kano3an Ha CUHTE3 LIEeMHoN03n B 3anexXHOCT Bif BMICTY iOHIB KanbLjito
(Verma, Hong 2001). Basytounch Ha ceMeHTAaLLT O4MLLEHOI Karo30CUHTETasu, Noka3aHo Ha-
SBHICTb LLe KinbkoX BifKiB, 3B's13aHNX i3 kano3ocuHTeTasow (Hong et al., 2001, b). ®yHkuii yux
Binkis nonaratoTb y KOHTPOSi aKTUBHOCTI Kano30CUHTETA3M, 30Kpema, Y BigoBigb Ha BiOTUYHI
Ta abioTUYHI curHanu.

Bigomo, Wo kano3ocuHTETasa 3B’A3yeThCs 3 MEMOPaAHHWUM BinkoM, SKWiA gyXe CXOXWA
Ha aHekcwH Ta npoTteinkiHasy C (Andrawis et al., 1993). Takui aHekcuH-nogibHui Binok mae
GTPas3Hy aKTuBHICTb, fika iHribyeTbcs Ca?* Ta cTumyntoetbcst Mg?* (Thin, Brown, 1999). Mpote
PEKOMOIHAHTHMI aHEKCVH He BNNMBAE Ha akTUBHICTb CalS, gka perynioeTbest ioHamMmu MarHito.
Bigomo, wo Rop1 Moxe Takox npocTopoBo akTueysatu CalS; parmonnactiH akTueye Leil
(hEPMEHT LWINAXOM YLLiNbHEHHS BE3UKYN A0 YTBOPEHHS TPYDBOK y npoueci opMyBaHHS Kni-
TUHHOI nnacTtuHkn (Gu, Verma, 1997; Zhang et al., 2000; Verma, Hong, 2001). JonomixHe
3B’A3yBaHHA GinkiB MOxe BigbyBaTMCS LWASXOM CneyudiyHOro 38'a3yBaHHS 3 rigpodinbHUM
pomeHom CalS abo x i3 nponiH—-36arayeHnm gomeHom y 3oHi N-kiHus. Moganblwa dparmeHTa-
List pi3HMX 30H Y rigpodhinbHOMY Lwneiidi Binka kano3ocuHTeTasn HeobxiaHa Ans BCTaHOBNEH-
HS1 TOYHOT TOMOIOTiT KOMMNEKCY, BU3HAYEHHS (DYHKLIT KOXKHOTO JOMEHY Ta IX (OYHKLiOHAbHOMO
3B’A3KY B KaI030CUHTETA3HOMY KOMMIEKCI.
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Puc. 1.6.3. Mopenb Kano3oCcHHTETA3HOrO Kommnnekcy pociuH. CyboanHuui kanoso-
CUHTETa3n MiCTaTb 16 TpaHCMeMOpaHHWX (hparmMeHTIB («3aBMTKiB»), SKi 3rpynoBaHo
Yy OBi 30HM, L0 PO3aineHi Mix coB0K LieHTpamnbHOW neTneto. KoMnneke Takox MiCTUTb
Y[O®-rnoko3oTpaHchepasy, caxapo30CHTETa3y Ta aHekcuH. [poTeiHkiHa3a Ta HeBenu-
kuit Rho-nopiGHuir 6inok pasom 3 GTP-a3010 TakoX MOXYTb BidirpaBaTit perynsitopHy
ponb y cuHTE3i kanosm (Pirselova, et al., 2012)

BcTaHoBIEHO, L0 YaCTKOBO OYMLLEHA Kano30CMHTETa3a MIiCTUTb 6-9 OCHOBHMX moninen-
TMAiB 3 Mon. Macoto Big 25 fo 92 kfla (Kamat et al., 1992; Dhugga, Ray, 1994; McCormack et
al., 1997). CnnMcoK KOMMNOHEHTIB Kano30CUMHTETA3HOrO (DEPMEHTATUBHOMO KOMMIIEKCY MOCTINHO
30inbLUIYETLCS, BiH 3aNeXMTb Bif KITITUHHOI NOKanisauii Ta Tuny Kano3ocuHTeTasn. ToMy icHye
Kiflbka MOZenen cknagy kano3ocuHteTasHoro komnnekcy (Pirselova, et al., 2012; Hong et al.,
2001, b). 3rigHo moaeni XoHra i3 cnisasTopamu (Hong et al., 2001, b) depmeHT Kano3ocuH-
TeTasa 1 — ue TpaHcMeMOpaHHWiA BiNoK, WO MICTUTb Kinbka KOHCEPBATUBHUX AIMSAHOK (puC.
1.6.4.). Ha N-rigpodinbHOMY KiHUj, Lo Mae y cBoeMy cknagi 481 amiHOkuCnOTY, BiACYTHS
CUrHanbHa posLLensiioya nocnigoBHicTb. Mpunyckaetbes, Wo rigpodinbHa N—kiHUeBa fi-
NsHKa Kano3ocuHTeTasn1 3HaxoguTbes B LuUTOMnasmi. TpaHcmMemOpaHi AoMeHw, Lo 3ibpaHi
Yy ABi 30HM I po3gineHi BENMKUM rigpodhinbHuM foMeHoM (779 aMiHOKWCROT), MOBEpHYTI 40
yntonnasmn. OcTaHHin foMeH («wwnend»), 3B'A3aHUIA i3 TpaHCMEMOpaHHUMK cripansiMu, €
BiOHOCHO kopoTKMM (BiZ 3 Ao 54 3anuwkis) (Mio et al., 1997; Thompson et al., 1999).



O.M. HELYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

)
> A
G 21
S
£ 0
Q 1
£ 1 Nterminus  TMCI Loop ™C2
o ;
| | i | | | | 1
| 400 800 1200 1600 2000
1.0 B Transmembranse s
0.8
Fog
=e
'é% ]
004
o
°-02 f d
aoo 800 7300 600 2000

=]

Amino acid position

c se. 34 34

1g 25 3 17 20

f

Membrane

Cytoplasm

Puc. 1.6.4. Mopenb depmeHTy kanosocuHTeTasm 1 (CalS1).

A -TigpodobHa 3anexHICTb kano3ocuHTETasw, Wo byna BCTaHOBNEHA METOLOM
Kyte-Doolittle. TMC1 ta TMC2 — ue TpaHcMeMbpaHHi knactepu 1 Ta 2.

B - MogenbHa cxema TpaHcMeMmbpaHHoi cripani 3rigHo nporpamm TMHMM.

C - Cxema ctpyktypu CalS1 B mem6paHi. [JoBrui NPSMOKYTHUK yKasye Ha MeMOpaHy.
BepTukanbHi YopHi MiTkK — Lie TpaHcMemOpaHHi cnipani dhepmenTy CalS1. Lindopy B Kox-
HOr0 HeMeMBpPaHHOTO CEerMeHTY BKa3yHTb Ha KinbKiCTb aMiHOKUCIIOTHIUX 3amuLLKIB Y nen-
ToHOMY naHuosi (Hong et al., 2001, b)

— 72—
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BpaxoBytouu, LLO Karo3a CUHTE3YETLCS B PisHIX opraHax pocnuHu (Stone, Clarke, 1992), a
TaKoX Te, WO Lien (pepMeHT BIANOBILAE Ha CUTHANM PO3BUTKY POCAMHW Ta CUrHanu CTpecy, 4o-
CTIZHVKI NPUMYCKAOTb ICHYBAHHS YNCIIEHHUX i300DOPM PEPMEHTY.

Ton ¢hakT, Lo BCi pOCIMHK, BKITKOYAKOYW | BOGOPOCTI, HA Ail0 NOpaHeHHs BignoBigakTb YTBO-
peHHsaM kanoaw (Scherp et al., 2001), monyckae HasHICTb 3aKOHCEPBOBAHOTO CUTHAMNBHOTO LISIXY,
kv perymoeTbes komnnekcom CalS. Perynauis ingykuii CalS npu nopaHeHHi onocepeakosaHa
G-binkamu, ans gkux Bigoma nocnigoeHicTb reHy AtCalS1 (Hong et al., 2001, a). Kinbka mone-
Kyn aHEeKCUHy, SiKi BiNOBIZatOTb Ha 3MiHM KanbLieBoro 6anaHcy, 38's3aHi 3 Kano3oCcHHTETa30t0
(Andrawis et al., 1993).

Y POCIUHHUX TKaHUHAX BCTAHOBMEHA HASBHICTb ABOX TUMIB Kano3oCUHTETa3W, OAMH 3
SKUX PerymioeTbcs ioHamm KanbLito, a Ang ApYyroro — Kanbliil HemoTpiGHMA (Hanpuknag, v
nunkosux Tpybkax) (Li et al., 1997; Schlupmann et al., 1993), To6T0 Apyrun TUN Kano3oCuH-
TeTasn — HeYyTNMBMA 4O Kanblito. OYeBMAHO, WO Ui ABA TUNKW (hbepMEHTY BIfirpalTb NEBHY
POMb Y NEPEKOYEHHI (hepMeHTy Ha CUHTE3 Lientonosm nig vac opMyBaHHS KNiTUHHOT nnac-
TuHKM (Samuels et al., 1995; Verma, 2001) Ta npu nopaHeHHi, kKonn HeobXigHO 3anyyeHHst
Ca?—uyTnuBoro 6inka.

Bigomo, Lo pisHi i30opMK Kano30CMHTETA3N EKCNPECYIOTLCS Y Pi3HWUX TKAHWHAX, i Lie
[,ae MOXIIMBICTb NPUNYCTUTU, WO (DEPMEHTHI KOMMIEKCU Kano3ocuHTeTasun Ta Lienonoso-
CWUHTETAa3M HAaCTPOKKTLCS Ha CTPYKTYPHI Ta BioxiMiuHi nOTpebu Ans KOXHOI cnewianiaoBaHoi
TkaHuHU. O6naBi poauHN GINKIB Kano3o- Ta LieNono30CMHTETasN NoaibHi 3a MeMBpaHHO
nokanisauieto, Wo HeobXigHO 4Ns CMHTE3Y Ta BigknaJaHHS Takux noniMepis, Sk kanosa Ta
uentonosa. CaiT gns 38'a3ky MiX PisHAMKU PerynaTopHuMm Binkamu, 3a AOBXWHOK NenTu-
Ay Kano3ocuHTeTasu, 30kpema, rigpodinbHuin JomeH (wnend) 3HayHo Ginblie y nentuaa
kano3ocuHTeTasu. Y rigpodinbHOMY Wnendi canty, came B 30Hi N-TepMiHany, skni Takox
€ rigpoginbHUM, 3HaX0AATLCA KiflbKa CalTiB rniko3yBaHHs Ta dhocopuntoBaHHs. [onycka-
t0Tb HAsSIBHICTb YMCINEHHWX CaunTiB Ans rniko3yBaHHa Ha UGT, akuit gie, gk cyboanHmus ka-
nosocuHTeTasn. Tak sk UGT1 ta SuSy He € TpHCMEMOpaHHMN AOMEHAMN, BOHUM TAKOX MO-
XYTb ByTV 3B’A3aHi i3 KAN0O30CUHTETA30t0 CNELMEIYHIM 3B'A3KOM Ha rigpodobHOMY Lwneindi
(Wu et al., 2000; Holland et al., 2000; Doblin et al., 2001).

leHu, wjo kodyromsb kano3ocuHmemasy. [1Bi HesanexHi rpynu ByeHux (Verma, Hong
2001; Richmond, Somerville 2001) maixe ogHo4acHO igeHTUdiIKyBanmM 12 reHis Kano3oCuH-
TeTasn B Arabidopsis thaliana (tabn. 1.6.1) Ta BCTaHOBMAW HOMEHKNATYPy ANS LMX TEHiB,
BinbLwicTb, 3 AKUX NOXOAATb Bi4 CniB, NOAIBHMX [0 rnokaHcuHTeTasm («glucan synthase-
like», a came go AtGSL1-AtGSL12). Y Toi e 4ac, nisHilia HOMEHKNaTypa MapKyBana
AtCalS1-AtCalS12, 6a3sytounch Ha Ha3Bi reHiB kano3ocuHTeTasa «callose synthasex»(Chen,
Kim, 2009). L|i reHn ekcnpecyBanu y pisHWX POCAMH Ta Pi3HUX TWUNIB TKAHWH B 3aNEXHOCTI
Bif cTapii po3suTKy Ta 6ioTnyHOro um abiotnyHoro ctpecis. Y pobotax (Jacobs et al. 2003;
Huang et al. 2009) 6ynu oxapakTepu3oBaHi (PYHKLii Ta 03HaK1 NEBHWUX reHiB Ta iX TpaH-
CKpMNTIB.
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TABITULA 1.6.1. TeHn kano3ocuHTeTa3u, iX NoKanisauis, hyHKLUii Kano3u B pOCIUHHUX
knitTuHax (Hong et al., 2001,a; Chen, Kim, 2009)

leH
Kano3oCcuHTETa3M

Jlokanisauisi Kanoaw B KNiTUHI Y1 TKaHWHI,
yHKLUis

AsTOp

CalS1 (Gs1-6)
CalS2 (Gs1-3)

CalS3 (Gs1-12)

CalS4 (Gs1-9)
CalS5 (Gs1-2)

CalS6 (Gs1-11)
CalS7 (Gs1-7)
CalS8 (Gs1-4)
CalS9 (Gs1-10)
CalS10 (Gs1-8)
CalS11 (Gs1-1)

CalS12 (Gs1-5)

FKS1

LintokiHes

AnepTypa nnasmogecm, curHanisayis

Po3BuTOK MUKy, PICT NUNKOBOI TPYBKY,
y4acTb B TPAHCMOPTHUX NpoLecax,
enacTU4HiCTb 060MOHOK

CutoBMAHI NOpK, NpK NaToreHesi,
(bnoemHuin TpaHCNopPT Ta 3aXMCT KNITUH

YTBOpEHHs ibpun y pocnuH 6aBoBHMKA,
yyacTb B POCTi KMITUH

Yonosiuni rameToreHes, LNTOKIHES,
MPOAWXI, TPAHCNOPTHI CPYHKLT,
MDKKMITUHHUIA 3B'A30K

Po3BUTOK MWKy Y TeTpaaax

P03BUTOK NUIKY, 3aXWUCT KIITUH NpK
naToreHesi Ta NopaHeHHi

3axuCT KMiTVWH NPy NaToreHesi

Hong et al., 2001, a; 2001 b.
Chen, Kim, 2009; Vaten et
al., 2011.

Dong et al., 2005; 2008;
Nishikawa et al., 2005.

Xie, Hong , 2011; Jacobs et
al., 2003.

Chen, Kim, 20009.

Thiele et a., 2008; Huang et
al., 2009; Chen et al., 2009;
Guseman et al., 2010 .

Enns et al., 2005 .

Nishimura et al., 2003; Dong
etal., 2008.

Chen, Kim, 2009 .

Ha noyatky gocnifXeHb npunyckanu, Wo Lei GepMeHT (41 (epMeHTU) CUHTE3YITb
kanosy Ta uentono3y (Jacob, Northcote, 1985), nisHiwe 6yno nokasaHo, WO AN CUHTE3Y
kanosu HeobxigHuN kanbuin abo docdopuntosanHs (Lukowitz et al. 2001; Nakashima et al.
2003), a Takox HasBHiCTb pisHUX depmeHTiB (Henrissat et al. 2001; Lukowitz et al. 2001;

Farrokhi et al. 2006).

XOHTr 3i cniBpoBITHMKAaMM BBAXat0Tb, LU0 ABAHAALSATb reHIB Kano30CUHTETA3N PO3NOgiNeHi
B NM'ATM Xpomocomax apabigoncucy. basyiounch Ha CTPYKTYpi reHy iX MOXHa po3ginuTh Ha
OBi rpynu. T'eHn nepwoi rpynu Mictatb Big 40 o 50 ek30HiB | KOAY0TH NeNTUAM, WO MICTATb
1923-1956 aMiHOKMCMOTHMX 3anuLLKiB. [eHM Apyroi rpynu, Wwo 38’a3aHi i3 CalS11 ta CalS12,
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MatoTb TiMbKM 2—3 €K30HW | KO4YIOTb NenTuau, sKi MicTaTb MeHLe HixX 170 aMiHOKMCNOTHMX
3anuwkis Ha N-kiHui. CalS11 ta CalS12 € 6inbl nogiGHMMK, HiX iHWI i30ChepMEHTH Kano30-
cuHTeTasu. CalS1 xapaktepuayeTbCsl BUCOKOK romonorieto (10 92%) 3 CalS2, i, MoXnuBo, Lo
Li ABa reHn (pyHKLUiOHYTb, sk gybnikatu (Hong et al., 2001, a).

Haikpalue BuBYeHo reHn Gs1-7 Ta renu CalS1, ski 6epyTb y4acTb y CUHTE3i Kanosu B
CUTOBMOHMX Nopax hI0EMM Ta Y HOBOCTBOPEHIN NpM LUTOKIHESI KIiTUHHIN 060M0HL, BiANOBIA-
Ho (Barratt et al., 2011; Hong et al., 2001, a). 3okpema, CalS7 € yHikanbHUM YNEeHOM POAUHY
reHiB Kano30CKHHTETA3M, WO BiAMOBIAAE 3a CUHTE3 Kamno3n B 0060M0HKaX Ta nopax noemu
(Xie, Hong , 2011; Barratt et al., 2011). MokasaHo, wo y aukoro tuny Arabidopsis thaliana
nicna movyatky nepdopauii hnoemu kanosa NOYMHAE BigKNAAaTUCS HABKOMO MEPBUHHOI
KNITUHHOT OBOMOHKN | B CEpeaVHHIN NNacTuHLi; Togi SK y MyTaHTa no BiANOBIAHOMY reHy
(Gs1-7) 3paTHiCTb O CMHTE3Y Kamo3u BTpayeHa B NNasMOZECMEHHMX MOpax i Ha noyatky
nepdopalii cUToBUAHUX eNEMEHTIB. Y LIbOr0 MyTaHTa Karnosa He yTBOpIOBanacs HasiTb npu
nopaHenHi (Xie, Hong, 2011). BeaxaeTbcs, WO came Kanosa perynoe QaoemHuin TpaHenopT
acuminAaTiB Yepes nopu cutoBuaHUx Tpybok dnoemu. Lie 6yno noBeaeHO 3 BUKOPUCTAHHAM
papiomiveHoro no okcuay Byrneuto (“CO,), 3okpema, npu AOCMIMKEHHI (DIIOEMHOIO TpaH-
cnopty B cTebnax Ta rinokotunsx apabigoncucy (Xie Hong, 2011; Barratt et al., 2011).

HocnipxenHs redy CalS71, wo Bignosigae 3a CWHTE3 kanmoau y parMonnacTi KiTuH
apabigoncucy, 3a 4OMOMOro MIYEHOro 3eNneHoro nyopecueHTHoro Binka, Wo MapkysaB
kanosdocuuTeTady 1 (CalS1), mano MOXnMBICTb iAEHTUCIKYBATW HASIBHICTb (DEPMEHTY —
YOo-rnioko3otpaHcdepasn 1 (UGT1), wo 38’a3aHa i3 ¢oparmonnactom (Hong et al., 2001, a).
l'en UGT1 e nokycom KOLOHY, SIKMI Koaye kano3ocuHTeTasy (CalS1), wo nokasye romonorito
i3 kKaTanituyHoto cybopuHmueto FKS1-1,3-rniokaHcuHtetasn apixaxis (Douglas et al., 1994).
BigctaHb Mix kogytouumm 3oHamn CalS1 ta UGT1 ctaHoBUTL ycboro 650 bp i MicTUTh nnwe
3-9 HeTpaHCNbOBAHMUX 30H. MMpunyckatoTb, O Mif Yac LMTOKIHE3Y eKCnpecyTbCs ABa reHu, i
LL|0 came KanosocuHTeTasa 1 moxe ByTv cneundivHm PepmMeHTOM ANs KNITUHHOT NaCTUHKM.
AsTtopu BcTaHoBunu, wo CalS1 daktuuHo € cyboamnnueto komnnekcy CalS ( Hong et al.,
2001, a; 2001, b).

HocnipxeHHs ekcnpecii Tpbox reHiB GSLS, GSL6 Ta GSL11 kanosocuHTeTasn npu Bpa-
KEHHI enigepmanbHux KnituH nncTkiB Arabidopsis thaliana naTtoreHoM, NMiCHSBUM rpuGOM
Blumeria graminis, nokasano, L0 Ha MicLi BTOPrHEHHS NaToreHy YTBOPIOKTLCS KaNo3Hi
Bap’epHi KOPKOBI CTPYKTPU. MonekynsapHAMM MeTO4amM i3 3aCTOCYBAHHSM METOAY OLjiHKW piB-
Ha MPHK Ta aHanisy nocnigosHoctein PMR4—-1 BcTaHOBNEHO, Wo came reH GSLS kogye Binku,
3B’A3aHi i3 CMHTE30M Kanoau npu naToreHesi (Jacobs et al., 2003).
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1.7. PICT KNITUHHOI OBOJTOHKU

1.7.1. Picm 060s10HKU

[MepBUHHA KMiTUHHA 0OOMOHKA YTBOPHETLCS i3 KMITUHHOI NITACTUHKW MPU AiNEHHI KNiTUHM B
Tenodasi MiTo3y i LWBMAKO 36iNbLUYETLCA HABKOMNO NOBEPXHi NPOTONNACTY; NPW POCTI KNITUHY
PO3TAroM, y Aeskux Bunagkax ii po3mip 36inbliyeTbes Binblue, HiX y cTO pasis. KniTuHHWIA
PO3TAT BUKMMKAE iIHTEHCHBHI 3MiHW B Maci Ta Cknagi KNiTMHHOI 060M0HKK. PicT KnituHK — ue
He3BOPOTHE 30iNbLIEHHS 06’EMY KNITUHN WNSXOM PO3TArY (Y ABOX UM TPOX HANPSIMKaX) 4u no-
BOBXKEHHAM (Y OOHOMY HanpsMKy). 3MiHa KNiTUHHOT hopMn Moxe ByTi pe3ynbTaToM OHOMO 3
[BOX MpoLeciB y cneuuiYHii 30Hi KNITUHHOT NoBEPXHi. [1ig Yac po3Tary um pocTy apxiTektypa
KNITMHHOI 0BOMNOHKM 3MIHIOETLCS LUMSXOM BKMKOYEHHS B HET HOBOTO Matepiany, Lo 36inbLye
30HY MOBEPXHi KMITUHM 4N NOrMUHAHHS Bogu npotonnactoM. OCMOTUYHUI TUCK, KU i€ B
NPOTONNAcTi, € HEOOXiOHUM AN MPOXOMKEHHS PO3TATY KMITUHK, | Le! TUCK, SIK MpaBuio, -
LaeTbCs BIGHOCHO NOCTIMHAM ANS MIZTPUMKM CUn po3Tary. Perynauis po3nyLweHHs 060noHKu
PO3rNSAAAETLCA SK BAXMMUBNA NEPBUHHUI YNHHUK MPUCKOPEHHS pO3TAry. ApxiTekTypa 060510H-
KM MOBMHHA MaTW 34aTHICTb 4O PO3TAry, T06TO, MIKpOGiOPUNM MOBMHHI PO3ZINATUCS W MiX
HWMW NOBWHHI BCTPOKOBATUCS HOBI Mikpohibpunu Ta noniMepu MaTpukca KniTUHHOT 0B0MNOHKM
(Carpita, Gibeau, 1993; Carpita, 1996).

PosnyLweHHs monicaxapuaie KNiTMHHOI 0BOMOHKM NPy POCTi PO3TArom BiaOyBaeThcs 3a
y4acTHo HacTynHuX Binkis:

1) ekcnaHCUHIB, SIKi pyHYIOTb HEKOBANEHTHI 3BA3KM MK LIENON03010 Ta remilentonosamm
/1, TAKUM YNHOM, BONOMArarTb KOB3aHHK NoniMepiB 0060MOHKY Mig Yac po3TAry;

2) KCUMOIMIOKaH EHA0TPaHCIoKO3MNasu/rigponasn, sika katanisye nepebynosy Ta gerpa-
paLito noniMepiB KCUIOTITIOKaHY LUNSXOM Figponi3y yu TpaHerniokosunioBaHHs (Sasidharan et
al., 2011); y pesynbtarti Takoi Moaudikayji BinbyBacTbCA NOMEPEYHUIn 3B’'A30K KCUIOTITHOKaH-
LLeNTtonosu, SIKMA MOXe NMOTEHLLIIHO NOMerwyBaTH rHyYKiCTb 0BOMOHKM Ta NOCUIOBATY MILIHICTb
0BOMOHKM 3@ paxyHOK CUHTE3Y Ta BKIKOYEHHS B CTPYKTYPY 0B6OMOHKM HOBOCUHTE30BAHUX MOMe-
KyJ1 KCUMOTTIIOKaHIB;

3) eHgo-B-1,4-rniokaHasu, ska katanisye rigponia naHuyorie 1,4-B-D-rniokaHis, i ToMmy Len
(hEPMEHT Mae NOTEHLiAHY 30aTHICTb A0 nocnabneHHs KMiTMHHOT 0BONOHKY;

4) nekTUHMETUNECTEPa3y, AKa kaTanisye jeMeTuneTepudikaito noniMepis nektuHy. Y pe-
3ynbTati kKapboKCUMbHI rPynKu NEKTUHIB MOXYTb BpaT onocepeakoBaHy y4acTb y nonepeyHomMy

3B'13yBaHHi 11, TOMy Liel (0ePMEHT BMMBAE Ha 3aryCTiHHS (XenaTuHi3aLito) MaTpukca 0B0MoHKM
(Sasidharan et al., 2011)

MonekynsipHa CTpykTypa Ta nobyaoBa nonimepis 060M0HKM BiAPi3HAETLCA Y Pi3HUX BUAIB, Y
TKaHWH OZHOTO BUAY Ta Yy OKPEMUX KITiTUH. BBaXxatoTb, WO piCT nepBUHHOT 060M0HKN BinbyBaEThb-
CS 32 y4acTHO KCUMOMMOKaH eHAoTpaHermokosunasm (XET) Ta ekcnaHcuHy, siki € picT iHayKyoum-
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MW (hakTopamm B KNiTUHHIA 060N0HLj, Wo perytotoTb picT. CiTka, WO CKNaaaeTbes i3 Lentonoau
Ta NonepeyHo 3B’A3YHYNX [THOKaHIB, PO3MILLYETHCS B NEKTUHOBOMY MATPUKCI, SKUA MOXEe KOHTP-
ontoBaTth goctyn pepMeHTiB Ao ixHix cybctpartie (Carpita, McCann, 2000).

[ins Baratbox KMiTUHHWX TUNIB NpoLEC AvdepeHLiaLii NoB’a3aHuni i3 hopMyBaHHAM Cro-
yaTKy nNepBUHHOI 060MOHKM, @ NOTIM BTOPUHHOI 060NOHKM. [epBrUHHa 060M0HKa 3aBXauW Onucy-
ETbCA, K CTPYKTYpa, sika 6epe yyacTb y 6e3BOPOTHOMY po3TA3i KNiTUHW. Konm picT 3ynnHSETLES,
T0 060M0HKa NONEPEYHO 3B'A3YETHCS B KiHLEBY hopmy. [1icns LbOro NOYNHAETLCA BiAKNaLaHHs
BTOpUHHOI 0BonoHkn (Cosgrove, 1997; Delmer, 1999). Mpwn audepeHuialii y 6araTbox knituHax
nepBuHHa 0BONOHKa NEPETBOPIOETLCS Y BTOPUHHY 3i 3MIHOK CKrady Ta CTPYKTYpM BignoBigHo
B0 (YHKLUiT KNiTUHW. BTOPUHHI 0BONOHKM YacTO AEMOHCTPYIOTb YOOCKOHANEHy crneLianisauito.
Hanpwuknag, 060M0HKM 3pinnx BOMOKOH 6aBOBHMKA MICTATH 6inst 98 % Lentonosu. Y Takux Kni-
TUHaX, K CKepeian, NpoBigHi BONOKHA, KAMIHHI KNITUHW rpyLui, BTOPUHHI 060MOHKN Jy)e TOBCTi
i MICTATb BENUKY KiNbKIiCTb MIKpOiOpun Lemonosn, siki iHoAI 3anoBHIOKTL MOPOXHUHY CaMoi
KNiTUHW. TMpoTe, BTOPUHHI 0BOMOHKM MOXYTb MICTUTW JOAATKOBO i HELLENtONO3Hi nonicaxapua,
Ginku, nirHiH, cybepuH, BiCk Ta iH. pe4yoBMHW. Y Tpaxeigax BTOPWUHHI 0O0MOHKM MOXYTb YTBOPHO-
BaTM 0COBMMBI CTPYKTYPW, Taki SIK KinbLienogibHi uu cnipanenofibHi «obmoTkny. Taki 060noHKu
KpiM LLentono3un MIiCTATb FIHOKOYPOHOKCUNaHN abo x 4-O-MeTUNriokoypOHOKCUNaHW. Y HaCiHHS
BaraTbox BUAiIB (PYHKLOHYBaHHS 060MOHOK MICMs iXHBIO (hOPMyBaHHS 3aKiHYYETLCS, BOHU BUCK-
XaroTb. [puknagom MoxyTb 6yTh «kpuna» y NnoAiB YHOPHOTO KNEeHy Ta BOMOCKOBI KNiTUHM Nepuc-
TOi KynbGabu Ta iH. L|i CTpyKTYpW, SiKi CKNaaarTbCst 3 MEPTBUX BTOPUHHUX 0BOMOHOK, BUKOHYHOTb
(OYHKLUiI0 po3citoBaHHS HaCiHHA. KpiM TOro, BTOPUHHI 0BOMOHKM MOXYTb MICTUTM Oyxe Garato
3anacHWX BYrneBOfB, SIKi Py TPAHCNOPTYBaHHI NEPETBOPIOKOTLCS B Caxapo3y; KCUMOMOKaH Ta
ranakTosy 3HalgeHo y KNiTMHHUX 0BONOHKax CiM'SA0Nen ipuciB Ta NiNeHNX; ranakToMaHaH Yu
MaHaH — B KNiTUHHWX 060NOHKax HaCiHHA Ta engocnepmy canaty (Carpita, McCann. 2000).

BignogigHo [0 paHHix pobiT, NPUCBAYEHUX POCTY KMITUHHOI 060MOHKM, AOCTTIAHVKN 3anpo-
NOHYBanK Kinbka rinotes: BinonspHOro BepxiBkOBOro, Mo3aiyHoro Ta baratocityatoro pocty. Ha
CbOTrOAHiI Bifj MepLUMX ABOX FiNOTE3 BiAMOBMAMCH. 3riHO 3 TPETLOK) FiNOTe30k GaratociTyacToro
pocTy (Roelofsen, Houwink, 1953), mikpodibpunin cuHTe3ytTbes 6e3nepepBHO No BCilt NOBEPXHI
nNpoToNnnacTa i OPiEHTYTLCA B MONEPEYHOMY HanPSMKY [0 NO3A0BXHOI OCi KMITUHW, NOTIM nepe-
OPIEHTOBYHOTLCS | NPOCYBAIOTHCA 40 30BHILLHBOI CTOPOHK 0BOMOHKM, YTBOPHOOYM CTPYKTYPY, LLO
Haragye CiTky. BctaHoBneHo, Lo MiKpodibpunm Lentonosn yTBOPHOTb KOMMMEKCH, WO MatoTb
Ha3BY TamMenu, siki MOXYTb OpiEHTYBaTWCh MO-Pi3HOMY: NEPMEHAVKYNAPHO, NapanensHo (Roland,
Vian, 1979), abo x nig pisHMMM KyTamu Jo oci pocTy. BcTaHoBneHo, Wo BigknagaHHsa namen y
Pi3HWX BUIB POCNMH BiaOYBa€ETbCS 3 NEBHOK MEPIOAMYHICTIO Y Yaci: y BogopocTei Big 1 oo 4
rog (3anexHo Big suay) (Quader, Robinson, 1981); y oepeBHux — BigknagaHHs OKpeMUX namer
BinOYBaETLCA TAKOX PUTMIYHO (MpoTsromM Aobu): 3 2 4o 6 roa micns NONyAHs BigknagaeTbes
LientonosHa YacTvHa namen, a 3 0 go 6 rog paHky — nirHid (Vian, Roland, 1987).

OpfHum 3 BapiaHTiB (nigTuniB) NamMenspHoi TEKCTYpU € NepexpecHonamensipHa CTpyKTypa,
Npw SKi Tamenn 3 NoLOBXEHbO OPIEHTALLIEK YepryloTbes 3 Tamenamu, LWo MakTb NonepeyHy
OpieHTaLito; Taka cTpykTypa Haragye 6ygosy ankty (Roland, Vian, 1979). MonepeyHo-namensipHa
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CTPYKTYpa 060MOHKM OMnCaHa B KNiTUHAX ENiKOTUNS ropoxy i Kykypyasu. CepeanHHy nnacTuHky
PO3rNAfaloTb SK CepeamnHy Takoi KOHCTpYKUii. OaMH 3 BapiaHTIB LWapyBaToi CTPYKTYpU € «ap-
koBuaHay» abo renikoigHa TekcTypa 0BoNoHOK. Po3MilieHHs Mikpodibpun y Takux 0BonoHKax
(Ha 3pizax) Moxe ByTW y BUrNAAI «apku», «ayrny, «anuHkuy (Lloyd, 1983; Emons, 1989), abo
K MIKpOhibpumu po3MiLLyoTbCs Mg NEBHAM KYTOM MO BiJHOLLEHHIO 4O NOnepeaHb0i naMen, i,
TaKM YMHOM, YTBOPKOETLCS CripanenodibHa CTpykTypa Bnonepek A0Broi oci knituhn (Roland,
Vian, 1979; Takeda, Shibaoka, 1981).

Mikpoibpunu Lenonosun «3annitalTbesy» y cnabky cnipanb HABKOMO KNiTUHK, i Le 3a-
nobirae kniTuHi cTaBaTy Kynsacto. Mikpodibpunu Lemonoau nig yac poaTary KniTH1 MOXyTb
OpieHTYyBaTUCS K HanpaBo, TaK i BIiBO MO BiAHOLLIEHHIO 40 NOB3AO0BXHbLOI OCI, | TAKUM YUHOM,
3MiHY TXHbOT OpieHTaLlii MOXHa CnocTepirati Ha KyTax KniTiH. TOBLMHA NepBUHHOT 06OMOHKM
ctaHoBuTb Big 80 0 100 HM y MepUCTEMATUNYHMX KIITUHAX, KiNbKICTb LWapiB y 0060MOHLi TEX
KONWBAETLCA Bif N'ATK [0 AecaTy. MpoTe, Mikpodibpuny KiNbKOX LapiB MOXYTb 3NMBATUCA 40
3aMoBHEHHS NPOMYCKIB, MOKM HOBWIA LWap He BigkNageTbCs Ha BHYTPIWHKO cTOpoHy (Carpita,
McCann, 2000).

Ix. Ponang Ta b. BieH noainaioTh KNiTMHHI 060MOHKM 3aNeXHO Bif HAsiBHOCTI cepeauH-
HOI MNACTUHKW Ha CUMETPUYHI Ta acUMETpUYHi. CumMeTpuyHi, 6aratolwaposi 0BONOHKM Xapak-
TEPHi ANS MEpUCTEMM i MONOAOI MapeHxiMn, TOAi Sk acuMeTpuyHa baraTollapoBa CTpYKTYpa,
XapaKkTepHa NS KMiTWH, WO KOHTAKTYHOTb i3 30BHILLUHUM CepefoBULLEM, 30KpeMa, AN KNiTUH
enigepmicy, y Skux BHYTPILLHS YacTWHa KNiTMHHOT 0BONOHKNW WapysaTa i/abo nepexpecHa, a Ha
30BHILLHI/ CTOPOHI BiAKNaAaaeTbCst KyTUKyna 1 Bick. ACMETPUYHI 0BOMNOHKM ONMCaHi B KIiTMHAX
npoTodrioemu i cMTOBUAHMUX eneMeHTis (Roland, Vian, 1979).

1.7.2. JumokiHe3

KniTwHHa o6onoHKa — e AMHaMIYHUA KOMNapTMEHT, KA 3MIHIOETLCS MPOTATOM XUTTS KITITUHK.
[MepBMHHA KNiTWHHA 0DOMOHKA YTBOPKETLCS i3 KMITWHHOI MNACTUHKM NP LiNEHHI KNiTuHu. Mo-
4aTKOBWM eTanoM Y pocCTi KNITUHHOT 060MOHKM Cif BBaXaT (OPMyBaHHS KIITUHHOI NACTUHKM
nif Yac UMTOKIHe3y. Y MepucTeMi B XOAi KNITUHHOTO AiNEeHHS KIiTUHHI 0BONOHKM JOYIPHIX KMITUH
CKIagatoTbCs YacTkoBO 3 0BOMOHOK MATEPUHCBHKMX KITITUH Ta YacTKOBO (DOPMYIOTLCS 3aHOBO.
LinTokiHe3 — Le npouec yyacTi yutonnasmn y hopMyBaHHi HOBOI KNITUHHOT 0G0NOHKM MiX 40Yip-
HUMK KNiTUHamMK. Liel npouec 3akiHiyeTbes YyTBOPEHHAM thparMonnacta, akuil He Tinbku 6yaye
KMITWHHY NNAcTUHKY, ane i OpieHTYe ii BIGHOCHO OCi POCTMHI YK OCi OpraHy. 3a paHHIMK JaHUMK
(bparmMonnact CknafaeTbCa 3 BE3UKYNAPHUX CTPYKTYP, L0 NOXOAATL Bif anaparty [onbaxi, Be-
31KyI OPIEHTYIOTLCA B €KBaTOpianbHin nnowwmHi Mix xpomatuaamu (Hepler, Newcomb, 1967;
Cronshaw, Esau, 1968; Gunning, 1982). [Mi3HiLe Li BE3WKyNM 3NMBAIOTLCS, YTBOPIOYM MEMOD-
paHHi BeaukynspHi arperatu (Hepler, Bonsignore, 1990). 3a cyyacHumm gaHumu, parmonnact
CKNagaeTbCst 3 MIKpOTPYOOUOK, MikpodhinameHTiB Ta membpaHHnx enemenTis (Schopfer, Hepler,
1991). B ocTaHHi poKM JOCRIAHWKM MOYanu BUBYATK POfb ENTEMEHTIB LIMTOCKENETY B MPOLEC
uutokiHesy (Baskin, 2001; Asada, Shiboaka, 1994).
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A. Camyenc 3i cnisaBTopamu, BUKOPUCTOBYIOUM METOZ KpiodikcaLii Ta iMyHoLUTOXiMiT
Npy AOCHIDKEHHI LMTOKIHE3Y B KMiTUHAX KIHYMKIB KOPEHS Ta KIITUH CYCMEH3INHOT KynbTypH
TIOTIOHY (BY-2), nokasanu, Wo KNiTMHHA NnacTuHKa YTBOPKOBanacs, NoYMHaKuu 3 nisHbOl
aHachasm 1 3akiHdytoum B nisHin Tenodasi (Samuels et al., 1995). ABTopamu nokasaHo, Lo
€NeMeHTH LuTocKeneTa 38’a3ytThCs i3 (hparMonnactom, po3miLLyro4nch PIBHOMIPHO MO KOIy,
a X MOKM BOHU He BOCATHYTb «BaTbKiBCbKOI» LUTONNa3mMaTnyHoi MembpaHu. 3'acoBaHo, Lo
Ha paHHiX cTagisgx (hOpPMYBaHHS KNITUHHOI MNACTMHKK, «XMapa» BE3NKysl PO3MILlyeTbC B
eKBaTpianbHii NNOLWMHI, Ae cnocTepiranucs nuile EP Ta MynbTUBe3nKynspHi Tinbus. Micns
nigxo4y Be3uKyn 4o ekBaTOpianbHOI 30HM, BiAOYBAETLCS 3NUTTS BE3UKYN Ta iXHE 30MnmxeH-
HS 3 MikpoTpyBoukamu. Taki BE3WKYNIU BPUTI KNaTPUHOM, WO MaB Nip’enofibHy CTPyKTypy.
Takum uymHOM, yTBOptoBanacs MembpaHHa Tpy6uacTo-BE3UKYNspHa CiTyacta CTPyKTypa
(puc. 1.7.2.1). 3rogom Taka cityacta CTpYKTypa CTae rnagkoto i HaKOMIE HOBi KOMMOHEHTH
KNiTUHHOI 0BOMOHKM. IMyHOUMTOXIMIYHMM METOLOM aBTOPM MOKasanu, WO Taki CTPYKTypw
MICTSTb kanoasy. Migxoaaun 4o MaTEPUHCLKOI 060MOHKN, TPYOUACTO-BE3UKYNSPHI CTPYKTYPH
(hOpMYOTb BUPOCTM — nanbLenofibHi CTPYKTYPK, AKi 31IMBaKOTHCSA 3 MaTEPUHCBKOK 0B0MNOH-
koto (Samuels et al., 1995).

EkcnepuMeHTanbHO BCTAHOBMEHO, LU0 B MpoLecax TPaHCMOPTY Ta 3MUTTS BE3WKYNSPHO-
MEMpaHHWX CTPYKTYp, @ TakoX y CUHTE3i nonicaxapuaiB npu LuTokiHesi 3agisHi 6inku. MakMi-
wenb Ta begHapek (McMichael, Bednarec, 2013) npoaHaniayBaBLuy YMCMEHHI NiTepaTypHi LaHi
CTOCOBHO MPOXOXKEHHS NPOLIeCy LMTOKIHE3Y, BUBMSBUNK, WO Ginblue copoka Ginkis, 38'a3aHNX
i3 eNleMeHTaMm LMTOCKENETY, 3afisHi B NPOLeC LMTOKIHe3y. HUMKM nokasaHa cyTTeBa ponb Liu-
TOCKENeTY B LIMTOKIHE3I. 30kpema, y LiuTockeneTHoMy npenpodasHomy nyyky (LIMM) kopTukans-
Hi aKTUHOBI chinameHTM 6epyThb yyacTb y 360pLji MikpoTPY6OUOK | JONOMaraoTh iXHil kKoHaeHcaLji
y cepeamHi By3bkoro LM, skuiz HasmBakoTb KOpTUKanbHOK 30HOK AineHHs (Liu et al., 2011).
loka3aHo, Lo NeBHi Girnku, BKOYaKOUN KiHE3WH, MIKpOTPYBOUKOBI OpraHizatopu, popmiHu, cybo-
AnHuLi hocdatasm 2A Ta iH., CTabiniayloTb MIKPOTPYOOUKN Ta akTUBYHTL LyKkiHK B-Tuny (Traas
et al., 1995; Malcos, Cyr, 2011; Weingartner et al., 2011). Kpim Toro, 6inku, 38'a3aHi 3 Mikpo-
Tpyboukamu, AonomararoTb OCTaHHIM JOcAraTi AuCTanbHoI 30HM (hparmonnacTa (Asada et al.,
1991). 3aBaskw 38'a3ky i3 y-TybyniHom Ta binkom GCP2 (Nakamura et al., 2010), BinbyBaeTbea
HyKneauist Ta picT MiKpOTPY6O04OK NiA Yac UMTOKIHESY.

Kpim BuLLe 3a3HauveHmx BinkiB, MiKpOTPyOOUKY LLe 3B'A3K0TbCS 3 MOTOPHUMM Binkamn 4ns
AT®-3anexHoro pyxy (Hepler et al., 2002; Cai, Cresti, 2012). KiHe3uHM (hyHKLOHYIOTb HE Tiflb-
KW ANs HanpaBNEHOro TPAHCMOPTY, ane W Ans perynsuii opraHisaii myykis MikpoTpybouok
NpW TPaHCNOPTI MNig Yac iXHboi AenoniMepu3allii abo Npu 3B’A3yBaHHI i3 IHLWMMK KNITUHHAMY
komnoHeHTamu (Zhu, Dixit, 2011).

HeobxigHo BiAMITUTW HasBHICT e WwecTn cybknacis RABA-1 6inkis, Wwo 6epyTb yyacTtb y
TPaHCNOPTYBaHHI Ta eKk30LMTO3i BE3uKyn A0 nnasmanemu npu umtokiHesi (Chow et al., 2008).
lMokasaHo, LWo y Be3ukynax parmonnacra, Lo 3nMBaTbes, HakonuuykTbes Binku, ski be-
PYTb y4acTb y CUHTE3i Kanoau Ta B MoaudikaLii Lykpis, He0BXigHWX Ans nobynosn KNiTUHHOI
obonoHkwn (Samuels et al., 1995; Segui-Simarro et al., 2004; Baluska et al., 2005; McMichael,
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Bednarek, 2013). 3okpema, y KniTUHHIA 0B0ONOHLi, BUSBNEHa caxapo3ocuHTeTasa (Sucrose
synthase, SuSy) (Amor et al., 1995), npukpinneHHs skoi 4o MembpaH perymoeTbes dhochopu-
NIOBaHHAM, a Takox nonepeaHim biocnHte3om kanoau (Subbaiah, Sachs, 2001).

1.7.2.1. ®parMeHTV KNiTUH CyCneH3inHOI KynbTypu THOTIOHY Npu dhopMyBaHHi KIITUHHOI
nnacTuHKW. Ha pucyHkax a Ta 6 — BUAHO CiTKy TPy6BYaCTO-BE3UKYMSAPHOI CTPYKTYPM,
fka LWiNbHO KOHTaKTye 3 MikpoTpyboukamu. MosHadeHHs: T — membGpaHHi Tpy6ku,
MT - mikpoTpyboukn, CB — knatpiHoBi OpyHbku, SV — cekpeTopHi Beaukynn. PenepHa
MiTka = 0,25 mkm (Samuels et al., 1995)

AKTUBHICTb SUSY peryntoetbes BMICTOM ypuauHaudocdart rmokosn (UDP-glucose), sika
moxe nepeHocuTt UGT1 go aKTMBHOIO LIEHTPY Karo30CMHTETa3u, YTBOPHOUM CybCTpaTHNiA Ka-
Han. Ponb caxapo3ocuHTETasn y TpaHCMopTYBaHHi ypuanHandocdart riokosn Lo Kano30CuHTe-
Ta3 € AyXe BaXNWBOI, OCKINbKM JOCTaBKa CybCTpaTy CUNbHO BNMBAE Ha CUHTES Kanoan (Amor
et al., 1995; Verma, 2001).
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1.7.3. Ponb anapamy lonbOxi ma eHOonnaamMamu4yHo20
pemukynymy

KnitmHHa obonoHka yTBOPHOETECSA B Tenodasi MITo3y y BUrMIs4i KMITUHHOI MNacTUHKK, ska
BUHWKAE B pe3ynbTarTi 3NUTTS BE3UKYN B €KBATOpianbHii NnowmHi dparmonnacta. Cnig Bia-
3HauuUTK, WO (pparmMonnacT cknagaetbes 3 MIKpOTPyGOUOK, SAKi HAaNpaBnAKTb PyX MyxupLis
Fonbaxi 0o eksaTtopianbHoi obnacTi knituHu (Anbbeptc u gp., 1986, a; 1986, 6). 3snyaiHo,
YTBOPEHHS KIITUHHOT NNACTUHKN NOYMHAETLCS B LLEHTPI, POCTE BOHA Bif LEHTPY 40 nepudepil.
®parmonnacT Bigirpae ponb «iHCTPYMEHTa» Y BUSHAUYEHHI MicLq BiLKNaAaHHS KIiTUHHOI nnac-
TuHkM (Willison, 1981). Mpu 3nnTTi myxupuiB MiKpOTPYBOUKM po3nagarTbes, a NoTiM 3HOBY
36MpatoTbCa Ha nepudepii yTBOPEHOI AiNAHKM KNITUHHOT 000MOHKY i TPAHCMOPTYHTb HACTYMHY
nopLito BE3UKYIT; i Tak BigbyBaeTbC AOTH, JOKM KNITUHHA NNACTUHKA, sIka pOCTe BiALEHTPOBO,
He AOCArHe LMTonnasMaTYHOi MeMBpaHu, Micns Yoro B KNITWHHIN NnacTuHLi BigbyBaeThCs
BigKnagaHHsa mikpodibpun uentonosm (Willison, 1981).

BcTaHoBMEHO, WO Ha neplimux eTanax UMTOKIHe3y Lientonosa BiAcyTHS y Be3ukynax Ionb-
Ixi, oe BUsBMnEeHi apabiHo3a, ranakTo3a, Crigy rmoko3u i pamMmHO3w, a Takox Ginku 3 MOM. Macok
Big 120 po 250 Kfa (Robinson et al., 1976).

IMYHOXiIMIYHMM METOAOM 3a AOMOMOTOH0 KOMOIAHOTO 30110Ta NPY BUBYEHHI LIMTOKIHE3Y 1 pOC-
Ty knituH Trifolium pratense po3TArom BCTAHOBEHO HASBHICTb Y LIMCTEpHaX i Be3uKynax [ onb-
[Ki pamMHoranakTypoHaHa 1, KCUnormnokaHa i pevoBuH, ki MicTsTb apabiHoay. Lle cBigunTb, Lo
MiCLIEM CWHTE3y HeLenonosHux nonicaxapuais € anapat lonbaxi (Gardiner, Chrispeels, 1975;
Kawasaki, 1987). BiacyTHiCTb MiTK/ B eHLONMA3MaTUYHOMY PETUKYITyMi BKA3ye Ha Te, L0 CUHTE3
WX nonicaxapuiB Ha NMEBHMX eTanax pocTy KNiTMHM obMexeHo anapatom lonbmxi. Y nepion
noainy KNiTWHW B anapaTi FonbaxXi (B KNITUMHAX KiHYMKA KOPEHS) 3HAMAEHO KCWUIOTMIOKaH, TOf
SK pamMHOranakTypoHaH 1 B KNITUHHWX MnacTuHKax OyB BigCYTHIN, O, MOXIMBO, CBIQYNTL MPO
YTBOPEHHS paMHOranakToypoHaHy 1 micns LMTOKIHe3y.

B anaparti lonbmxi 3a LonoMoroto 6ioxiMiyHOro Metogy 6yna BusIBNieHa riOKOYPOHINTpaHC-
(bepasa, ska Gepe yyacTb y GIOCMHTESI TMIOKOYPOHOKCMIAHA EnikoTMAIB ropoXy; a TakoX Bu-
SIBIIEHA rroKaHCMHTETasa |, ska noB's3aHa i3 CMHTE30M reMiLlesorno3HUX reTepononicaxapuais,
KCUnorniokaxa Ta rmiokaHa, ski cknagatotees 3 (1-3)- Ta (1-4)-B-rntokanis i rnikobinkis (Delmer,
1977; Waldron, 1987).

Y Beawnkynax [onbmxi BUSBNEHO TaKOX KanbLid, kil 6epe y4acTb y 3NWTTI NyXmpLiB, a TOY-
Hilwe ix memBpaH (Baker, Knight, 1986). Mpu aediyunTi kanbLjto abo NOpyLLEeHHi A0ro NONsSPHOCTI
B KMiTUHI iHrBYETHCA 3nMTTA BE3WKYI, OTXE, | yTBOPEHHs! obonoHku (Reiss, Herth, 1979), wo
Byno poBefeHo Jocnigamu, B AKUX BUKOPUCTOBYBaNM ioHOGop kanblito (A 23187).

EHponnasmatuyHmii peTukynym, sk i anapat Fonbmxi, Moxe GpaTi yyacTb y BioreHesi kni-
TUHHOI 000MOHKM. MeTogOM eneKkTPOHHOI MIKPOCKONMIT BCTAHOBMEHO, LU0 B MPOLECi LIMTOKIHE3Y
npodhini noro kaHanis BuABNATLCA Bins Beaukyn Fonbmxi (Jones, Payne, 1978). Mpu BUBYEHHI
pereHepauii KNiTMHHOT 0BOOHKM NPOTONNACTAMW BULLMX POCIIMH AOCTILHWKW CriocTepirany ak-
TUBaLito eHgonnasmaTniHoro petukynymy (Mori et al., 1983). Lli aTopw Big3Havanu aktueawito
peTukynymy Yepes 90 xB. nicns BUAINEHHs NpoTonnacTis.
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[eski aBTOpU BUSBWAN B KNITUHAX NOPSL 3 LMTONNA3MaTUYHOK MeMBpaHoK rycTy CiT-
Ky peTukynymy, WO cnocTepiraeTbes nig Yac cekpelii BinkoBo-BYrNMeBOAHOMO CAU3Y B MUAKY
Lillium longiflorum (Van der Wounde et al., 1971) abo ranaktomaHaHa y knituHax Trigonella
boenum-graecum (Meier, Reid, 1977), wo A0380n1n0 3p0buTi NPUNYLLEHHS NPO MOXMMBICTb
yyacTi eHgonnasMaTyHoOro PeTUKymyMy y npoLecax CUHTe3y i TpaHCNOPTYBaHHI nosicaxapu-
[iB MaTpuKca.

LlikaBuit chakT BusBNEHO Yy (pakLii eHaomembpaH LWoAo akTUBHOCTI psay hepMeHTiB, siki
BepyTb y4acTb B yTBOPEHHI NyIy HykneoTuauykpis: Y1®-ranakto-4-noniMmepasn B knituHax 606is
(Panayotatos, Villemez, 1973), docdorntokomyTtasn i Yd-rntoko-nipodocarasu, cuHteTas i
TpaHcdepas nonicaxapuais y knituHax crebna umbyni (Fincher, Stone, 1981).

3a JonoMOorot UMTOXIMIYHIX Ta aBTopigiorpadiuHMx METOAIB BCTAHOBIIEHO, WO eHAONNAa3-
MaTWUYHUIA PETUKYNYM € MICLLEM CUHTE3Y FMiKONiMigiB i eKCTEHCMHY KNiTuHHIX 06omnoHok (Willison,
1981). BukopuctaHHsi MiveHoi isotonom C-apabiHo3n Ha CYCMeH3iHNX KNiTWHAX TIOTHOHY A0-
3BOSIUNIO BCTAHOBMTM BKITIOYEHHS MITKM B MeMBpaHHy (hpakuito 3 anapaty Fonbaxi i engonnas-
MaTU4HOro peTukynymy. MembpaHHa dpakuis MicTuna TunoBi apabiHoranakTaHoBi Binku 3 mo-
nekynsipHoto macoto 10000, ski 6ynun 38'a3aHi i3 3anuwkamm rigpokeunponity (Kawasaki, 1987;
Kawasaki, Sato, 1979). 3a 4onomMorow pagioakT1BHOI FMOKO3M MiTka BUSIBNIEHA K Y 0B0MOHL,
TaK i B eHgonnasmaTuiHomy petukynymi (Robinson et al., 1976).

MpunyckatoTb, WO eHAOoNIa3MaTUYHUIA PeTUKYNyM Takox 6epe yyacTb Yy CUHTESI i TpaH-
cnopTyBaHHi nonepeaHukis kanosu (Roland, 1973), a Takox y cuHTesi rigpokeunponiny (Sadava,
Chrispeels, 1978). EHgonnasmaTtuyHniA peTukynym, sk i anapat Fonboxi, 6epe yyacTb y TpaH-
CnopTyBaHHi (hepMeHTiB, HeobXigHMX Anst PYHKLiIOHYBaHHS 0BONOHKM.

3a [oMOMOroK iMyHOXIMIYHOTO MeTOZy BCTAHOBMEHA HasBHICTb TPbOX MOMEKYNSPHUX
hopM LIENIONO03K, ABi 3 SAKMX 3B'A3aHi 3 eHA0MNNa3MaTUYHUM PETUKYYMOM i IHTEPNPETYIOTLCS, K
rnikonisoaHi opmu; TpeTs («4o3spina») dopma — 3 anapatoM oMbk 1 LUMTONNasMaTuiHo
MembpaHoto (Dallman et al., 1989). MNMocTayaHHs Lentonas, MMOBIPHO, MOB'S3aHO 3 PETUKYITYMOM,
ane OCTaTOYHWIA MeXaHi3M LibOro NpoLecy He 3'1COBaHO.

Binomo, wwo BuaineHHs 6inkis 3 eHaONNa3MaTU4HOMO PETUKYyMy B anonnacT BigbyBaeTbcs
LUSIXOM €K30LMTO3Y: Yepes ixHi BKMYEHHS B AWKTIOCOMI abo Beankynu Monbmxi, ski ekcrop-
TYIOTb BMICT Ha 30BHILUHIO CTOPOHY NPOTOMACcTa, Yy Yepe3 NpsSMUA KOHTaKT eHaonnasmatny-
HOrO PeTUKYNymy i nasmanemu, abo X LUMSXOM YyTBOPEHHS PO3LUMPEHD Ha KiHLAX PETUKYTyMY
i iX BIQOKPEMITEHHS 3 HACTYMHUM EK30LIMTO30M BE3UKYN Y nepunnasmatuynui npoctip (Kristen,
1980; 1982).

1.7.4. Yyacmb yumonnazmamuyHoi Mem6paHu

['0noBHY pornb Nif Yac CMHTE3Y LENonoan Bigirpae uuTonnasMatiiHa Memobpara knitunm (Tap-
yeBckuit, MapueHko, 1985). HeobxigHot yMOBOK CuHTE3y Mikpodibpun Lentonoan Ha nnasma-
neMi € HasiBHICTb Ha MeMBpaHi NEBHOTO TPaHCMEMBPAHHOTO eNEKTPUYHOTO NOTEHLiMY, Lientono-
30CuHTeTa3, Binka akTuBaTopa i nonepeaHukiB CUHTE3Y rMiokaHiB. MpunyckatoTh, WO Lentono-
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30CMHTETa3a aKTWBHA NNLLE NpW LiNiCHOCTI ii KOMMneKcy 3i cneyndiuHM akTMBOBaHUM Ginkom
(Aloni et al., 1982).

3a gonomororo MeToay aBTopagiorpadii 3 BUKOPUCTAHHAM MiYEHUX NONepeaHUKIB FtoKaHiB
(*H-rmtokoan i ™“C-rntokoan) BCTAHOBMEHO, WO MiTKa 3B'A3YETbCA SIK 3 eHooMeMbpaHamu, Tak i
3 rmtokaHamu obonoHku (Bowles, Northcote, 1974). BuBYEHHS KIHETUKW BKITOYEHHS MYNbCYYOi
MiTkn y YO ®-rntoko3y B B-rmiokaHu nokasano, Lo came nna3manema € MiCLeM BKITIOUYEHHS i30-
Tony (Raymond et al., 1978).

Ha ocHoi 6iodhianyHnX OCNImKEHb Le B CepeayHi MUHYNOro CTOMITTS ByNo BUCYHYTO npu-
NYLLEHHS NPO Te, L0 CUHTE3 FMHKAHOBMX NaHLONB i iX 36MpaHHa B Mikpodibpunv noBuHHI Npo-
XOOWTW Mg Aieto komnnekcy hepMeHTIB Ha KiHuax Mikpodibpun (Roelofsen, 1958). P. lMpecToH
(Preston, 1964), skuin BMBYaB PO3MiLLEHHST MIiKpOibpun i robynsipHi yTBOPEHHS Ha 30BHILLHIl
NOBEPXHi Nna3marnemu BogopocTi Valonia, 3anponoHyBaB OfHY 3 NepLUMX MOLENen CUHTE3Y Mi-
kpochibpun. MMisHile y 3eneHoi xnopokokosoi BogopocTi Qocystis apiculata Takox Bynu 3Haiige-
Hi acouiauii MikpodhiGpun 3 rpaHynamm, ski Ha3Bamu TepmiHanbHUM komnnekcom (Montezinos,
Brown, 1978).

PeTenbHWi ONNUC CTPYKTYPU TEPMIHANBHOrO KOMMIEKCY Ta MOro Porib Y CUHTESI LIENHoo3u
npoaHanisoBaHo B migpo3gini 1.1. Llenwnosa. CuHmes yenono3u. Y UbOMy X nigposgini mMu
N KOPOTKO 3yMUHUMOCS Ha 3aranbHii XxapakTepucTuLi TepMiHanbHOro komnnekcy. IpaHynu
TEpMiHanbHOro AiameTpom 8,5 HM PO3MILLlyloTbCS Ha 30BHILLHIA NOBEPXHI NnasManemm B Tpu
psaaun. JocnigHWKK NpunycKatoTb, O 3aranbHe YKCOo rpaHyn y TepMiHanbHOMY KOMMIEKCH Bid-
MOBIAAE YNCITY NAHLONB Liestonosn B Mikpodibpuni, i Lo TepMiHanbHi KOMMEKCH € MiCLLEM CUH-
Te3y NaHLoriB Lennoau, 3ibpaxHs ix y Mikpodibpumv Ta opieHTauii. OueBnaHo, TepMiHanbHWI
KOMMMEKC MPOTArOM POCTy Mikpodibpunmn pyxaeTbCst B pigKOMY 30BHILLHBOMY NiMiAHOMY Luapi,
a rpaHynu Ha BHYTPILLHIA CTOPOHI nnasmanemu bepyTb yyacTb Y TPAHCNOPTYBaHHI nonepeaHu-
KiB LIeMN0103u 3 rianonnasmn 4o TepMiHanbHUX KoMnnekci. MNpouec kpuctaniayii Mikpodibpun
CTBOPIOE PYXOMY Cuily, sika 1 LITOBXa€e TepMiHarnbHi komMnnekcy B3AoBx nnasmanemu (Robinson,
Quader, 1981).

3anponoHOBaHO Kiflbka MOLENE CUHTe3y Mikpodibpun Ans NePBIUHHOI | BTOPUHHOI 060510-
HOK, 3riHO 3 IKUMK Y NEPBUHHIN 0BONOHL TEPMIHAMBHUIA KOMNMEKC CKNAAaeTbCs 3 OAHIET po3-
€TKW, SIKa CUHTE3ye MiKpoibpuny AiameTpom 5 HM, @ y BTOPUHHIN 0B0NOHLi YACNO TepMiHanb-
HWX komnnekcis gocsirae 10-Tu, i, BiGNOBIAHO, 36iMbLUYETLCA AiAaMETP MIKPOdiGpUnM LEenonoau
(Emons, 1985; Mueller, Brown, 1980).

b. WHangep Ta B. Xep3 3a 4oNoMOrow iHTepdepeHLiHOT Ta eNeKTPOHHOI MiKpocKonii Kni-
TUH KCUNEMI KOPEHIB KyKypyA3u, kpec-canaty i 606iB BUSBUNIN HarpOMaKeHHS Ha BHYTPILLIHIN
MOBEPXHI NNasmarnemm po3eToK, a Ha 30BHILLHIN — TepMiHanbHKX rnobyn. Obuaga TMNK YacTu-
HOK BifIHECEHi [0 0fHOr0 KOMnmeKcy. opiBHAHHSA BMICTY 1 pO3Nofiny po3eToK 3 PO3MILLEHHAM
MiKpOTPYOOUOK, SIKi NpUnAraoTb [0 MOTOBLUEHb KMITWHHUX OBOMNOHOK KCunemu, CBigyatb npo
BiACYTHICTb MPSIMOTO 3B'A3KY MiX LuMu CTpykTypamu. MpunyckatoTb, Wo MikpoTpyboukn BepyTb
y4acTb Y rpynyBaHHi pO3eTOK TEPMIHANBLHOMO KOMMMEKCY 1 TUM camum 6epyTb onocepeakoBaHy
yyacTb B opieHTaLii Mikpodibpun (Schneider, Herth, 1986).
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MigpaxyHkW BMICTY TepMiHanbHUX KOMMNEKCIB i napanesibHe BUBYEHHS YNbTPACTPYKTYpK
KNITWH £O3BONMAM 3p0BUTY MPUMYLLEHHS, LLIO YCIIO PO3ETOK KOPESTIOE 3 POCTOM 0BOIOHKN, TOBTO
i3 CUHTE30M Lientonosu. MigpaxoBaHo, WO B KIITUHAX, AN SKWX XapaKTEPUHUI anikanbHWA picT,
MaKcuMarbHa KinbKicTb PO3eTOK Npunaaae Ha nnasmarnemy 6ins anekcy KnitiHu (42 po3eTkn Ha
1 MKM2), TOgi 5K 6inst OCHOBM KNiTUHW BOHO 3HAYHO 3MEHLLYETLCA (40 3-4 Ha 1 MkM?). lMokasaHo,
|0 OAHa enemMeHTapHa Mikpodibpuna Lentonosn yTeoptoeTbes i3 13200 poseTok npoTsarom 1 xB
(Reiss et al., 1984), wamnakictb npoaykyii ctaHoBUTb 900 HM JOBXMHI MIKpOiGpUv Ha ogHy
PO3ETKY 3a XBUSVHY.

[ins KOXHOrO BMAY LUBUAKICTb YTBOPEHHS LIEMON03HMX Mikpodibpun pisHa. BctaHoBneHo,
Wo y knitnHax Acanthosphaera nogoBxXeHHs LientonosHoi ibpuni BigbyBaeTbCs 3i LBUAKICTIO
500 Hm xB™"; y kniTHaX giaTomoBux — 1-20 HM XB™'; y kniTUHaX TOTIOHY — 300 HM XB™'. AKTMBHA
hasa po3eTKM B KMiTUHAX, WO pocTyTb TpuBae 10 XB; y KNITUH MOXY (hyHapist BOSIOrOMIpHa — Tex
10 xB, ToAi 5K y Oocystis — kinbka roguH (Herth, Seagull, 1982; Reiss et al., 1984; Schneider et
al., 1982; Schneider, Herth, 1986).

CTpyKTypu, CXOXi Ha rpaHyny TepMiHamnbHUX KOMNMEKCiB, Oynu BUSIBNEHi B MembpaHax uu-
TONnasMaTn4HUX Be3unkyn y Micrasterias i Ha membpaHax AUKTIOCOM MOXiB. Lie aano MoxnuBicTb
NPUNYCTUTK, LLO rpaHyNSIPHi YaCTUHKM TPaHCMOPTYTLCS A0 Nasmanemm 3 y4acTo eHaomemo-
paHHoi cncTemu knituH (Giddings et al., 1980), sika, sik Binomo, 6epe y4acTb y TpaHcnopTi none-
peaHukiB nonicaxapuais. [lo Toro X, B-1,4-rniokaHcMHTETa3a, Ska BUsBNEHa B anapati [onbaxi,
04eBMAHO, HEaKTWBHA, L0 A03BOSISE 3pOOMTU NPUMYLLEHHS, LLO Lien (hepMEHT TPaHCIOPTYETHCA
[0 UuTOonMasMaTnyHoi MeMbpaHu, A€ BiH akTUBYETbCS 1 Bepe yyacTb y CUHTE3i MonepeaHuKia
uentonosu (Helsper et al., 1977; Northcote, 1977).

[MpoTe, Ha AYMKY iHLUMX aBTOPIB, MIKPOIBPUNN LEMoN0o3n MOXYTb CUHTE3YBATUCS B CEKpe-
TopHux Beaukynax (Willison, 1981). Ponb KOMNOHEHTIB LieNoN030CUHTETAYHOTO KOMMMEKCY A0
KiHLIS LLie He 3'sicoBaHa. FAKLLO YaCTKM LibOro KOMMMEKCY BiANOBiAaKTL 3a CUHTE3 MKpOibpun, TO
MOXITMBO, LLIO KOXHa YacTka komnnekcy bepe yyacTb y CUHTESI Hykneosuaaudocdar Lykpis, abo
X Lji YaCTMHKM MatoTb Kifibka (OYHKL|iA, SIKi BUKOHYIOTCS PI3HUMMW OT0 YaCTUHAMK, BKITOYAKOYM
MPUKPINMEHHS Lentono3o-CUHTE3YHHOro KOMMIEKCY 40 MIKPOTPYOOUKM, L0 3HAXOAATHCS HUKYE,
| TpaHcnopTyBaHHs rnokaHosyx naxutoris (Willison, 1981). MoxnnBo, Lo Lienono3ocuHTeTasa
aKTMBYETbCA B anapaTi Fonbaxi nig Yac TpaHCNopTyBaHHA 40 nia3manemu.

Buxoasun 3 TOro, WO Npy YTBOPEHHI BTOPUHHUX 0O6OMOHOK CTyniHb nonimepuaauji Lento-
N03n 4f1 JaHOro BuAY NOCTIAHWA, JOCAILHWKWA NPUMYCTUNK, WO CUHTE3 FIHOKAHOBUX NaHLorB
i KpucTanisais Mikpodibpun poaaineHi, i 3anponoHyBanu mMogenb 3oupaHHs Mikpodibpun, 3a
KO OKPEMUIA TMHOKAHOBMI NaHLIOT OBXKUHOK Bifl 7 40 22 HM (3aneXHO Bif BULY) CUHTE3YETHCA
nepea KpucTanisallieto Lentonosn Ha KnituHHin nosepxHi (Palme et al., 1976; Willison, 1981).

[HWWi JoCMigHMKK NOKa3anw, Lo PO3Mip KpucTaniyHoi cepuesnHm Hesenmkuii (Marchessault,
Sundraragen, 1977; Chanzy et al., 1979). HeobxigHo 3a3HaunTh, WO TEPMiHANbHWIA KOMMEKC HE
3aBXAM BUSBNANMN B KNITUHAX, LU0 POCTYTb. Tak, y NpOTONnacTia Me30diny TIOTIOHY Npu pereHe-
paujii KniTuHHOT 060NOHKM TepMiHanbHUIA komnnekc He Busiensascs (Willison, 1981), i ue fossonse
NPUNYCTUTK, YO MeXaHi3M 36upaHHs NepBIHHOI 0B0NOHKM BiAPI3HAETLCS B TAKOTO Y BTOPUHHIl
060m0oHLi.
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BukopucTaHHs iHribiTopiB pocTy KniTMH po3Tarom MoHeHauHy (10 M) i uuToxanasuHy
(2 x 10°M) noka3ano, L0 MOHEH3WH 3yMNUHSIE PICT | Beae A0 iHribyBaHHS CEKPETOPHOI aKTuB-
HocTi anapaTty Fonbaxi Bxe Yepes 15 xB, TOA K UMTOXana3nH He [i€ Ha po3TAr i Ha CTPYKTYpY
KMITUH, arne 3HWXKYE KinbKiCTb PO3ETOK, LU0 TaKOX NPUBOAUTL [0 iHribyBaHHS CUHTE3Y LIenionoan
(Rudolph, Schnepf, 1988).

1.7.5. Cy6cmpamu cunme3y nonicaxapudie

361paHHs TIIOKAHOBUX NMaHLONB Lientonosn NpoxoanTb 3a y4acTio KOMMeKCy (hepMeHTiB,
3B’A3aHuX 3 Mikpodhibpunamu (Preston, 1974; 1979). OmepxaHi oaHi nokasanu, Wo npouec
BiocMHTE3Y LieNonoan He € NpsMOLo (hepMeHTaTUBHOK noniMmepu3allieto MoHoLykpi. Moneky-
nia MOHOLYKpY NOBMHHA BYTW aKTUBOBAHOIO 1 MaTW BENUKWA HAZNULLIOK eHeprii Ans Toro, wob
thepmeHT OyB 30aTHUI 34iACHIOBATM ii MEPEHOC 4O aKUenTopa, Y pe3ynbTaTi Yoro NpoXoamB
Bu cuHTes i pict naHutora nonimepa (Xaccua, 1974). JoHopamu nig vac 6iocuHTE3Y CKnagHnx
LyKpiB € Hykneosuaaudocdatuyykpu (FAST, YOI ta/abo [[OP-maHo3a).

[esiki aBTOpN BBaXATb, WO AN CUHTE3Y LIENHN03M HeobXigHa Takox HasBHICTb dep-
MeHTy Mg?-3anexHoi-(1-4)-rniokaHcuHteTasn (K 2.4.1.12), aKy Lie Ha3uBaoTb MMIOKaHCUHTE-
Tasot0 1 (Delmer et al., 1985). Liei hepmeHT BUSIBNEHO Y dhpakLii BE3MKYN 3 NpOTONMacTiB Coi
(Griffing et al., 1986). MeTogom aBTopagiorpadii i3 3actocyBaHHam 1,4-D-("C)-rniokaHa Takox
Byna BCTaHOBNEHa HasBHICTb aKTUBHOCTI LienonosocuHTeTasn 1 B nnasmanemi Acetobacter
xylinum (Bureau, Brown, 1987).

®epmeHTaMn CUHTE3Y nonicaxapuais 0bonoHkn € rmiokaHcuHTeTasa 1 (KO 2.4.1.12), 1a
rmiokaHcuHTeTasa 2 (KO 2.4.1.34), nepmit hepMeHT BUSBREHO NULLE B CTPYKTypax anapaty
Fonbaxi, To4i SIK B NNasmanemi — NepLni i pyruin pepmMeHTu. MpunyckatoTb, WO MeMbpaHHi
Nyxvpui BigaindlTbCs Big UMCTEpH Fonbaxi i, 3axonntolun epMeHT, JOCTaBnsTb MOro Ao
KniTMHHOT 06ONOHKK, e BiH i Bepe yyacTtb y cuHTesi B-1,4-38'a3aHoro rntokaHa (Griffing et al.,
1986). Y nnasmanemi Takox BUSBMSETbCS i B-1,3-rnMiokaHCMHTETA3a, Ska BignoBsigae 3a CUHTE3
kanoau 1 retepononicaxapuais MaTpukca.

3acnyroBytoTb Ha 0COBNMBY yBary ekcnepuMeHTanbHi AaHi Npo 36iNbLUEHHS TPAHCMOPTHOI
PHK nig Yac cuHTesy Lentonoan y BTOPUHHUX 060NOHKaX BOMIOKOH GABOBHUKY NPK BUKOPUCAHHI
MIY4EHOr0 METIOHiHY, Ha OCHOBI YOr0 3p06EHO BYCHOBOK MPO BKITIOYEHHS EKCTPECIi reHy B CUHTE3
uentonosu (Delmer et al., 1985).

36upaHHs pocnMHHOI 060MOHKM 30BHI NPOTONIACTa € KOMMMEKCHUM CEKPETOPHUM MpoLie-
COM. BiH KOHTPOMIOETLCS Ha PiBHI CUHTE3Y PEYOBMH, TPAHCMOPTHUMM MEXaHI3MaMm1 eHIOMeMO-
PaHHOI cucTeEMM 11 perynsuieto ek3oumnTosy. KoHTpornb 3a 36upaHHaMm BiaOyBaeTbCcs ABOMA LUNS-
XaMu: KOHTPOMEM 3a CMHTE30M MeTaboniTiB i 3a perynsuyielo hepMeHTaTUBHOI aKTUBHOCTI Ha
neBHUX cTapisx audepeHuitoBanHs knituH (Northcote, 1982; 1984).

Mig Yac BTOPMHHOMO MOTOBLYEHHS OOOMOHKW BigOYBAETLCSA 3yMUHKA CUHTE3Y NEKTWHIB,
30iNbLUEHHS CUHTE3Y remiLentono3 Ta CUHTE3y Lentoroan, novaTok CUHTE3y NirHiHy, a B CUTO-
BMAHWX TPyBKax — NOCUIEHNI CUHTE3 Kano3u.
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BusiBneHo, Wo Ha pisHMX CTagisax pocTy 060MOHKM Nig Yac AudepeHLitoBaHHS KIiTUH
KCUMEMMW NPOPOCTKIB [BOAOSbHMUX, CMHTE3 NoicaxapuaiB PeryneTbes AOCTYMHUMU Mo-
nepegHUKammn HykneosmaaudocdaTuykpis, i 4OBEAEHO, WO NEPETBOPEHHS NONepeaHuKiB
remiLentonos y nonepeaHuku nektuHis He Biabyeaetbes (Northcote, 1984), npu ubomy BcTa-
HOBJIEHO CTYMiHb aKTMBHOCTI eniMepa3n CTOCOBHO NONEPeHUKIB:

UDP — Glc — UDP — Gal; UDP — Xyl — UDP — Ara.

Bigomo, Lo peakuii CMHTE3y reMilesllonos i NeKTUHIB NPOXOAATb B OCHOBHOMY B ana-
paTi Fonbaxi, NpoTe, MOXNNBO, WO NOYATKOBE rMIOKO3yBaHHS BiabyBaeTbCA 1 Yy €HAO-
nnasmaTu4yHOMy peTuKynymi, 0CobnmBo, SKWO B Leil Npouec 3anyyeHi BignosigHi Ginku
(Northcote, 1984). MpoTe gkuM YMHOM BigOyBaeTbCH TPAHCMOPTYBAHHSA HyKNeo3naandoc-
(hatuykpiB Yyepe3 membpaHu, HeBigoMO. MoxXnuBo, WO iCHYE ABi CUCTEMU: OfHA B €HAO-
nnasmaTu4YHOMy peTukynymi, apyra — y anapati Fonbaxi, abo X iCHYIOTb NEPEHOCHUKM Hy-
kneosngandocdatuykpis (Eggens, Dallner, 1982). OueBngHo, Ha MembpaHax peTuKynymy
i anapata onbaxi BinbyBaeTbes Biabip YA®-rniokosn, TOMy WO Tam BUSBIEHA aKTUBHICTb
B-1,4-rniokaHcuHTeTasn (Bowles, Northcote, 1972).

AKTUBHICTb CMHTE3Y Moricaxapuaie MaTpukca 060MOHKM 3B'A3aHa 3 AndhepeHLjaLieto Kri-
TUH. [ig Yac yTBOPEHHS BTOPUHHIX 0BOMOHOK Y KNITWH, SIKi KyNbTUBYIOTLCS in Vitro, CUHTE3 nek-
TUHIB 3yNMMHSETBCS, Y TOIM CaMUi Yac akTUBHICTb KCUaHCUHTETa3W, ska Bepe yyacTb y CUHTES
remiuentonos, 3binbwyetses (Northcote, 1984), i akTMBHICTb PErymoeTbes PiBHEM HYKIEO3us
MOHO- i Andpoccpatia (Dalessandro, Northcote, 1981 a; 1981, b).

BuBYEHHS LWBMAKOCTI NOrnuHaHHs ek3oreHHoi “C-rntokosn, “C-rntoko3o-6-gocdary,
'“C-caxap0o3un Ta iHTEHCWMBHOCTI iX BUKOPUCTAHHS y CUHTE3i Monicaxapuaie pereHepyuoi
KNiTMHHOI 060MOHKM y npoTonnacTie 606iB 4O3BONMNO BCTAHOBUTM, LIO LBWAKICTb TpaH-
CNOPTY €K30reHHNX CyBCTpaTiB NPU HU3bKMX KOHLEHTPALisiX LYKpIiB | A0AaBaHHI €K30T€HHOro
ATO® 36inbwyetbest (MnemeHkosa, 1985). MpunyckaloTb, WO akTUBALIS CUHTE3Y CTPYKTYp-
HUX nonicaxapuais BU3HAYAETLCSA IHTEHCMBHICTIO hOCCOPUITIOBAHHS iX MONepeaHNKIB.

BcTaHOBMEHO, WO akTUBHWIA CUHTE3 nosicaxapuais 060noHkK BinbysaeTbest B G1-hasi
KIITUHHOTO LMKAY, W0 6yno YiTKo NoKasaHO NPy BUKOPUCTAHHI MiYEHUX MOMEPESHMKIB Mofi-
caxapuiB Ha KniTuHax, ski KynbTUBYIOTLCS in vitro; y S-thasi 3BiNbLUeHHS pagioakTUBHOCTI HE
BusABeHo (Amino, Kokomine, 1985).

1.7.6. Ponb ioHie Kanbyito

KanbLii BBaXatoTb KIHOYOBUM MOCEPESHUKOM Y PErynsuii pisHUX KNITUHHUX NPOLECiB TBapUH-
HOI 11 pocnuHHOI KniTuH (AnbbepTc, 1986, a). Y 38'A3ky 3 LM, BUBYEHHIO PO iOHIB KanbLjko B
MeTaboniami POCIIMHHOI KNMITWHM NoYanu NpuainaTn ocobnuey ysary. PocnuHu mictaTb Barato
kanbLito, y cepegHbomy 1-3 % Big cyxoi macu (Demarty et al., 1984); y nucTtkax i ctebnax ioro
Oinblue, HX y 3amacH1X opraHax. Y KniTuHi OCHOBHA YacTUHa KamnbLjito MiCTUTLCS B 060MOHKAX,
A€ noro BmicT ctaHoBuTb 10 — 10-° M, Togi sik y umtonnasmi — 10-107M, wo 6yno ninTeepaxe-
HO Pi3HOMaHITHAMW METOLAMU JOCTIIIKEHHS.
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M. PosirHon 3i cniBatoatopamu, ki BUBYanu po3noain KanbLito MeTogom gpakuiinHoro
aHaniay, BCTaHOBWNW, WO ANS KiHcbkoro 6oba i xostoro ftonuHy 60 % 3aranbHOro KanbLito
3B'A3@HO 3 KNITUHHOK 0BONOHKOH, 7 % — 3 MemBpaHamu, 33 % — 3 PO34NHHOK PPAKLIELD KITITUHY
(Rossingnol et al., 1977). MeTogom ioHHoi npobu npu gocnimkeHHi poanoginy Ca2* B 0CHOBHNX
pyxoMmux opraHax Mimosa pedicula BiH BUSIBNSBCS He Tinbki B 060M0HKAX, ane ity xnoponnacrax
i TaHiHoBMX Tinbusax (Campbell et al., 1979). Bigomo, L0 kanbLili pa3om 3 iHWKXMI iOHAMK MOXE
MacvBHO TPaHCNOPTYBATUCh Yepe3 060MOHKY. Y POCIMHY Kanblyiil HAAXOAUTL Yepe3 KOpeHi, ae
BiH TPAHCNOPTYETLCA NaTepanbHO MO anonnacTy Kopu, Lo 6yno nokazaHo 3a 4ONOMOrOH PisHNX
METOZIB, BKIHOYa0UM aBTopagiorpadito i PEHTreHCTPYKTYPHUIA aHanis, Npu LboMy BUSiBREHa i-
HiiHa 3aNeXHICTb BKMOYEHHS MIYEHOro KanbLiito croyaTky B 0B0NOHKY i y nepunnasMaTuyHuii
npocTip, a NoTiM Yepe3 NeBHUI NPOMIXOK Yacy — y uutonnasmy (Van de Geijn, Petit, 1979).

[MPUIAHATO BBaXaTK, L0 iOHM KanbLjito 30iNbLyKTh CAMK 34EMNEHHS B KMITUHHIN 0BOMNOHL.
CepenuHHa nnacTuHka Mae CTPYKTYpY rens i cknagaetbes 3 §-1,4-noniranaktypoHaxis. B yTeo-
PEHHI rento cepeaynHHOI NNacTuHKK 6epyTb y4acTb IOHW KarnbLjto, IHAYKYHOUN renisaLiio BirlbHUX
PO3YMHIB MEKTUHY, Lo Byno nokasaHo BiodisnuHnmn metogamu (Thom et al., 1982). Ak y cepea-
WHHi NNacTWHU, TaK i B 0B0NOHL, KanbLyiil yTBOPIOE NONEPEYHI 3B'A3KM, NPV LibOMY iOHU KanbLiito
3'€OHYIOTECS 3 aTOMaMU KUCHIO KapBOKCUIBHUX Tpyn YOTUPLOX 3aULLKIB ranakTypOHOBUX KIC-
NOT i PO3NOZINATECA MiXK ABOMA ranakTypOHOBUMW MaHLoramu, Y pesynbTaTi Yoro ynakoBka
KanbLjito Haragye ynakoBky sielb Y kopobui («egg box»). MiyHiCTb 38'A3KiB KanbLjit0 3aNexXuTb Big
cnyneHio meTuneTepudikallii ranakTypoHis Ta/abo pamHoranaktypoHis (Hepler, Wayne, 1985).

3rigHo 3 gaHumu P. MpecToHa (Preston, 1979), NeKTMHOBI peYOBMHM 3B'A3YHOTHCS 3 iHLWIK-
MU KUCTIUMM Mosicaxapuaamu Tiflbky 3a [JONOMOTOH iOHIB KanbLito. BBaxaloTb, WO B NEKTUHO-
BOMY Teni KpiM enekTpocTaTUYHMX 3B'A3kiB Ca?* 3 kKapOOKCUNbHUMM rpynami MOXIWBUIA i ApY-
A TN 3B’A3KY KanbLlito, @ came iOHHW KOOPAUHOBAHMUIA 3B’S30K 3 MiAPOKCUIBHUMU rpynamm
nonicaxapuais, Ta, o4yeBuaHo, i binkis (Gidley et al., 1980). BctaHoBneHa agcopbuis “Ca 3
KOHCTaHTO 3B's13yBaHHsA 4 x 10 M i3 makcumanbHoto emHicTio 1,5 x 108 ioHis Ca?* tp cupoi
Macm KniTMHHUX 0BOMNOHOK eNiKOTUNS ropoxy. ALCopbLiiHa EMHICTb 3MEHLLYETLCS NP 3CyBaH-
Hi pH Huxye 6,0, Wo cBigunTb Npo 3B'a3yBaHHsA Ca2* aHiOHHUMM rpynamu i3 3aaHoK KOHCTaH-
Tot0 acoujayii (pH 4.7). O6pobka 06010HOK NOMiranakTypoHa30t0 3HUXKYE KanbLin-agcopouiHy
EMHICTb 060M0HOK Ha 60 %, WO CBIgYMTb NPO iIOHHWIA 3B'A30K KanbLiil0 3 NOMiranakTypoOHOBOK
KWCROTO, NP NiABULLEHH] KOHLEHTPALi NPOTOHIB iOHW KanbLjito BUBOAATLCS 3 il HEraTUBHMX
3apsaiB yHacnigok iXHboT KOHKYpeHUii 3a LeHTpu ageopbuii (Virk, Cleland, 1988).

KniTuhHa obonoHka Mae cuctemy 0BMiHy KaTioHiB, Y TOMY uuchi i kanblito. Lis kaTioHHa
0OMiHHa 3gaTHICTb 060MOHKN Y KanbLiedobHUX POCIIMH XapaKTepN3yeTbCs HU3bKUM 06’EMOM, Y
kanbLiedhinis — cepeaHim i BUCOKMM, LLO, OYEBUAHO, 3aneXuTb Bif LiNbHOCTI iOHI30BaHUX rpyn
B 000MOHLj, iOHHOT CUMM 11 IOHHOTO CKNady CepeaoBuLLa, a TakoX Bif iOHHMX 3MiH B ODOMOHL
(Demarty et al., 1984).

MpucyTHicTb Ca? B 060M0HLi A€ Ha ii MexaHi4Hi BNacTUBOCTI. BCTaHOBNEHO, WO NnacTuy-
HUIA PO3TAr 36iNbLUIYETHCA BABIMI NpU BUIyYeHHi 3 060M0HKM 40 60 % KanbLjlo (3 LONOMOroHo
xenartopis EI'TA Ta E[JTA a6o 3HwxeHHs pH Big 6 go 3 ) (Virk, Cleland, 1988); popaBaHHs Ca?
3HWKYE NAACTUYHUIA po3Tar. Mpu BTpaTi 060MNOHKAMM MarHito 11 HaTpil0 TakoX Moxe 36inbLuy-
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BaTUCb po3TAr 0BOMOHOK Y enigepMici ropoxy, ane kanin He fie Ha yen npouec (Tepfer, Taylor,
1981). 3HMKEHHS NNacTUYHOCTI 0BONOHOK NPY A0A4ABAHHI KanbLiito, MOXIIMBO, MOB'S3aHO 3 NOro
afcop6Lujieto N yTBOPEHHSIM OMOMiXHIX nonepeyHix 3B'a3kie Ca2* 3 ypoHOBUMU KucrioTamu. Mpu
3HWKeHHI pH anononacTa nig gieto [OK MoxyTb YTBOPIOBATUCS NONEPEYHi 3B'3KK1, 3aBASKM YOMY
KanbLiin MOXe BUTUCHATUCS NPOTOHaMK N Po3TSAr 0BONOHKN 36iNbLUYETLCS; NPU LbOMY, KarbLii
MOXe NEPEMILLYBATMCS 1 Ha 30BHILLHIO YacTMHY 060MoHKM Ta Buxoauth 3 Hei (Virk, Cleland,
1988).

MexaHiuHi BnacTMBoCTi 0B0IOHOK 3anexaTh Bif BMICTY ioHIB y cepegoauLyi. Mpote P. Kne-
nexp Ta [1. Peiin, BUBYaKOUM MEXaHi4Hi BNacTUBOCTI 0DOMOHOK KONEONTUIIB BiBCa, BCTAHOBUIN,
L0 KoeiLieHT NNacTUYHOrO 11 €NACTUYHOTO PO3TATY CETMEHTIB KONeonTunis, 06pobneHnx raps-
4/M METaHONOM, He 3anexuTb Big HasiBHOCTI B cepeposui 0,012 M Ca? (Cleland, Rayle, 1977),
[MpUCYTHICTb KasbLiito B 30BHILUIHEOMY CEpeoBULLi He Ji€ Ha LWBWAKICTb BUAANEHHS NPOTOHIB 3
HEMOLLKOKEHUX CETMEHTIB Y PO3UMH (MpK CTUMYINALLT ayKeuHOM). Mpu nepemiLieHHi npenapatis
y kucne cepegosuile (pH 5.0) nomiTHO 36inbLUyBaBCs PO3TAT CErMEHTIB, KU Pi3ko rarbMyBaB-
CS NpU HaCTYMHOMY AOAaBaHHI B CEPEAOBHLLE Karbljito, TOOTO iHribytoua Ais ioHiB kanbLjto Ha
MexaHi4Hi BNacTMBOCTi 0BGONOHOK 3anexuTb, B MepLUy Yepry Bif KOHUeHTpauii H* B KNiTWHHIi
060moHLi, MpY LIbOMY KanbLin Moxe ByTW KOHKYPeHTOM H* 3a MicLs 3B'3Ky B 060MOHL.

BcTaHOBMEHO, LU0 He TiMbKK iOHM KanbLito iHribytoTb picT 060MOHOK, Ha Liel MpoLec AitoTb i
iHLLi ioHW. BigsHaveHa 30aTHICTb JesKUX iOHIB O YTBOPEHHS reniB 3 04YMLLEHUM feeTepudikoBa-
HUM NekTUHOM, Mn?* He NPUBOAMTL [0 YTBOPEHHS TeNio, ane BUKMMKAE iHribyBaHHs pocTy. ABTO-
pW JOBENW, L0 ABOBANEHTHI kaTioHn: Mg*, Mn**, Ca**, Co** Ta Zn** iHribytoTb PICT KNMITUHHNX
obonoHok (Tepfer, Taylor, 1981).

[MpsiMUM JOKA30M Porii KarnbLyito B 3HWKEHHI enacTuyHocTi 0bonoHok € pobotu M. Apsica 3i
cnisasTopamm (Jarvis et al., 1984). Y uux npausx 3amiHOK0 kanbLito Ha HaTpii Bynm 36inbLUEHi
NNaCTUYHICTb i B'A3KICTb 0BONOHOK KoneHximu cteben cenepu npu HaBaHTaxeHHi. HabyxaHHs
060MOHOK NPy 3aMiLLieHHiI iOHIB KarbLyitd Ha HATpI Ykasye Ha Te, L0 PO3YNHEHHSI NEKTUHOBOTO
reno NpoxoauTb NOBOSI, NOCTYMNOBO M HE3BOPOTHO, NPOTE AeTani LbOoro NpoLecy MoKM Wo He-
BiZIOMi.

JocnigHykn npunyckaoTb, WO KanbLin-38’s3ytodi 30H1 060MOHKM BYNn BUKITHOYHO NEKTUHO-
BMMMU, XO4a, MOXINBO, i Mano micue 38’'s3yBaHHst Ca?* 3 H*-rpynamu 6inkis (Tepfer, Taylor, 1981;
Wuytack, Gillet, 1978). MoxnusicTb 38'a3ky Ca?* B 060M0HLj 3 KNCAIMMU aMiHOKUCIIOTaMK He BU-
kntoyatoThb 1 iHwi gocnigruku (Cleland, Rayle, 1977). MpunyckatoTb, WO iHribytoyi kaTioHu, y TOMY
yncni M KanbLin, MOXYTb MPAMO ST Ha EPMEHTI 0BONOHKY, IHAYKYHOUM B HUX KOH(hOpMAL|ifHi
3MiHN. FKLLO X po3Tar 060NOHKM € HethepMEHTATUBHUM, TO KaTiOHW-iHriGiTOpK, MOXNNBO, B3a-
EMOZjOTb 3 KOMMOHEHTaMM MaTpUKCca 0BONOHKM, YTBOPIOKOUM 3BOPOTHI KOH(OPMALiiHI 3MiHK 3a
[0MOMOTOK MexaHi3My, SKWid He Bee 40 YTBOPEHHS nekTuHoux reneii (Tepfer, Taylor, 1981).

Mpwn 3amilLeHHi NpoTOHIB B 060NOHLi Kanblii BUCTYnae B poni bydepa i Bigirpae nesHy
ponb y pyHKLiOHYBaHHI pH-3anexHnx depmenTtis (doctatas i B-1,3-rnokaHcuHTeras). Mpu
LbOMY KasbLiit fje He NpsMO Ha (EPMEHT, a LNAXoM Moaudikalil nokanbHOro 3HaveHHs pH
(y koHKypeHLUii 3 H') Ta/abo wnsaxom 36inblieHHs ioHHOi cunu obonoHkn (Sugawa et al., 1981;
Demarty et al., 1984). Ha cbpakLii 060noHoK 3 NpoOpOCTKiB OripkiB NOKa3aHo, Lo Npu BiACYTHOCTI
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Ca?" B cepenoBuLi (KanbLjieBW ronog) akTUBHICTb NyHOi doccatasn B 060n0HLi 36inbLuy-
Banacs B 6,6 pasa NOPIBHAHHO 3 KOHTPOMbHUMM 3paskamu, a B UMTONa3Mi aKTUBHICTb LbOro
hepmeHTy He 3miHoBanacs (Yamaya et al., 1982).

Ca?, BucTynawum aHtaroHictom poctoBoro ropmoHa |OK, iHribye KniTWHHMIA po3Tar
(Buckhout et al., 1980; Cleland, 1986). MpoTe Takuii mexaHi3m BIACYTHIN y koneonTunis
BiBCA — MPU BMUXOAi KarbLiito 3 060MOHOK MeXaHi4Hi BNaCTUBOCTI KMITUHHUX OBOMOHOK He 3Mi-
Hioanucs (Cleland, Rayle, 1977). Y ABOAONbHWX CTAHOBMLLE iHLUE: NPU BUKOPUCTAHHI iHri-
BiTopis kanblito (4ns 3anobiraHHs ribepeniH-iHayKoBaHOrO PO3TAry rinOKOTWNS) i xenaTopis
kanbyito (EM'TA) BCTAHOBNEHO uiTke pO3MyLUeHHS 0OOMOHOK AOCMiMKYBaHWX TkaHWH (Mole,
Jones, 1981; Soil, Bottger, 1982). MpunyckaloTb HasBHICTb YOTUPLOX B3AEMHO BUKITHOYAKOUMX
MexaHi3MiB iHribyBaHHS KarbLjieM NOLOBXEHHS KNITUHN: 1) 3HUKEHHS TYPropy; 2) 3MeHLIEHHS
AYKCUH-IHAYKOBAHOTO BUAINEHHS MPOTOHIB; 3) 3HWXEHHS 3AaTHOCTI 0OOMOHKN A0 OKMCIIEHO-
iHOYKOBAHOrO pOCTy po3TArom; 4) npsiMa Aist kanbyito Ha BioxiMiyHi npoLecu po3nyLweHHs 060-
noHok (Cleland, Rayle, 1977; Tagawa, Bonner, 1957).

M. Xennep i P. Beitn (Hepler, Wayne, 1985) BeaxatoTb, LU0 BiGHOCHO BMCOKa KOHLIEHTpaL|s
KanbLito, O4EBUOHO, He 3MiHI0e Typropy. HaniMoBipHiLLe, LU0 HaBiTb HE3HAYHI KONMUBAHHS BMICTY
kanbLito B 060MOHLi BegyTb 40 BiANOBIGHWX 3MiH Y BMICTi iOHIB Kanito Ta OCMOTUYHWX PEYOBUH
Y KNiTWHi.

BaraTorpaHHICTb i ayKCUHy | SBHOTO 3anyyeHHs kanbLito 4o 6araTbox NpoLECB MoK Lo
He 30BCiM 3po3yMini. [MpunyckaloTb, Wo aykeuH i Ca2* e aHTaroHicTamu: aykcuH 36inbLuye po3Tar
knituHK, a Ca?* (1-10 mM) — iHribye pict (Hepler, Wayne, 1985; Tagawa, Bonner, 1957). Lle mox-
Ha NpOCHigKyBaTV NPY BUBYEHHI rpaBiTponiamy. TOM akT, LLO ayKCUH i€ K CTUMYNATOP BUXOAY
NPOTOHIB MpU PO3nYyLUEHHI 1 po3Tary 060noHkM, aosoauTb BrnmuB |OK Ha Buxig ioHIB kanbLito
(Cleland, Rayle, 1977) 3 obonoHkw. Lieit npouec, 38'13aHWin 3 MeTaboMi3MOM KITiTUHM, 3anexnTb
Bif} MiHEpanbHOro XWBNEHHs, Aif ropMOHIB i 30BHiLLHIX BNAMBIB (Hepler, Wayne, 1985).

IcHye neBHWI 3B'A30K ayKCuHy i Kanbuito. MpunyckaloTb, Wo TpaHcnopTyBaHHs Ca?* y
KNITUHW Perynoe NoTiK ayKCUHY LIASXOM TXHbOI B3aemogii. 104aTKoBWiA pyX Kamnblito MOXe
36inblwyBatn yutonnaamatiHy KoHueHTpauito 10K, wo Buknukae aenonsipusayio membpa-
HW. Ca?* Takox MOXe akTuByBaTu it MembpaHHi nepeHocHukm IOK (Cohen, Lilly, 1984; Hepler,
Wayne, 1985).

KanbLii kniTuHHWX 060MOHOK Biglirpae posib He TiNbKy B NPOLECE POCTY KMiTUH, @ Ay CTapiHHi,
Npo LLO CBiAYaTL JaHi, 04epaHi Npu JoCnimKeHHi nnogis y ¢asi 4o3pisaHHs. BcTaHOBMEHO, WO
Npw Ao3piBaHHi Nnogie BiabyBaeTbCs 30iNbLIEHHS PO3YMHHIX MEKTVHIB Y KIITUHHWUX 0BONOHKaxX
(Sawamara et al., 1978), a Takox BTpaTa ranaktoau, apabiHo3u i ypoHoBUX kucnoT (Farguson,
1984). Lli 3MiH1 KOpPentoKTh 3 WBMAKAM PO3YMHEHHAM CepeanHHOI nnacTuHkm (Platt-Aloia et al.,
1980), 3HKEHHAM B'SI3KOCTi MEKTUHY, @ TaKOX aKTUBYBAHHSIM €K30- i EHAONONiranakToypoHaswm,
a Takox i nektuHectepasn (Bartley et al., 1982), ski giloTb Ha nekTMHOBI Monekynu. 36inbLUeHHs
aKTUBHOCTI NOsiranakTypoHasu, Sk Bi4OMO, MOB'S3aHO 3 MiABWLLEHHAM BMICTY BinbHUX KapOOK-
CUMbHMX rpyn. Lleit hepMeHT HeakTUBHWIA 4O METUIBOBAHMX MOSTIYPOHIgiB, MOXIMBO, BHACNIAOK
BMXOZY KamnbLilo, SKMA MOXe BUBINbHIOBATUCh Mif Ai€t0 nofiranakrypoHasn, sika BUKNWKae no-
cnabneHHs Ca2*-38'A3KiB y JOBrVX NaHLtorax noniranaktypoHaHis (Farguson, 1984).
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Kanbuiit 060noHoK Bigirpae nesHy posb y NATPUMLI PopMM KNiTUH poCnnH. BetaHoBnewo,
L0 3HWKEHHS BMICTY KanbLiilo B CEPEAOBWLL BUKNMKANO 3a0KpYrNeHHs KNiTuH Euglena gracilis i
3MEHLUEHHS ix po3mipy (Lonergan, 1984). MpunyckatoTb, WO L NOB’S3aHO 3 BMAIMBOM KasbLjt
Ha noniMepu3aLjito i opieHTaLlilo eneMeHTIB LMTockeneTy. BunyyeHHs i3 cepefoBuLLa iOHIB Mar-
Hit0 He BUKMWKaNO OKPYrMEHHs BOCTILKYBAHMX KMITUH.

KanbLin kniTHHMX 0BONOHOK Bigirpae BaXmMBY porb Y kanbLidikaLlii Takux BOLOPOCTEN, SK
Acetabularia i 4epBOHi kOpanoBi BOLOPOCTI, B SKWX BYMEKUCNWI KanbLiiit BigknagaeTbcs B 060-
noxkax (Bohl, Goreau, 1973; Borowitzka, 1984).

1.7.7. Ponb Mikpompy604yok

HeBig'eMHa ponb eneMeHTIB LMTOCKeneTa, y TOMy YMCTi M MIKpOTpYBOYOK, Y NpOLECi LUTOKIHE3y
peTenbHO onucaHo B nigpo3gini 1.7.2. MikpoTpyboyku, ki yTBOPeHi Monekynamu TybyniHy i
MICTSTb ABi Cy60AMHULI, MatoTb BUIMSA BINKOBIX «HUTOKY i3 30BHILLHIM JiaMeTpoM 24 HM, enek-
TPOHHOMPO30POK CEPLIEBUHO 6M13bKO0 10 HM | €NEKTPOHHOLLINBHOK 0B0MOHKOK BIM3bKO 7 HM,
IXHS! OBXMHA i1 B POCAIMHHUX KIiTUHAX JOCSrae KirbkoX MiKpOMETPIB; BOHW BUKOHYHOTb (OYHKLLiHO
nigTpumytoyoi cTpykTypm (Jlnbbept, 1982) i GepyTb akTUBHY y4yacTb Y POCTi KIITUH PO3TSIOM.
BcTaHoBneHo, Lo opieHTaLlis MiKpodibpun Lientonosm KniTuHHOT 060NOHKM POCIUH Bigirpae ro-
NOBHY POnb Y BU3HAueHHi dhopmu KnituHmu (Hogetsu, 1986; Quader et al., 1987).

Y mMonogux KniTuH, SKi pocTyTb, (Hanpuknag, BonokHa 6aBoBHUKY) Mikpodibpunn Lento-
n103u i MiKpOTPY6OUKI PO3MILLYIOTLCS NapanesbHO OAHa 40 OAHOI, ane NepneHANKYNSpHO A0
[OBroi oci KnitvHu. Mpu audepeHLitoBaHHi KNiTUH MikpodiGpunn 3MiHIOKTb CBOO OpiEHTALiH,
YTBOPIOKOYM CMipanb Y34OBX KNiTUHYM, NapanenbHo 3MIHKETHCA 1 PO3MILLEHHS MIKPOTPYHOUOK
(Robinson, Quader, 1982). Y kniTWH KiHY1Ka KOPEHS NPOTArOM iXHbOrO POCTY OpieHTaLlis Mikpo-
hibpun i MiKpOTPYBOUOK 3MIHIOETECS 3 MOMNEPEYHOI Ha KOCY, LLO BKA3ye Ha KOPENALito B TXHil
opieHTauii (Hogetsu, 1986). Po3miweHHst MikpoTpy6oUdok Bunepemxae nobyaoBy apxitekTypu
Mikpodibpun Lentono3sn obomnoHKH, L0 YITKO NOKa3aHO Ha KNiTMHaX KOPEHEBWX BOMOCKIB Mpo-
POCTKiB UuByni Npu BUKOPUCTaHHI iIMyHO(TyOpecLeHLii 1 MOHOKIOHANbHWUX aHTUTIN Ao TyByni-
Hy (Lloyd, 1983). Take «y3romkeHHs» OpieHTaLii KOPTUKaNbHUX MIKPOTPYBOUOK i LIENHONO3HNX
MiKpoibpn 060NOHKA POCAMHHUX KMITUH XapaKTepHe SK AN NePBUHHMX, TaK i BTOPUHHMX
o6onoHok. BigsHayeHa Bulle Kopensilis Aana MOXMMBICTb NPUMYCTUTH, L0 MIKPOTPYBOUKM
Be3nocepeHbO HanpaBnaTb opieHTaLito Mikpodibpun (Robinson, Quader, 1981). Mpu cTa-
PiHHI B BaraTbox KniTuHax BiabyBaeTbCca nepeopieHTaLis (BiAHOCHO MOB3AOBXHbLOI OCI KNiTK-
HW) MIKpOTPYDOUOK Big NepneHaNKyNsPHOrO 4O XaoTUYHOMO po3noginy. Pomb MiKpoTpyBouUOK,
0YEBWIHO, 3BOANTLCS 4O YTBOPEHHS «KOMii» TPAHCNOPTYBAHHS, B3LOBX SKOI Lie il pyXaeTbes
TepMmiHanbHui komnnekc (Robards, 1980).

Ockinbkn MipoTpybouKK 3amyyeHi O opieHTaLii HOBOCUHTE30BaHUX Mikpodibpun uesio-
noau B obonoHui (Quader et al., 1987), a opieHTauis Mikpoibpun BusHauae Hopmy KiTUHM
W HaNPSIMOK KNITUHHOMO POCTY, TO, OYEBWUAHO, MIKPOTPYOOUKM LitoTb i HA MOPKOreHe3 pPoCInH
(Galway, Hardham, 1986). MeTogom iMyHoyopecLeHLii Ha BUTArHYTUX KNITUHAX CYCNEH3INHOT
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KynbTypw Zinnia sp. BCTAaHOBMEHO, LU0 MIKpOTPYyOOUKM OpieHTYBanmMChb Nig KyTOM 40 OCi KNiTUHMK,
Y KynenogibHux Ta isogiaMeTpUYHMX KMiTWH LibOro X BUZY MIKpOTPYOOUKM pO3MiLLlyBanmMCh Xao-
TUYHO, Y SLEBMAHMX KIITUH — Nig KyTOM A0 OCi KniTuHu i xaoTuyHo (Falconer, Seagel, 1986).
[MpoTe Ans KNiTUH, SKi XapaKTepU3yrTbCs anikanbHAM POCTOM (MWNKOBUX TPYOOK, NPOTOHEMY
1 KOPEHEBWX BONOCKIB), OpieHTaLlist Mikpodhibpun He KopentoBana 3 po3MmilieHHsM Mikpodibpun
uentonosn (Emons, 1986; 1989), To6T0, AN TakuX KNiTUH XapakTepHa reTeporeHHiCTb po3mi-
LLEHHSA MIKPOTPYOOUOK NO BiBHOLLEHHIO A0 opieHTaLii Mikpodibpun. OueBnaHO, WO B LKX KIiTK-
Hax MIkpoTpyDOoUKM 3amyyeHi 40 MOPHOreHe3y KMiTuHU NEBHOI hOPMU i HE € HEOBXiOHUMM AN1s
OpieHTaLji LentonosHmx Mikpodiopun.

[enonimepusauis KOPTUKAmNbHUX MIKPOTPYOGOUOK POCIMHHWX KIITUH KOMXILMHOM, OHKOZda-
30M10M, Konuemigom abo rekcaHiTpogudeHinanaxiHom, npu skin iHribiTop 38'A3yeThes i3 cy6o-
AnHMuaMmM TyOyniHy, He Aisna Ha CuHTe3 i opieHTauito Mikpodibpun (XopkaBues Ta iH., 1984;
Robinson, Quader, 1982), ogHak Gyab-siki 3MiHM B pO3MiLLEHHI Mikpodibpun, ki nos's3aHi 3
AndepeHLitoBaHHAM KNiTUHM, NOBHICTIO B10Ky0THCS. BukopucTaHHs iHribiTopoHoro aHaniay (is
3aCTOCYBaHHAM KyMapuHy) Npu BUBYEHHI pereHepaLlii 060noHku B npotonnacTis Mougeotia sp.
noKasaro BiACYTHICTb BMIMBY Ha YTBOPEHHS 1 OpiEHTALlit0 MIKpPOTPYDOUOK, a TakoX Ha dopmy
kniTuH. 3actocyBaHHs konxiuuHy (5 x 10% -5 x 10° M) amiHtoBano opmy KniTiH, sika NpoTsrom
4OTUPLOX Ai6 3anmwanacs Kynscroro, TOo4i K y KOHTPONi Bxe Yepes ogHy 4oy dopma KniTiH 3
KynscToi 3MiHMMach Ha BUOOBXEHY, Yepe3 36 rof — Ha LnniHapWYHy. Y JOoCnigHOMY BapiaHTi Mi-
KpOTPy6OUKM He 3B’S3yBanuChb 3 Nnasmanemoto, LU0 CBiAYNTb NPO BaXNWBY POfb MIKPOTPYBOUOK
nig Yac opieHTalii BigknageHHs Mikpodibpun yentonosu i nigtpumui chopmn knituH (Marchan,
Hines, 1979).

BigsHaueHa 3gaTHICTb KOPTUKAMbHMX MIKPOTPYBOUOK FisSiTM Ha OpiEHTALLit0 HOBOCMHTE30Ba-
HMX Mikpodibpnn 060MOHKM BKa3ye Ha HAsIBHICTb Takoro 38’A3Ky. [1poTe NUTaHHS NPO MEXaHi3Mm
i MOMEKynspHy OCHOBY 3B'3Ky MIKpOTPYOOUOK i Mikpodhibpun Lentonoan KniTMHHOI 060MOHKM
NULIAETLCS BigKPUTUM.

1.7.8. ®yHKuii himo2opmoHie

Bigomo, o picT KNiTWH POCIUH PO3TATOM 3aneXuTb Big BUAY W MeXaHiYHMX BIacTUBOCTEM
0BOMOHOK, BKMIOYAKOYN MAACTUYHMIA PO3TAr (HE3BOPOTHWI) i €NACTUYHWIA (3BOPOTHUI PO3TAT).
Takuit picT 3B'a3aHWiA 3 Jieto (iTOropMoHiB, cuHTe3oM PHK i Binkis, y4acTio AuxaHHs i 3MiHOK
Typropy (Monesoi, 1986). MonoBHa ponb y po3Ta3i 0BONOHOK HaNEXUTb ayKcHaM, Wwo Byno
[0BefeHO Pi3HUMU MeTOAaMM LOCTIMKEHHS Ha KNITUHHMX 0BOMOHKAX OHO- | 4BOAOMNBHMX pOC-
nuH (Coartney, Morre, 1980; Osborne, 1977). TK i uuTokiHiH, Ha BigMiHy Big IOK, He BUSBNSOTH
YiTKUX CTUMYITIOUMX eDEKTIB Ha KNiTUHHe po3TaryBaHHs, ABK ranbmye Lien npouec, a eTuneH
K CTUMYIIOE, Tak i iHribye (Kappler, Kisten, 1986; Moneson, 1986). Tak, UATOKiIHIHW BUKNUKanu
pO3TAryBaHHS 0BONOHOK Y CiM'sfone peabki Ta oripkis, nucTkis kBaconi (Thomas et al., 1981;
Cleland et al., 1987), ribepeniHu — y rinokoTunie canaty, eTuneH — y koneontunis pucy (Ishizawa,
Esachi, 1984). Taka reteporeHHicTb peakLii 4O NEBHOTO (HiTOrOPMOHY, O4EBUAHO, XapaKTepu-
3y€ YYTNMBICTb BUAY 4O MOro A i, MOXNMBO, NOB’A3aHa 3 HAsBHICTIO CneLmiYHnX peLenTopis
(Cleland et al., 1987).
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Mexanism i cpitoropmoHy IOK Ha reHeTnyHuin anapat ayKCUH-YyTrMBIX TKAHWH NONsrae B
aKTWUBYBaHHI TpaHCKpUNLi i TpaHCAALi, L0 JOBEAEHO NPUCKOPEHHAM BKMKOYEHHS MiYEHMX no-
nepepnukiB y PHK i 6inkn npw aii aykenny (Moneson, 1986; Monesoit, Canamatosa, 1975).

P. KnineHg BBaxae, L0 MiX NpoTONNactom, e YHKLiOHYE FOPMOH, Na3MaTyHO Memb-
PaHOI 1 KNITUHHOK OBOMOHKOK 3aBXaM iCHYE 3B'A30K Y BUINSAI peakyii curHan — BignoBiap;
peakLis-BiAnoBiab Ha curHan ¢iToropMOoHy BUSIBMISIETLCS B PO3TAryBaHHi 060M0HKM. Tomy npo-
TONNACT NOBMHEH BUAINATW B 060MOHKY abo X NOrnuHaTi 3 0BONOHKM YHIBEpCanbHuUiA hakTop
po3nyLueHHs obomnoHky («wall loosening factor») (Cleland, 1986). Mig Aieto ropmoHy L hakTop
PO3TArY MPOTATOM YCbOr0 XUTTS KAITUHW PErymtoe WBKAKICTb if pocTy. BusBneHo ABa Takux ak-
TOPW: NPOTOHW 1 iOHK KanbLiilo. BiporigHicTb NPOTOHIB, SK (hakTopa po3nyLUeHHs nokasaHa fes-
kumu asTopamu (Brummell et al., 1984), ane icHye BUHATOK, KONK Mg Yac ayKCUH-iHOYKOBAHOrO
po3Tary 060MoHOK NPOTOHM He BuainatoTbes (Moneson, 1986; Ross, Rayle, 1982).

[pyrui daktop po3nyLweHHs 060N0HKM — Lie iOHM Kanblito; Y LbOMY BUNAZKY PO3MyLUEHHS!
BinbyBaeTbCs npu Buxogi Ca* 3 anonnacta B 0bmiH Ha H*. Ca*™ B 060M0HKax yTBOpIOE nonepe-
YHi 3B'S13KM1, MOCUITIOE LYMKICTb 0BOMOHKM 1 iHribye akTMBHICTb NiTUYHIX (pepMeHTiB. [poTe Takui
MexaHi3M BifCyTHIi y KONeonTunen Bisca, e BUXiA KasnbLiilo 3 000MOHOK He 3MIHIOE iX MexaHiy-
Hux BnacTusocTei (Cleland, Rayle, 1977). BcTaHOBMEHO, L0 MOAMIKATOPM iOHIB KanbLjto iHri-
Oyeanu ribepeniH-iHOyKOBaHe pO3TAryBaHHA riNoKOTUNMIB canarty. [oaibHi peaynbTaTt ogepxai
7 NPY BUKOPUCTaHHI XenaTopiB kanbLito Ha enigepmici ctebna conswHuka (Soll, Bottger, 1982).

AxTuBytouy aito “*Ca Ha KniTUHM KONeonTUNiB KYKYpYL3V MOXHA 3apeecTpyBaTy NuLLe Yepes
MEeBHWI Yac, TOAI SK BXif, HEBENMKOI KifbKOCTI KarbLlilo B LUTOMIA3My MacKyeTbCsl iOro BUXOAUM
3 060M0HOK Yy HaBKoNMMWHE cepepoBuie (Monesom u ap., 1974). TakuM YMHOM, PO3TATHEHHS!
KNITUHHUX 0BOMOHOK PEerynieTbes ekcrnopToM abo IMNOPTOM iOHIB: Y 0AHOAONBHNX — HY, y ABO-
ponbHux — Ca** (Cleland, 1981; 1986; Cleland et al., 1987).

BuaineHHs gBox akTopis po3nyLUeHHs 0BOMOHKM HE BUKITIOYAE, a AONOBHIOE eheKT «KuC-
1010 POCTY» 3riAHO 3 IKUM ayKCUH, iHOYKYIOUM PO3TATHEHHS 0BONOHKM, BUKIMKAE BUXig NPOTOHIB
3 yutonnasmu; H* akTuBye B anonnacTi (epMeHTH rigponiay i CMHTE3y nosicaxapuais i pyiHye
nesHi 38'a3ku nonicaxapuais (Cleland, 1979). EcbexT «KCrOro pocTy» HanexuTb [0 Takux Tka-
HWH: KONEONTUNIB BiBCa, €NiKOTUAIB FOPOXY i FiNOKOTUIIB COI.

BcTaHoBREHO, L0 Npu il ayKCuHy picT KNiTUHK 3iiicHioeTbes B Aea etanu (Cleland, 1979):
nepLUNiA — NpK NOCTIMHOMY 3aKMCNEHHi anonnacTa abo cepeaoBuLLa, L0 CBIAYUTL NPO BUXiA NPo-
TOHIB; APYIMI — € HACTILKOM KOMMMEKCHOI Aii ayKCUH3anexXHWX NpoLECiB, BKIOYAOUM aHTUNOPT
H*/K*, aktuauito AT®a3 i ekaounTo3 Beaukyn Fonbmxi, pH skmx < 2 (Masuda, 1977; 1985).

[is iToropMoHiB Ha 060MOHKY BUSIBNISETLCS B NEBHUX 3MiHaX, SIKi BibyBatoTbCSA NOETAMHO
B Yaci: 3aKMCNEHHs! anonnacty, po3nyLUeHHs nonicaxapuais 060MOHKM, akTUBaLis (PEPMEHTIB
rigponiay i CUHTE3Y, CUHTE3 HOBWX CTPYKTYPHUX KOMMOHEHTIB 0DOMOHKM, @ TakoX y 3MiHax Lu-
TONnasmm — nocuneHHs cuutedy PHK, cuuTes Ginkis i amiHu BioenktpuyHoi peakuii (Moneso,
1986; Tapuesckuit, MayeHko, 1985).

3aKUCNEHHs KNITUHHMX 0BONOHOK — OAMH 3 pPaHHIX eTaniB BiANOBIAi HA Ait0 ayKCUHY, Lien
eTan JOCMiMKEHUA 33 JOMOMOrOK Pi3HWUX eNEKTPOAIB Ha iHTAKTHUX TKaHWHAX i TKaHWHaX, no-
30aBrEHNX KyTUKYNM B O4HO- | ABOAOMNBHUX POCinH. BeTaHoBneHo, Wwo edekt IOK Ha 3akucneH-
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HS cepefoBuLLa i PO3TATHEHHS 0B0MOHKN 3aneXuTb Bif HASIBHOCTI Y Hiil IOHIB KanbLjito i MarHiio
(Cleland, 1976; Hasenstein, Evans, 1980).

[MpunyckaloTb, WO NOYaTKoBE NiACUMEHHS POCTY Nig Qi€ ayKCWHY, 3aneXuTb Bif CUHTE3Y
KOPOTKO uBY4mx Ginkis, NOB'A3aHNX SK 3 akTUBaLieto H*-nomnu, Tak i 3 Apyroto ¢aso ayKCuH-
3anexHux npouecis (Vesper, 1985). BukopuctaHHs iHribitopa cuHTe3y 6Ginka Luknorekcumigy
(L) 3a 5 xB. po BHeceHHs |OK 3HMXyBano ayKCMH3aneXHWiA PICT BiApPI3KiB KONEONTUAIB KyKy-
pyasu y 2,5 pasu i 3ynuHANO ayKCuHiHOyKoBaHe BUAiNeHHs H* y Bigpiskax Koneontunis BiBca
(Cleland, 1976) 3a 3-8 x8.

AT®a3u i peoKC-NaHLIOr MOXYTb (OYHKLOHYBATM SIK MEXaHI3M aKTUMBHOTO TPAHCMOPTY Npo-
TOHIB. BBaxatoThb, Wo K*-aktueosaHa, Mg**-3anexHa AT®a3a, ska HedyTnmea 4o oybaiHy, oni-
romiuumHy 1 asugy, ane iHridyetbcs N,N'-guumknorekcunkapbogummaom (OLKLI), opToBaHagom
i CynbrigpunbHUMK peareHTamu, BUKOHYe yHKLii H*-nomnn Ha nnasmanemi (JlagbhkeHckas,
Kopabnesa, 1985; Moneson, 1986). Ockinbku npotonnact npu aii IOK nocuntoe nornuHaHHs K*
(Cleland, 1976), To, "AMOBIpHO, L0 H*-nomna npawioe B pexuMi yHINopTy, T06TO Ha nnasmanemi
npauotoThb ABi pisHi H*-nomnu (BymarvHa, Monesoir, 1984). Pegokc-cuctema 6epe yyacTb y Npo-
Lieci TpaHCNOPTYBaHHS! iOHIB | BUKOPUCTOBYE SIK [kepeno eHeprii okucneHHs HAOH®.

HacTtynHuin eTan i aykCuHy Ha 3aKWUCNEHHS CepefoBuLLa — Lie po3nyLUeHHs 060MOHKM I
30iNbLUEHHS i B'A3KOCTI, MEXaHi3M SKOro MOB’SI3aHNN 3 PO3PUBOM BOAHEBUX 3B'AI3KIB MiX KCM-
NOrmoKaHamMy 1 LIENI0NO3010 Ta BLaneHHsM 3 060MO0HKN KarnbLito, KW, SK BiGOMO, 3B'A3aHui
rnonepeyHNMmM 3B’a3kamn 3 nektuHamu (Tagawa, Bonner, 1957). Buxig Ca*™ 3 anonnacta npw
3aKICMEHHI 000MOHKM, O4EBMAHO, MOPYLUYE 1oro BanaHc i romeocTas 0B0MOHKK, | TOAi KanbLjii
BMCTYNaE B POIi BTOPUHHOTO NOCEPEAHNKa, aKTUBYHOUM psif hepMeHTiB anonnacta. B 060mnoHL;
30inbLUYETbCSA aKTUBHICTb TPAHCTNIKO3WUMa3 i rigponas, ski NOpyLYTL NONepeYHi 38'A3kK B no-
nicaxapugax, nepebynoByoum nonicaxapuamn no-HOBOMY, JOKW He YTBOPIOKOTLCS HOBI NONEPEYHI
38'a3km (Cleland, Rayle, 1977), i He 3MiHIOETLCS MONEKYNSpHa CTPYKTYpa nonicaxapuais.

BusiBneHo 30inblUeHHs akTWBHOCTI [B-rmoko3uaasw, [(-ranakrosvpasu i -mMaHosugasu
(Jonson et al., 1974; Tanimoto, Igari, 1976), a Takox uenwonasu B ctebnax ropoxy (Fan,
Maclachlan, 1976), wo 3ymoBneHo 36inblueHHsm cuutedy PHK (Verma et al., 1975). . Mak-
naxneH (Maclachlan, 1977) 3pobus BUCHOBOK, LLO Lientonasa nigBuLLYe piBeHb Lienonosu, ane
He Gepe yyacTb y po3nyLieHHi 060MOHKM. AYKCUH TakoX CTUMYMIOBAB Yy KONEONTUMIB SYMEHIO
nigsuLLieHHs aktusHocTi 1,3-B-rntokaHasu (Tanito, Masuda, 1968), sika, sk BigoMO, NpUBOAUTbL
[0 Buxoay 3 060N0HOK ritokaHa. Mpu aykCuHiHAYKOBAHOMY POCTi KMITUH TakoX CNOCTepiraeTh-
cs Buxig 3 060M0oHOK apabiHo3u, KCMMo3u | KCUOroKaHa y enikoTunie ropoxy (Labvitch, Ray,
1974).

Ockinbkn ans iTOropMOHIB XapakTepHa TpuBanicTb Aii Ha KMiTUHHI 060MOHKKM, TO Micns
pogaeanHs 10K pocnigHvkam yganocs cnocTepirati neBHMin edpekT y ctebnax ropoxy: vepes
3-4 pobu akTuBHiCTb Lentonaau 3binblysanack y 30 pasis, B-1,3-rniokaHasn — B 3,5 pasa, nektu-
Ha3 -y 7 pa3iB, aKTUBHICTb NeKTUHeCTepasu He aMmiHunack (Datko, Maclachlan, 1968). AkTueaLis
NITMYHMX bepMeHTIB 3MIHIOE Ckrag maTpukca, GinkiB i Lentonosn obonoHok (Coartney, Morre,
1980), sk Hacnigok BiaOyBaeTbCA PO3LLENNEHHS | NEPETBOPEHHS BYrMEBOAHNX NosiMepis 06o-
TOHKM.
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t0. Macyna (Masuda, 1985), BuB4atoun Aito aykcuHy Ha pict cteben BiBca 1 ropoxy, T06To
NPEACTaBHUKIB OFHO- | ABOAOMBHUX POCAWH, BCTAHOBMB, WO Ha novaTkoBii dasi Bnvsy |OK
BinOyBaeTbCS YaCTKOBA Aerpafallis HELEONO3HNX KOMMOHEHTIB, L0, MOXITMBO, € HACMiAKOM
MOPYLLEHHS MEXaHIYHWX BNaCTUBOCTEN 0BOMOHOK. Tak, y TKaHWHaX O4HOAOMNBHUX aBTOPK CMO-
cTepirany 4acTkoBy AerpajaLlito KCUnormokaHis i B-(1-3)-rmniokaHis, y TkaHUHaX 4BOAONbHUX —
Jerpagauito ranakraHis, JenoniMepr3aLito KCumnornokaHy i 3binbLUeHHs ioro BmicTy (Lorences,
Zarra, 1987). AsTopagiorpaciyHumM METOLOM 3 BUKOpPUCTaHHAM '“C-caxapo3u Ha Bigpiskax eni-
koTunis ropoxy nig gieto 10° M IOK i kiHeTUHy BCTaHOBNEHO, WO 3a nepLui 9 rog BinbyBaeTbecs
30iNbLUEHHS JOBXVHN BifpI3KiB i 3MiHA TEKYYOCTi ranakTo3u, KCUioan, MaHo3u, PpyKTo3n 1 apa-
BiHO3K, L0 BM3HAYanM 3a 3MIHOK BKITIOYEHHS MITKMW, @ TaKOX BTpaTX ranakroan, 0Cobnmeo 3Hu-
31BCS BMICT apabiHiB i ranaktaHis. BigMiueHo, L0 nonepeyHi poamipy Bia3piskie HE 3MIHUMUCH
(Gilkes, Hall, 1977).

HacTynHui eTan Aii aykCuHiB Ha 060MNOHKM — iX MOCUMEHWI PIiCT, KNI BUSIBNISIBCS B NOCUNeE-
HOMY CMHTE3i Lientonosm i KOMMOHEHTIB MaTpukca. [HAYKLis CuHTe3y nonicaxapuais BinbyBaeTb-
CA 33 paxyHOK akTuBaLii depmeHTiB: B-rnokaHcuHTeTasn, Y P-ranakto3o3anexHoi CMHTETasu
n Y[®-kcunososanexHoi cuutetasn (Abbul-Baki, Ray, 1971). Fbepenosa kucnoTa Takox no-
CUNoe cuHTe3 nonicaxapuais. Mecyaa 3i cnisasTopamu B nepiui roguui nicns gii IOK (10° M) y
KOneonTuniB BiBCA BCTAHOBUIN 30iNbLLEHHS BMICTY LIENoNoan (napanenbHo 3i 3MiHamu cknagy
HEMTPanbHUX LIYKPIB) i 3HWKEHHS Y hpaKwjii remiLentonoa BMICTY rMokoan, apabiHoau i keunoau
(Sakurai, Masuda, 1977).

36inbLUEHHS HELIENHNO3HMX LIYKPIB (ranmakTosn) napanenbHo 3 NigBMLLEHHSM aKTUBHOCTI
B-ranakTtoaugasm cnoctepirany Yepe3 36 rog nicns il ABK (50 HM) Ha 3apogkosy Bick Cicer
arietinum (Labrador, et al., 1987). |.A. Tapuescbkum i .M. MapueHko (1985) nokasaHo nocuneHe
BKIIOYEHHS €K30reHHOT “C-rniokoan B LIeNtono3y BONOCKIB HACiHHS GaBOBHUMKY Mig Yac dopmy-
BaHHSA NepBUHHOI i1 BTOpuHHOI 060n0oHkw nig aieto IOK i TK. MocuneHHs ctumynauii cuHTe3y ue-
10031 aBTOPYM CNOCTEPIrany NPy BUKOPUCTaHHI B sikocTi cyocTpaty YOI, a He “C-rntokoan.

OBbpobka pocnuH eTUMEHOM BUKIMKaNa NOCUNEHNA CUHTE3 BikiB, 36arayeHmx rigpokeunpo-
niHom (Chrispeels, 1976). Mpo cuHTe3 nonicaxapuais nig gieto 10K cgigyath LuTOMNOriyHi AaHi.
Tak, M. [aHiHreitmom Ta Xonom BCTaHOBMEHO, Lo Yepe3 15-30 xB. nicns obpobku enikotunis
ropoxy po3umHom [OK KinbKicTb AWKTIOCOM B EMiJEPMIC Ta MAPEHXIMHIX KNiTUHax cTeben wBeua-
ko 36inbluyBanacs, Lo, 04eBUAHO, CBIAYMTbL NMPO MOCUNEHHS CUHTE3Y TTKaHiB MaTpukca 060-
TNOHKI, @ TaKOX NPO iXHil LUBMAKMIA TPAHCNOPT A0 LuTonnasmMaTuyHoi Membpanu (Gunninghame,
Hall, 1985). Bizomo, Lo AMKTIOCOMM € OCHOBHOH KIiITUHHOK CTPYKTYPOH, LLO BiANOBIAA€E 32 CUH-
T€3 i TpaHcnopT rmtokaHcuHTeTa3n (Robinson et al., 1976), i Tomy yyacTb annapata [onbmxi y
npoLecax CUHTesy i TpaHcnopTy nonicaxapuais npu gii IOK oueBnaHa.

PaHilue BBaXxxanu, Lo ayKCH-iHayKOBaHe PO3nyLUEHHSt 060MOHOK MOB’f3aHe i3 30iNbLIEHHAM
Typropy (Cleland, 1971), BennunHa SIKOro 3anexuTb Big BUAY POCIMHU | TUMY TKaHWHW. [poTe
nodanbLUi JOCTILKEHHS HE BUSIBUNM Takoi kopeniyii. BCTaHOBNEHO, WO po3mnyLLeHHS 060MOHKH
3HUKYE Typrop, nmiasuulye nornuHanHs K* (Cleland, 1976) Ta aminonituyny aktueHicts (Cleland,
1986). MpoTe 36inbLueHHs Typropa MoXe NPUBECTY | A0 PO3TAY KNITUHHHOI 0BOMOHKM Y BUNaaKy
BiACYTHOCTI iHAYKLiT ropMoHoMm (Cleland, 1981).
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1.8. Mogeni cTpyKkTypu KRiTUHHOI 0OONOHKK

ObonoHka Hagae KniTUHI oMY 1 MILHICTb, 3MIHIOIOYMC Nif, Yac POCTY KNiTUHU Ta AndepeH-
Lialii TKAHWH 3a paxyHOK BiAKNALEHHS HOBKX CKMaZoBWX: MOJiCaXapuAiB Ta iHKPYCTYHUMX
PEYOBWH (KYTWUHY, BOCKY, kano3n Ta/abo nirHiHy). Mepw HixX po3rnsaatv Mogeni CTPyKTypu
KIMITUHHUX 0BOMOHOK, HEOOXIAHO 3YMUHWUTUCA Ha CTPYKTYPOBAHOCTI LWapiB Lientonosm B 0bo-
noHuji. Bigomo, 1o 06010HKa CknagaeThbCs 3 KiNbKOX LUapiB: CepeguHHIiA LWwap — Lie cepeamnHHa
namena, ska popMyeTbCs Le Nig Yac AiNeHHs KNiTuHKM, To6TO nepsrHa 0BONOHKA NEXMTb
6ina nnasmanemu, BOHa NPOLOBXYE POCTM Mif Yac pOCTY KMiTUHM, BiACOBYHOYUCH Bif LUTO-
nnasmaTuyHoi MembBpaHu Ha3oBHI. 3rigHO paHille 3anponoHoBaHOI baraTociTyaToi rinoTesu
(Roelofsen, Houwink, 1953), HOBOYTBOpEHI Liapy LEeNono3n nexatb Ha BHYTPILLHIA CTOPOHI
obornoHku 6ins nnasmanemm (MonepeyHo 4o POCTYYOI OCi KMITUHK), KOMKM X KNITUHA BUAOBXY-
€TbCS, TO LWapu OBOMOHKM 3MIHIOKTb HaMPAMOK i PO3MILLYIOTLCS MapanenbHO 40 HanpsIMKY
POCTY, 30BHILLHI Lapy — pO3MiLLyOTbCs B3A0BX oci pocty (Preston, 1982). Lle crocyetbes
B OCHOBHOMY MapeHXiMHUX KMiTUH. TOAi SK ANS iHWKUX TUMIB KNITWH, Hanpuknag, enigepmicy.
XapakTepHa noninamensipHa ctpyktypa (Chafe, 1972).

lMokasaHo, Lo nig Yyac AndEepeHLitoBaHHs KNiTUH, KONU NEPBUHHA 0OOMOHKA BXe 3aKiH-
yuna cBin picT, NpopoBxXye foByaoByBaTMcs BTOpUHHA 060noHKa. NepBrHHa 060M0HKa cTae
YaCTWHOK CepeauHHOI NacTUHKW. BTopuHHa 060MOHKa CKNagaeTbes i3 30BHILLHBOIO Lapy
(S1), pyxe TOBCTOrO CepeamnHoro wapy (S2) Ta BHyTPiHbOro wapy (S3), Skui onupaeTbes Ha
yutonnasmatniHy membpaHy (aus. puc. 1.8.1, akui y 36insLueHoMy BUTNSAAI NOAAHO Y PO3AiN
1.5.4 = [IIFHIH).

Puc. 1.8.1 CxematiyHe 306paxeHHs OCHOBHUX LUAPIB KNITWHHOT 0B0MOHKM. P — nepBuHHa
oboroHka, Ta BTOpUHHa 060M0HKa — S. BTopuHHa 060M0HKa CKaAaeThEs i3 30BHILIHBOTO
wapy — S1, cepeaHboro — S2, Ta BHyTpilWHLOro — 83, ML — cepeauHHa namena. Liento-
No3Hi Mikpodhibpunu opieHTOBaHI NifA pisHMK KyTamu (cnpolleHo 3a Fengel and Wegener,
1984)
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Ha nouatky 70-ux pokis MuHynoro ctonitts Kiirctpa 3i cniBasT. 3anponoHoBany MOAenb
CTPYKTYPYU KNITUHHOT 060NOHKM, 3rifHO SIKOT MaTpUKC 06ONOHKN PO3PUXNSETLCS 3aBAAKM (hep-
MeHTaTMBHOMY rigponisy (puc. 1.8.2, A) (Keegstra et al., 1973). 3rigHo wiei mogeni, nonicaxa-
puan MaTpukcy obONOHKW (KCUMOTMIOKaH Ta NEKTUHN) 3B'A3YI0TbCA KOBANEHTHUMM 3B’S3KaMu

A Matrix polymers covalently linked together B celluiose tethered by xyloglucan
e - ]

o=

S @ Celiulose Microfibril

i
i (cross section|

" Xyloglucan Chains
Buried within Microfibril

C cellulose embedded in layers of xyloglucan and pectins Dlay:';c‘i“ sandwiched between cellulose-xyloglucan

ey

PECTIN

Puc. 1.8.2. AnbTepHaTuBHI Mogeni CTPYKTypy KniTuHHOT 06onoHku (Cosgrove, 2001).

A — Mogens Kirctpa Ta iH. (Keegstra et al., 1973), 3rigHo sikoi nonimepn mMaTpukca Ko-
BareHTHO 3B'A3aHi O4WMH 3 OAHUM Ta 3asKOPEeHi Ha Lientonosi 3a A0NOMOrol BOLHEBUX
3B’A3KIB KCUMOTMOKaHIB;

B - mogenb 38’a3aHoi ciTkn 3a Opait (Fry, 1989), 3rigHO sIKOi OKpeMi MaHLIKOTU KCUMOTko-
KaHy PO3MiLLiEHi Mix Mikpodibprnamm Lentonosm i 38'a3yt0Tb OCTaHHi. [1eKTUHM Ta CTPYK-
TypHi 6Nk He BKa3aHi, ane BOHM PO3MILLYIOTLCS MiX NaHLoramMmu KCUMOrTHOKaHy.

C — Mogenb nogi6Ha “mynsTukoBapi“ 3a TenbboT Ta Peit (Talbott, Ray, 1992), 3rigHo skoi
Mikpodpibpunu Lentonosn 6esnepepBHO BKPUMBAKOTLCA LapamMit Nosicaxapuais MaTpukcy.
D - lMNowaposa mogens 3a Xa Ta iH. (Ha et al., 1997), 3rigHo AKoi LWap NeKTUHOBMX nofica-
XapuziB po3Ainse Lesnono3o-KeunornokaHoy nameny. lNosHayeHHs: pm — nnasmanema,
ml — cepeuHHa namena.
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Y CiTKy, YTBOPOKOYM BENWKI MaKPOMOMEKYNN CiTYaTOT CTPYKTYpH. 3a YMOBU HU3LKOIO (KUCIIOrO)
pH B anonnacti nocnabniolTbCs BOAHEBI 3B'A3KM MiX KCMMOrMKaHaMu Ta Mikpodibpuna-
My Lenonosu. 3rigHo Teopii kucroro pocty, H*-AT®asa Bigkayye iOHM BOLHIO i3 LMTO301H0
B anonnacT, i UMM camuM NigKVCIOE OTo Ta akTWBYE rigponituyHi depmentn (Hager 2003),
ki 6epyTb yyacTb y pocTi 060MOHKM, @ came (hePMEHTH, LLO PO3PUBAIOTL KOBANEHTHI 3B'A3KM
Ta TPAHCIMIKO3UIIOTL UM PO3pMBAtOTL | HekoBaneHTHI 3B'a3ku (Cosgrove 2005). [o dep-
MEHTIB, L0 PO3PUXIIAKOTH KMITUHHY 0BOOHKY, BiZHOCATLCS KeunorntokaHrigponasa (XGH) Ta
KCUMOrNIOKaH eHpoTpaHcrnokosunasa (XET), ski akTMBYIOTLCS NULLE NMPK KUCTIMX 3HAYEHHSAX
pH anonnacty (Fry et al. 1992). [lo HUX BiQHOCATLCA i @anNONNACTHI €KCMaHCUHK, WO aKTUBY-
0TbCS TaKOX NuLLe 3a kucnux ymos anonnacra (Cosgrove, 2005), nocnabnsoyu HekoBaneHT-
Hi 38’A3KM (H*-38’33k1) Mix nonicaxapugamu, i Takum YMHOM, 0B0NTOHKA PO3TATYELCS, 3aBASKN
PO3MYLLEHHIO LIeNTHNI030-reMiLentono3o-nekTnHoBoi citkn (Rayle, Cleland 1970; Hager et al.
1971; Cosgrove, 2005).

Ane nisHilwe Byno foBeAEHO HeLOCKOHANICTb el rinoTean (puc. 1.8.2, B), i sk BBaxae
Opait (Fry, 1989) mikpodibpunn Lenonosm 38's3aHi NpsaMo 3 NaHutoramu KCUIormoKaHiB,
TOAI K MEKTUHU Ta CTPYKTYPHI Ginku yTBOPIOIOTL HE3amnexHy CiTKy, ska (i3nyHO npuTsrye
LLeSTIN1030-KCUIAHOBY CiTKY, alle BXXe HEKOBANEHTHUMM 3B’A3KaMMm.

Ten6ot Ta Pei 3anponoHoBann Mogenb, NogibHy OO «KOBAPW», 3riQHO SKOI KOXHa
Mikpoghibpuna Lenntonoan obropHyTta (BKpUTa) HE3HAYHKUM LIAPOM Moslicaxapuais MaTpuK-
cy (puc. 1.8.2, C), ki 3B’s13aHi naTepanbHUMK HekoBaneHTHUMM 3B’s3kamm (Talbott, Ray,
1992).

3rigHo mogeni Xa Ta oro koner, 060noHka sBnsie co60k NOLLapoBY CTPYKTYPY: NEKTUHO-
Bi WApK CryxaTb PO3AINSOYMM LWAPOM MiX LEMHN030-reMilentonosHnx namen (puc. 1.8.2,
D) (Ha et al., 1997). MoxnuBo, L0 NEKTMHOBI LUAPK KOHTPOMIOKTb TOBLMHY 0OONOHKK Ta 40-
3BONATb NPOCIU3HYTU NEKTUHY MaTpUKCa MiX LIeMNO3HO-reMiLentono3HuMm wapamu, siki,
SK BBAXAlOTb, KOHTPOMIOTL PO3TAr 060/10HKK. 3a AaHuMK TomncoHa Ta ®pain (Thompson,
Fry, 2000) HeBenmka KinbKiCTb KCUMOTMOKaHY AiNCHO NPUKPINAETLCA 4O MEKTUMHOBKX nonica-
xapuaiB. | TakuM YMHOM, BiOHOBMKETLCS MOLENb KACAOrO POCTY, 3rigHO AKOI Mikpodibpunm
Lientonosun BkpuTi keunorsmokaHom (puc. 1.8.3) (Nesar Uddin, 2012).

Takum YrHOM, M1 HaUMMO HasiBHICTb PO3BIKHOCTEN NPW CTBOPEHHI MOAENeN CTPYKTYpH
oboroHok. A came, aBTopu NpuUMyckaoTb, LLO nonicaxapuan MaTpukcy (KCUIOTTOKaHu, nek-
TUHM Ta rNikoGinku) 3B8’s13aHi KOBANEHTHO OAMH 3 OAHWUM i L0 CMIOHTAHHUIA 3B'A30K KOBANIEHTHO
3'e[JHyE KCUNOrIIoKaH i3 NOBEpPXHE0 Mikpodhibpun Lentonosu, Wwo Hagae 06onoHLi MilHicTb Ta
neBHy enacTuyHicTb (Keegstra et al., 1973; Albersheim, 1976). IHwWi gocnigHUKN OTPUMYIOTb-
CS1 NPOTUNEXHOI YMKM, @ CaMe NPO HasiBHICTb HEKOBANEHTHMX 3B'A3KIB MiX CKnagoBumm 060-
TOHKY, L0 MOXe 0ByMOBMOBATH HAsBHICTb ABOX He3anexHux citok. OgHa CiTka cknagaeTbes
3 nektuHoBux nonicaxapugis (HG, RGs, ta RG-Il), apyra — i3 Lenonoaun ta KCUormnokaHy
(McCann, Roberts, 1991; 1994). Kpim wuboro, fogaTkoBa CiTka CknagoBux rnikobinka (ekcTeH-
CMHY) TakoX MOXe iCHyBaTW B NEPBUHHIN 0BONOHL.
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Puc. 1.8.3. CxemaTtnyHa MoJenb nogii B anonnacTi Ta LuTonnasmi 3rigHo Teopii kuc-
noro pocrty (a) (Hager et al. 1971) Ta Mmogenb CTpec-penakcayii it pocTy KniTMHHOI 060-
noHku (6) (Cosgrove, 1997), ska HacTynae 3a yMOB akTuBaLjii aykcuHy Ta H-ATdasw,
L0 BiAKayye NPOTOHU i3 LMTONNa3mMu B anonnact. MosHayeHHs: XGH — kcunorntokaHri-
pponasa, XET - keunorntokaH-eHgoTpaHcrokosunasa. (Nesar Uddin, 2012)

Ha kopucTb nepLuoi Mogeni (KUCroro pocTy) MOXYTb CIYXUTW AaHi NP0 HAsSBHICTb YNCTEH-
HWUX (hepMeHTIB, ki 3gaTHi MoaudikyeaTu nonicaxapuam matpukca (Fry, 1995) (avs. nigpo3gin
«binkm 0BonoHoK»), a came, HasBHICTb €HOOIMIOKAHA3, L0 3AaTHI Po3pi3aTii OCHOBY MaTpuKca
nonicaxapuais, rnoko3ungas, siki MoXyTb NepemilyBaTi GOKOBI NAHLOrM, 3MiHIOKUM 3B'A3KN MiX
OCHOBOI0 Noricaxapuais, TPAHCTIIOKO3WNa3, SKi MOXYTb po3pi3aTi nosicaxapuan Ta 38'a3yBatu
iX pas3oM, ectepas, Lo MOXYTb 3MiLLyBaTW METUMbHI TPYMK NEKTUHIB Ta PO3KOMoBaTH eqipHi
3B'A3KM MiX NaHLtoraMu nosicaxapuais; a Takox Nepokcuaas, Wo YTBOPIOTb YK PYHYIOTL (e-
HonbHi 38'A3k1 B 06onoHLi (Cosgrove, 2001). Kpim Lboro, JOCMIGHUKNA BIiGKPUAW Ly poauHy
Binkis excnaHcHis (Cosgrove et al., 1997), ski BigpisHsioTbcs cybeTpaTom Aii. EkecnaHcuHy iHay-
Kyl0Tb PO3TAr Ta CTpec-penakcaLlito B i30b0BaHNX KNITUHHUX 060MOHaX, ane He rigponiayoTb
OCHOBHI nonicaxapuan obonoxkn (McQueen-Mason et al., 1992). 'eHu, wWo BignosigatTs 3a
IXHIO eKCpecito, 3HalaeHi B KNiTUHAX, L0 POCTYTb.

36’5130k KcunoanokaHy 3 uenon030r0. Llennoso-kcunornkaHoea citka, sk ay-
MatoTb, € OCHOBOI CTPYKTYPU KITWHHOI 060MOHKM. KCumorniokaH 4OCUTb CMOHTAHO Ta CTIKo
3B'A3y€TbCA 3 Mikpodhibpunamu Lientonosu, HaeiTb 3a yMoB in vitro (Valent, Albersheim, 1974),
TOAI SIK NEKTVMHOBA CiTKa, CKOpILLE 3a BCE, Bidirpae yHKLit0 MiAMOCTKIB (SK pULLTYBaHHS Ha OygiB-
HWLTBI), WO KOHTPOMKKTL NOPUCTICTL Ta ENEKTPOCTATUYHI 3B'SI3KM i3 MO3UTUBHO 3apsimKEHUMN
MOIEeKyiamm, TaknMu Sk bepMEeHTM Ta iHLIMMK Monekynamu. KpiM Toro, NeKTMHOBa CiTka Moxe
(OYHKLIOHYBATK, SIK CEHCOP MPK MeXaHiYHOMY CTpeci abo X npu enacTuyHin aedopmalii, Tomy
L5t CiTKa 3MIHKOETBCS 3a YMOB 3MiH aKTUBHOCTI (DEPMEHTIB, L0 KOHTPOIIOI0Th LUBUAKICTE CUHTE3Y
nonicaxapuais o6omnoHku (O'Neill , York, 2003).



PO3LIN MEPLIMNA

3ripHo Kapnita Ta Xubo (Carpita, Gibeaut, 1993; 1996) nepsuHHa o6onoHka Tpas Big-
PI3HAETHCS 3@ CKMagoM Big OBOMOHOK ABOZOMBHUX Ta AMKAX BMAIB OBHOAOMBHUX POCIUH
(puc. 1.8.4), a TakoX 3a BMICTOM Ta 3'e4HaHHAM mosicaxapuaiB. Y KiTuHHUX 060MOHKaX OfHO-
[OMBHUX POCIMH [yXe Mano KCUMOrMoKaHiB. KCunormiokaH, AOBXUHA MOMNEKYN SKOro MOXe [0-
carati 500 HM, nokpuBae MIKpOiBpKIK, WO TinbkK cHopMyBannCs, 0OMEXYIUM IXHE 3MMMaHHS
MiX CoDO, i TaKUM YMHOM BiAOYBAETHCA PETYMIOBAHHS MEXAHIYHMX BNIACTUBOCTEN OBOMOHKM
(Whitney et al., 1995).

MornekynsipHy «MOTy3Ky» Mikpodhibpun Lenonosn MoxHa nobayuntit B eNeKTPOHHOMY Mi-
KPOCKOMi NpW BUKOPUCTaHHI MeTOLy 3aMOPOXYBaHHS-CKOMNIOBaHHS. BBaxatoTb, WO (epMeHT
eHOoTpaHcrniko3vnasa Moxe (OyHKLiOHyBaTU AN pO3PUBY MOMEKYI KCUMOIMokaHa Ha KopoTKi
(bparMeHTH, SKi NEPEHOCATLCS Ha HepedyKOBaHWiA KiHeLb akuentopa-cybetpaty ans dopmy-
BaHHS KCUIOTIOKAHOBOTO KOMMIIEKCY 3 BUCOKOK MOIIEKYNISPHOK Macot0, SIKiA | yTBOPIOE CiTKy 3
mikpochibpunamm yentonoau (Fry et al., 1992; O'Neill, York, 2003).

@7‘ Cellulose microfibrils

Polygalacturonic acid
junction zone

Phenaolic
cross-links

Glucuronoarabinoxylan

Xyloglucan

{ |Rhamnogalacturonan |
.. | with arabinogalactan
= side chain

Puc. 1.8.4. CxematnyHa Mopenb nobynosBu nepBUHHOI 0BOMOHKM Apyroro Tuny (y
TpaB'aHucTux) (Carpita, Gibeaut, 1993; Nesar Uddin, 2012). 3a ujeto mMogento Mikpo-
ibpunu Lentonosn BKPUTI rEMILENtoNo3amu, TakuMm, siK FHKOypoHoapabiHOKCHMaHu
(GAX), Wwo 3B’A3yt0TbCA i3 NOMIPEHONBHUMI KACIIOTaMW MONepeyHUMM 38’s3kamu. Mek-
TUHU POPMYIOTB rigpaTOBaHUI MaTPUKC-TeNb, B SKWIA BKMKOYEH iHLi nonicaxapuam (Brett,
Waldron 1996), a moxnuBo, i 6inku (Nesar Uddin, 2012)

BBaxatoTb, L0 came ABa AOMEHa KCUMOrfoKaHa YTBOPKOKTL CiTKy 3 Mikpodibpunamm
Lentonosan. Mepwnit JOMEH KOHTAKTYE i3 LIeNI030K HenpsiMum crnocobom, Apyrui — npsimMo
3B'A3yETHCA 3 MIKPOGiOPUIO0 LENIONO3K, TOAI SK TPETIN JOMEH 3B'A3yE KPUCTaniYHi OOHWMHML
Mikpochibpun Lentonosu. Lli JoMeHm BiapisHATLCS MiX COO0I0 4acoM BMBINbHEHHS NMPOTOHIB.
Haibinbw Mob6inbHU AOMEH, L0 rigpaTye MaTpuKkc 06OMoHKM — Le Apyrvit fomeH (Ha et al.,
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1997). Pict 060M0HKy CynpOBOXKYETLCS PO3TATOM CITKI KCUIOTTIOKaH-LIeNtono3a 3 yTBOPEHHAM
[TIOKO3WAHWX Ta KOBANEHTHWX 3B’A3KIB Y KCUIOTTIOKAHOBIN «MOTY3Li». KcunaHu JOBXUHOK [0
33 Hm (6ins 20 Kpa) 3B'A3yt0TbCA i3 LENH0030t0, AOBKMHA KCUMOTTIOKAHOBNX JOMEHIB KOHTP-
OIMOETLCA (DEPMEHTOM KeunaH-eHaorntokarasoio (Itoh, Ogawa, 1993; Whitney et al., 1995).

38’130k nekmuHie i3 Yes0103010. BinbLUiCTb JOCMIAHUKIB BBAXaKOTb, L0 Y ABOLOIb-
HWX NEKTUHW, Lo CKnajatTbes 3 romoranaktypoHaHis (HGA), pamHoranaktyporanis | Ta |l
(RG-I, Ta RG-Il) Ta 3B'A3yt0TbCS MiXX COOOK KOBaNEHTHUMM 3B’SI3KaMil, KOHTPOITOTH 5K MO-
PUCTICTb KNITWHHMX 0BONOHOK, Tak i ixHi isnyHi BnactneocTi (O'Neill et al., 2003; 2004). Bigo-
Mo, o HGA T1a RG-Il € BUCOKO posranykeHuMmM NEKTUHaMM, BOHW 3B’A3YI0TbCSA Mixk COBOL0 Ta
3 iHWMMK nonicaxapugamn nonepeyHo. 3rigHo aeskum gocnigHukam (Perrone et al., 1998;
Thompson, Fry, 2001), came KcunornokaHu Ta YacTuHa rnikoBinkiB 38’a3aHi 3 NeKTUHaMM Ko-
BaneHTHUMU 3B’A3KaMu.

HepasHo lNepes 3i cniBaBTopamu (Perez et al., 2011), BUKOPMCTOBYHOUM OAHOYACHO METOL
SLePHOrOMarHiTHOro pe3oHaHCy Ta MiYeHOro ByrneLto (B pigkoMy cepefoBHLL BUKOPUCTOBYBamM
MiyeHy BC-rnioko3y) Ha pocnHax Arabidopsis thaliana, BCTaHOBIUMN HASBHICTb BHYTPILLHBOMO-
NeKynspHUX 38’A3KIB LEMIN03u, remMiLentonos Ta NeKTUHIB, i Jokasanu 3B'S30K YCiX TPbOX TUMiB
nonicaxapuais B 060noHLi (puc. 1.8.5). BoHu nokasanu, Lo NeKTUHW 38'A3yThCs 3 MiKpodibpu-
namu Lentonosn Tak camo, SIK i reMiLentonosu.

o s e,

XG segments
embedded in the
microfibril

Xyloglucan
Cellulose microfibril
V4

- 4

Puc. 1.8.5. HoBa CTpyKkTypHa MoZenb POCIMHHOI 060MOoHKK. MMeKTUHN (3eneHa kpuea
NiHiA) NOKa3yKTb YNCMEHHI 3B’A3KM 3 MOBEPXHED MIKpodibpun Lentonosu, ski nosHa-
YeHi YePBOHUM KONbOPOM; KCUIOTTOKaHU (MO3HAYeHi CUHIMM NiHiSMK) NOKa3yloTb Npo-
TSOKHICTb YNCIIEHHUX MPOCTOPOBUX MEPEMILLEHb Y CEpeamHi Mikpodibpun Lentonosmn
(Perez et al., 2011)

— 100 —
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1.9. Tlna3mopecmu

[ns MDKKNITMHHOMO TPaHCMOPTY Ha KOPOTKi Ta Janeki Bigaani B POCAWHHMX KNITUHAX YTBOPIO-
tOTbCA CTPYKTYPK, L0 MakoTb Ha3ey niasmogecmu (ML), BOHM NpeacTaBnsitoTb COO0K KOPOTK
KaHanu, siki NPOXoAsATb Yepes KNiTuHHY 060moHKy. Yepes ML BigbyBaeTbCs TPAHCNOPT CUrHanMIB,
Pi3HOMaHITHUX MOfekyr, acuminsaTis Ta ditoropmoHis (KypcaHos, 1976; Terry, Robards, 1987).
PeTenbHO onncaHo (yHKLiOHYBaHHS NNasMOAEcM, SK CKNagoBol CUMMNIACTHOO TPaHCNopTy Y
BMTOKY Ta NepecyBaHHi MeTaboniTiB N0 NapeHXiMHUX KNiTWHaX HaZ3eMHIX Ta Mig3eMHNX OpraHiB
(Arisz, 1969; KypcaHos, 1976). Y paHHix po6oTax 6yno nokasaHo, Lo WinbHICTb NNasMoaecm B
0060rMOHLi 3anexuTb Bif TUNY TKaHUHW, HanbinbLue ix y C4-pocnvH, a came B KNITUHHUX 060M0H-
kax Me3odiny Ta obknaaku, Ae ixHa KinbkicTb cknagae 14108 Ha 1 cm? nnowi (Olesen, 1975). 3a
OaHUMK NiTepaTtypy, NnoLLa, sKy 3aiMaroThb NIasmMoLecMm, CTaHOBUTL Y cepeaHboMy Bins 1,5 %
B NOBEPXHI KNITUH prioemu (y NUCTKaxX MLUEHNL,), Y iHWKX POCINH BOHa KonmBaeTbes Big 0,2 40
8 %. [iameTp nnasmoaecm Bapitoe, BiH 3MIHIOETHCA B 3aMIEXHOCTI Bif BUAY, TUNY TKAHWHW i KONK-
BaeTbCs Big 30 4o 80 HM. Tak, SK y CyyacHii nitepatypi € 4OCTAaTHLO POBIT CTOCOBHO BUBYEHHS
CTPYKTYpU Ta yHKuii nnasmogecm (aue: Robards, 1968; Mamanen, 1974; KypcaHos, 1976), mu
TULLE KOPOTKO 3YMUHUMOCS Ha OCTaHHIX AaHUX.

HepaBHO nokasaHo, Lo Yepes nnasmMoaecMu MoXyTb npoxoguti monekynu PHK, Hyknei-
HOBI K1CNOTK Ta Bifky, y TOMY YKCAI 11 NEBHI TPAHKCKPLinHI hakTopy. MNepBuHHI Nnasmoaecmu
YTBOPIOKTBLCA Mif Yac LMTOKIHE3Y, KON POPMYETLCS KNITUHHA NNACTUHKA | KaHas Takol nna3mo-
JecMu chopMoBaHUiA NnLLe nrasmanemoro. Todi Sk BTOPUHHI NasmMogecMu hopmMyoTbCs Mixk
ABOMa BXe chopmoBaHMMU 060IoHKamu. [Masmoaecma 3a CTPYKTypo Moxe ByTu NpoCcT M Ym
po3ranymKeHUM kaHarnom. [loci HEBIIOMO, UM Pi3Hi 3a CTPYKTYPOLO NIa3MOAECMM BUKOHYHOTb OAHY
4 pisHi GoyHKLii. [lokasom TpaHcnopTy GiNkoBUX MOMeEKyN Yepes nnasMogecMu cryxatb npavi
no igeHT1dbikaLii monekyn mioauHy 8 y nnasmogecmax nocTuynTokiHe3Hux obonoHok (Reichelt et
al. 1999). Came uei 6inok Bigirpae CTTTEBY ponb y AudepeHLialii KMiTMHHOI NNacTUHKW Ta pec-
Tabinisadii akTuHy. KpiM Lboro, y nnasmogecmax 3HangeHo 6inok kanbpeTtukyniH (Baluska et al.
1999). Yepes nnasmogecmu MOXyTb NpOHMKaTH i Bipycn (posmipom o 30 Kga, 30kpema, Bipyc
TIOTIOHBOI Mo3aiku) (Chen et al. 2000).

Hocutb fobpe BMBYEHO MOYATKOBI CTafii POPMyBaHHS NNasmMogecM Yy BOAOPOCTSX, 30-
kpema, y Oypoi BogopocTi Dictyota dichotoma, MeTogoM €nekTpoHHOI MIKpOCKOMii NokasaHo,
WO nig Yac ¢hopMyBaHHS Be3WKyn B 06MaCTi KNITUHHOI MNACTUHKM MOYMHAKTE POPMYBATHCS
nnasmogecmo-nofibHi nepchopallii giametpom 6ing 20 HM. Taki TpyBuarti kaHanm i € nonepe-
[HUKaMW CTPYKTYpW Na3mMogecM, y BOAOPOCTEN Ha NpoTUBary TakuM NOAISM Y BULLMX POCIH,
kaHanu EP He 3axogsatb y cTpykTypy nnasmogecmu (Schmitz, 1990).

Ha piBHi ynbTpacTpyKTypu cepeaHbo-CTaTUCTUYHA NNasMoAecMa — Lie nopa, AiaMeTp Kol
CTaHoBUTL 6ing 40 HM, obmexeHa LuTonnasmaTyHo MembpaHoto, BcepeauHi M € gecmo-
Tpy6ouKka (giametpom Ao 2,5 HM) cchopmosaHa membpaHammu EP (Robards, Lucas 1990), wo
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MoKa3aHo Ha enekTPOHHHOrpami Ta Ha cxemi (puc. 1.9.1, a Ta 6) (Botha, Cross, 2000; Wu et
al., 2002). N[ MoxyTb BiOKPUBATCA 1 3aKpUBATUCS B 3aNEXHOCTI Bif (YHKLIOHAmNbHOTO CTaHy
KNITWHW. Y npoueci AnepeHLLitoBaHHS CUTOBUAHUX ENEMEHTIB iXHi NNa3Mo4ecMu MisyroTb, i Ha
iXHbOMY MicLi chopmytoTbes Benuki nopu giametpom 100-400 HM Ans TpaHCMOPTY PEYOBWH Ha
paneki igctani (Schimitz 1990).

appressed ER
cylinder

Puc. 1.9.1. a - MikpocpoTorpadpisi nna3mogecm i3 hparMeHTy 3pisy NpoBIgHOro nyyka
nuctka Bromus unioloides (Botha, Cross, 2000); 6 — cxema NoB3A0BXHLOMO Ta none-
PeyHoro 3pisiB Yepes nnasmogecmy. Monekynu TpaHCMOpTYTLCA NO kaHany, chopmo-
BaHOMYy 3 MemOpaH eHgonnasmatuyHoro peTukynyma (ER). BeaxatoTb, WO mMonekynu
TaKOX MOXYTb TPaAHCMOPTYBaTWUCSA MO TpaHCmopTHOMY KaHany (TC) mix kaHanom EP
Ta yutonnasmatnyHo mMembpaHot (PM). Mo3HaueHHs: S — cnoponogibHi CTpykTypwm,
3B'A3aHi 3i CTUCHYTUM KaHanowm EP Ta i3 nnasmanemoto (PM); CW - knituHHa obonoHka
(Wu et al., 2002)
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NIACYMKW

Po3wwmpiotoyn 3BuYaitHi pamku BOCTIMKEHb CKNagy Ta (YHKLUIOHYBaHHS KNITUHHOT 0BOMNOHKM
POCINH, MM B3AnuUCs 3a cnpoby pPO3risHYTA KNITUHHI 0BOMOHKMW, SK CTPYKTYPY KMiTUHU, L0
BiZNOBiAA€ HE TiflbKM Ha 3MiHW €HAOTeHHWX (HaKTOPIB, ane N Ha BMIMB HECMPUSATIIMBUX ANS
POCAMHN (haKTOPIB OTOUYIYOrO cepefoBuLLa. YncneHHnMy poboTamu NokasaHo, WO KNiTUH-
Ha 0BOroHKa € BUCOKO AWHaMiYHa CTPYKTYpa, WO Bifirpae CyTTEBY POMb Y POCTi, PO3BUTKY
Ta AudepeHuialii KNiTUH | TKAHWH, MKKMITUHHIA KOMYHiKaLil Ta TpaHCMNOPTHWUX Npouecax Ha
Aaneki BincTaHi. PeTenbHO ONMCAHO CKNaj Ta CMHTe3 nonicaxapuiiB 060M10HOK, 0cO6MBO Mi-
kpochibpun Lientonosu 1 nonicaxapuais MaTpukCy; npoaHanisosai 6inku, wo 6epyTb yyacTb y
(hopmyBaHHi KNiTUHHOT 060NOHKN. MeHL AOCTIMKEHNMI 3aMnULLAITLCS IHKPYCTYHOYI PEYOBUHM
060M0oHKN, 30KpeEMa, CybeprH Ta KyTHH.

HocnimxeHHs cyBMiKpoCKONiYHOI opraHisaii Ta 6ioXiMiYHNX XapaKTepUCTUK NEPBUHHUX
060NOHOK Y NPOLLECi POCTY PO3TATOM MoKasanu, Lo iXHilt cknag Ta CUHTE3 € Maixe yHiBep-
cabHUMKW NSt O4HO- Ta ABOAOMBHUX POCIMH. BigMIHHOCTI nonsratoTs y pisHOMY CMiBBIAHO-
LUEHHI CKNagoBmx nonicaxapuais Ta Ginkis.

Mwu 6a4nmo, Lo moaeni nepBuHHUX 060MOHOK FPYHTYIOTLCA B OCHOBHOMY Ha iHGhopmaLii
CTOCOBHO aHani3y pisHux chpakuii i3 cymiwi nonicaxapuais. | Le CTOCYeTbCS NULLE JaHUX NpO
CTPYKTYpY nonicaxapuiis. Tak, KiflbKiCHO BM3HAYeHO CKfag OCHOBW MOMEKYN OCHOBHUX MOni-
caxapuaie MaTpuKCy, ane mMano BigoMO Mpo cknazd BOKOBKX NaHLIOrB reMiLentonos, 30Kkpema,
paMHoranakTypoHaHiB. [ns MOBHOTO PO3yMiHHS CTPYKTYpU, (hOPMYBaHHS Ta opraHisadii nep-
BWMHHUWX | BTOPUHHMX KIITUHHWUX 0BOMNOHOK Ha pisHUX (hasax pocTy pocnuHu HeobxigHi gogat-
KOBi OCIIMXEHHS 3 BUKOPUCTAHHAM MOMEKYNAPHUX, IMYHOLMUTOXIMIYHIX Ta CNEKTPOCKONIYHMX
MeTopiB.

HeBMBYEHUM NULWIAETLCS NUTAHHSA NPO NOYaTKOBI (hasn MONEKyNSApHOro MexaHismy ¢op-
MYyBaHHsI MOMEKYN LIeMono3un, NOYMHAKYN Bi PO3eTku (Ha nnasmanemi), yTBOPEHHS MOMEeKyn
npanMepiB Ta 3aBEPLUEHHS CMHTE3y MOMeKyn Lienonosn B NpoLeci po3suTky Ta AudepeH-
iauil KniTuHW. TUTaHHS NPO MOMEKYNAPHY perynsuito CUHTE3y KpUCTanivyHol Ta aMopgHOI
LLESTIONI03M TaKoX MOKW NUWAETHCS BIiAKPUTUM. AKUM YMHOM PErymoeTbCs B3aEMO3B'I30K MiX
TYPropoM npoTonnacTta Ta CUHTE30M KIiTUHHOI 0BOMNOHKM? HeBigoMi Takox i MOnekynspHi
MexaHi3amMu opiHTaLii Mikpodibpun B 060M0HLi. BigKpUTUMM NNLWAKOTLCA MUTAHHS NPO BKITHO-
YEeHHS Ta Perynsuilo 3B'a3ky NirHiHy 3 iHWKWMKM nonicaxapugamu 060MoHKK, 0COBIMBO, KOMK
BTOPUHHUX 0BONOHOK MPUMMHSAETLCS NirHiikaLisa i NPOLOBXYETHCA BiAKNALEHHS LEN0No3un
(Hu et al., 1999).)

HDocnigpxeHHs 6inkoBoro cknagy KMiTMHHWMX OBOMOHOK BUSIBWAO MPUYETHICTb 4O reHe-
3y 0DOMOHOK YMCMEHHMX poauH Binkie Ta reHis. YactuHa 3 umux Binkie, oueBMAaHO, Bidirpae
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CTPYKTYPHY POrb, i TifbKK HE3HAYHa ixX YacTka Bigirpae nesHy posib Y PO3BUTKY POCTUHMK. Tak,
rnikoGinky 3a JaHUMK NiTepaTypu posrnsaaTbCs NpUYeTHUMKU Lo dinoreii (Schultz et al.,
1997). MNpun BMBYEHHI NOCTTPAHCAALIMHOTO MPOLECy CekpeTyrunx Ginkis (amonnacra Ta uu-
TONNa3Mu) NOKa3aHo, LU0 NPOAYKTW OGHOrO reHy MOXHA 3HalTV B Pi3HWUX TUNax KNiTMH Ta Ha
Pi3HWX CTagisx PO3BUTKY pOCnuHY, i sk ckasanu Micnep Ta Cabxod, BMHMKae HOBa napagirma
«CTaTUYHOrO reHoOMY Ta AnHamivHoro npoteomy» (the static genome and dynamic proteome)
(Missler, Sudhof, 1998). [lnwaroTbes BiGKPUTUMI TaKOX NUTaAHHS NPo YHKLT i3odopm Binkis
anonnacra, 30kpema, y poawHi reHie CESA. Kpim Lboro, 3anmiiatTbCst HeA0CTAaTHbO BUBYEHM-
MW HaCTYMHi NMUTaHHS: IKUM YUHOM BifOYBaETHCS NONEPEYHNI 3B'A30K NEKTWHIB, YOMY NEKTUHM
B Pi3HUX KMITUHAX | TKAHWHAX BiAPI3HAOTLCS 3a CKNagoM, Ta B6arato iHWKUX NTaHb, NOB’A3aHMX
3 eKCMpeCieto reHiB, LWo 6epyTb y4acTb Y CUHTESI BiAMOBIAHWUX (hEPMEHTIB.
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OPYIUW PO3MIN

BMJINB HECTNPUATIIMBUX YMOB
OTOYYHOYOro CEPEOOBULLA
HA CTPYKTYPY TA
OYHKLUIOHYBAHHA

KNITUHHKUX OBONNOHOK POCIINH



PO30IN OPYTUN

BCTYN

PocnunHa Ha fito 30BHILLHIX YMOB HaBKOMMLLIHBOMO CepeoBMLLa BignoBiaae (eHOTUMIYHO nac-
TUYHICTIO POCTY Ta PO3BUTKY (BETETATUBHWX Ta FEHEPATUBHUX OPraHiB), TPUBANICTIO OHTOrEHe3y
K OKPEMOTO BMAaY, Tak i nonynsayii. 3rigHo nornsais Bigomoro botanika €.J1. Kopatom aganTayis
POCIMH 0 AiT hakTopiB OTOUYHHOro CEepeAoBULLA — LIe MPUCTOCYBAHHS siK y dhinoreHesi (iTHeC),
TaK i B OHTOreHesi (onepaTBHa aganTalis) pocnuH. Agantalisi (Ha piBHi KNiTUHK, OpraHismy Ta
nonynsLii) BU3HAYaETLCS CYKYMHICTIO PisHOMaHITHUX 0CO6NMBOCTEN OpraHisaLii, Lo 3abe3neyye
M peaniaye XWUTTE3AATHICTb Ta cneuudivyHniA CNocib XMTTS B MEBHWUX YMOBAX OTOYYHOYOrO Ce-
peaByLLa B NPOLECi iHAMBIAYyanbHOro po3suTky — oHToreHesi (Kopatom, 1996; 2001; 2003; Kop-
atom, CbitHuk, 2003). BignosigHo go nonoxeHb, ki possueae €.J1. Kopatom, agantayis Moxe
npoxoauTy ABoMa Wwnsxamu: 1) WBMAKa aknimaTuaallis y Bignosigb Ha JOOOBI Ta CE30HI 3MiHM
eKomnoriYHnx akTopis, a TakoX NMpw Aii HaAMIPHOT 403K sIKorock hakTopy (CTpec) Ta 2) Tpusana
aganTauist 4O NOMIPHOI XPOHIYHOT Aii HECMIPUATAMBUX 3MiH €KOMOTiYHUX (haKTopiB.

BpaxoBytouu, L0 NEBHA [ist HECNPUATIIMBIX PAKTOPIB ANS OAHWX POCINH MOxe GyT cTpe-
COM, ANS IHWKX — ONTUMAnNbHAMW YMOBaMM iCHYBaHHS!, TO BU3HAYEHHSI CTPECY N1 POCINHHO-
rO OpraHiaMy JOCUTb CKNagHe. YpaxOByHuM, WO BUMLLi POCIMHW € NPUKPINNEHUMU SO TPYHTY,
CKIaZHO BUMIPATYM CUATY, WO Ji€ Ha pocrnHy. TOMY BU3HAYEHHS CTPECY 471 POCAWNHY BUSIBUIOCS
[OCUTb CKNagH1M Ta npobnemaTniHuM. 3rigHo i3 YUCTIEHHUMI BU3HAYEHHAMM, CTPEC — Lie LLKIA-
N1Ba i HECNpUATNNBA CUMMa YN YMOBW, SIKi iHriBYI0Tb HOpMasbHe (yHKLiOHYBaHHS BionoriyHoi
CUCTEMMU, 30KPEMA, POCITWH.

3a Bu3HauyeHHsm, fe OniBa Ta cniBaBTOPIB, CTPEC ANA POCMMHM € BiAMNOBIAA Ha Ait0 He-
CMPUSATIIMBMX YW HABITb 3ryOHUX 4715 POCTY Ta PO3BUTKY 30BHILLHIX akTOpiB. [ns pOCAMHM CTpec
BUMIPIOETLCA K O3HAKaMW BKMBAHHS, Tak i 03HaKaMu ajanTauil, KinbKoCT BpOXato, poCTo-
B/AMM napameTpamu, acuminsuieto (CO, Ta MiHepari), ska nos’s3aHa 3 pocTom pocniHi (De
Olivera et al., 2013).

30BHILLHI CUrHaNM HABKOMNMULLHBOIO CepenoBuLLa, a caMme, CBITMNO, TeMnepaTtypa Ta Bod-
HWA CTaTYC rPYHTY — Lie HaBaXIMBILLI CUrHAnNK, WO Ail0Tb Ha PICT pocnuHW. CAPUAHATTS LnMX
CMrHanis Ta BignoBigb POCAWHI Ha HWX 3a4iNae Linui kackag nogin, wo notpebytoTs CpunHAaT-
TS CUrHany Ta Moro TpaHcayKUil y cpisionoriyHy Bianosige. Baxnmay posb y curHaniauii ctpecy
BigirpatoTb ioHM Kanbyito, pitoropmonm (ABK) Ta peaktusHi hopmu kucHio (POK) (Knight et al.,
1997).

Ha gymKy BOCnigHWKIB, Y CAPUAHSATTI CUTHaniB HECMPUATAMBIMX abiOTUYHIX CTPECIB, Y nep-
Ly yepry, 6epyTb y4acTb BinkoBi peLenTopy KNiTUHHOT 060MOHKK, SiKi NepeatoTb Len curHan Ha
CUCTEMY TPaHCMOPTYBaHHS B LMTOMNMNA3My. TakuMu peLentopami KniTMHHX 0BOSIOHOK, 04eBua-
HO, € MONeKy i apabiHoranakTaHoByX GirkiB, ki 3B'A3Y0Tb KNiTUHHY 0BONOHKY i3 Ma3mManemoro,
enemMeHTamu LMTockeneTa Ta cknagosumu anonnacta. Kpim uux 6inkie, peuentopamu crpuit-
HATTS cTpecy MoxyTb ByTu Binku MAP (mitogen-activated proteins), YucnenHi kiHaau Ta Kinbka
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TpaHCKpuNLinHuX hakTopie. CTpec cnoyatky CnpuinMaeTbes peLentopamm KNiTMHHOT 060M0HKN,
SKi nepefatoTb CUTHaM Ha PeLenTopy LMTonnasmMaTiuyHoi MembpaHu, noTiM curdan pedopmy-
€TbCS Ta 3HUKYETHCS, | PE3yNbTaTOM LibOr0 NEPETBOPEHHS € Y4aCTb BTOPUHHHWUX NOCEPESHMKIB,
BKIT0YAK0UM IOHM KamblLiito, peakTuBHi (hopMmM KUCHIO Ta chocdhaTt iHo3uTONY. 36inbLUEHHS BMiC-
Ty LIMTO30MBHOM Kanbliilo BiaOyBaETHCS 3a y4acTi0 MEXaHO-YyTNMBMX Ta NiraH4-aKTMBOBAHUX
KanbLieBWX KaHaniB LMTonnasmaTuyHoi MemopaHu. 3BinbLUieHHs BMICTY KanbLito B LMTOMIA3M
Befe [0 NocueHHs curHany 3a yyactio docponinigis (Yadov, 2010). Taki BTopuHHI nocepes-
HUKK, SK hocaTh iHO3UTOMY, MOAYIIOKTb BMICT iOHIB KanbLjto, 40 TakuX 3MiH Jyxe YyThnBUMU
€ KanbLji-3anexHi 6inku, BioOMi SK KanbLieBi CEHCOpH, SKi MOXYTb MiABMLLYBATY (YM BTpayaTh)
CBO0 aKTMBHICTb Ta 3MiHIOBATM CBOK KOHChOPMALito KanbLjii-3anexHnum cnocobom. Ca?*-3anexHa
npoTeiHkiHasa, CaZ-38'A3yt0unin TpaHCKpUNLiHWA chakTop, hocatasa, kansmoayniH (CaM).
Ca?*-3B’s3ytoui Binku € NepBMHHAMM CEHCopamK 3MiHW BMICTY Kanblis B uuTonnasmi (Knight et
al., 1997; Shinozaki, Yamaguchi-Shinozaki, 2000; Tuteja, Tuteja, 2004). Taki 6inku YyacTo Bknto-
yatoTbCA B Kackag (hoCOpUOBaHHS 11 CTalTb MiLLEHHSIMM s OCHOBHWUX CTPECOBUX EHIB UM
TPaHCKPUNLLIHMX (haKTopIB, LLO KOHTPOMIOIOTL POBOTY LMX reHiB.

HecnpuaTnusuin BNnMB eKonoriYHnx akTopis Moxe MOAYOBATH eKCMPECIHO reHiB, Wwo be-
PYTb yyacTb y 3MiHi BanaHcy ditoropmoHis: ABK, caniuunoBoi kucrot ta etuneHy. OcTtaHHi
MOXYTb MOCKITIOBATM NOYATKOBY CUTHAIi3aLlito Ta BUKNMKATL NOBTOPHE (Apyre) kono curHanisadii
CTPECy, BMKOPUCTOBYHOUM CUHTE3 iHLWKX GinkiB. Ekcnpecis umx reHiB gocutb CTinka. M'eHu, wo
3afigHi npu cTpecax, 3okpema, y Bignosigb Ha 06e3BoaHeHHs (RD, responsive to dehydration),
iHaykuii xonogom (KIN, cold induced), ignosigb Ha oxonomkeHHs (COR, cold responsive) kogy-
toTb Ginku, WO BiANOBILAOTL 32 (POPMYBaHHS aHTUOKCUAAHTIB, CTabiniaytounx BinkiB Ta cMHTE3
ocmonitukis (Mahajan, Tuteja, 2005). SAKwo Ri3HATV OCHOBHI UM BINbLUICTL LUAAXIB CUTHAMI3aLT
eKCTpemarbH1X 3MiH ekonoriYHuX (hakTopis, TO MOXHA NIABULWMTM adanTaLilo BMAiB 4O LbOro
CTpecy.

OcHoBHUMYM TUNamu abioT4HUX cTpeciB Ans pocnuHu € (Mahajan, Tuteja, 2005):

1. Xonog, (3HMKEHHS TemnepaTypu HKYe ONTUManbHOI Ta MOPO3 Y NOBITPI)

2. Bucoka Temnepartypa

3. 3aconeHHs

4. Mocyxa (BoaHMI AediuuT y rpyHTi)

5. 3atonnexHs

6. Pagiayja (iHTeHcuBHa ynbTpacioneToBa pagiallis Ta BUAUME OCBITIIEHHS)

7. XimikaTu, a Takox 3abpyaHioBaYi rpyHTy Ta MoBiTps (BaxKi MeTanu,aeposoni, nectu-
Unam)

8. OkucnioBanbHWiA CTpec (peakTuBHI HOPMM KUCHIO, 030H)

9. BiTep (nicok Ta nuntoka B NoBITpi)

10. Hectaya abo BiACYTHICTb NOXUBHUX PEYOBMH Y FPYHTI.
BioTUYHI CTpecy BUKNWKAKOTLCA BTOPTHEHHSM Y POCAMHU NaToreHiB: rpubis, 6akTepin, Bi-
pYCiB, KOMax, rpu3ayHis, TOLLO.
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He anBnsumchb Ha Takuin 4OBMA CNUCOK abioTUYHMX Ta BIOTUYHMX CTPECIB, 3 AKUMU POCIIUHM
NOCTIAHO CTUKAKOTLCS HA NPOTA3i OHTOTEHE3Y, M PO3INSHEMO HANBINbLL CyTTEBI HECMPUSATIIBI
BMIIVBM OTOYYHOYOTO CPEAOBULLA, 30KpEMa, Lito BaXKUX MeTanis, X0roAy, NOCyXu, 3aCOMneHHs Ta
3MiHY BOOHOTO pexumy, ki CyTTEBO BNAMBAIOTL Ha PICT pocnuH. Kpim TOro, Mi po3risHEMO dilo
MiKpO- Ta rineprpasiTayji, a Takox BB 6I0TMYHMX (PAKTOPIB HA POCAIMHHII OPraHi3M i y4acTb
KNITWHHUX 06ONOHOK B aganTauii 40 Aii HECPUATANBOIO BNMMBY TakUX CTPECOPIB.

2.1. BIMNKUB IOHIB BAXKUX METAIIB

Bigomo, wwo gediumut abo x HagMipHa KinbKiCTb KaTiOHIB METaniB MOXe BUKMMKaTW aHoManii B
POCTi Ta PO3BUTKY POCIMH, LLLO BUCBITAEHO Ha (Di3ioNoriYHOMY Ta MONEKYNAPHOMY piBHSX. Arpo-
HomaMm [00pe BigoMa [ OCHOBHMX XiMIYHWX €MEMEHTIB XUBMEHHS Ha PICT CinbCbkorocnoaap-
Cbkux pocnnH. OCTaHHIM YacoM Y 383Ky i3 3abpyAHEHHSM rPYHTIB IHTEHCMBHO NOYanM BUBYATH
7 [il0 TOKCUYHUX BaXKKMX MeTaniB Ha pocninHi. Taki MeTanw, sik Mifb, CBUHELb, 3ari30, kobanbT,
MOMiBAEH, PTYTb, XPOM, CPiBI0, CTPOHLIA, ypaH, LMHK Ta iHLi eNeMeHTH € Y Bigxogax npomMuc-
noBOCTI. KaTioHu Baxkkmx MeTanis, nonagaroym B rpyHT, a noTiM Y piku Ta MOps, 3a0pyaHIO0Tb SK
CYXOpin, TaK i BogHe cepefosuile. 3 fowamm Ta FpyHTOBUMM BOLAMU BaxKi METann BCMOKTY-
t0TbCS POCAIMHAMU, Lie MPUBOANUTD, SiK A0 TOKCUKALT CiNbCbKOroCnoAapChknux POCIWH, SKi NioanHa
CNOXMBAE B Xy, TaK i 4O TOKcMKaLlii BCbOro xmeoro y Bogonmax (Ke et al., 2007; Singh et al.,
2011).

Bigomo, 1o KOMNOHEHTM KNITMHHMX 0BOMOHOK POCIMH 3AaTHI 3B8'A3yBaTh ABO- Ta TpUBa-
NeHTHi ioHn meTanis. Came nonicaxapuay BigirpaloTb KPUTUYHY POnb Y 3B’A3YBaHHI Ta akymy-
nAauii Takux ioHIB, xo4a 1 iHWI cknagoBi 060NOHOK, Taki, sk GinkW, aMiHOKUCNOTK Ta deHoNM
Takox GepyTb yyactb y LboMy npoueci (Krzestowska, 2011). 3paTHicTb 38'A3yBaTi ABOBa-
NEHTHI aHIOHW 3anexuTb Bif Yncna yHKLiIOHaNbHUX rpyn y cknagi 060M0HOK, 30Kpema, Takux,
sk COOH-, OH Ta SH- (Borman, 1990; Dronnet et al., 1996). Ane HaibinbLLOK eeKTUBHICTIO
[0 3B'A3yBaHHSA ABO- i TPUBANEHTHUX KaTiOHIB NPOSIBASIOTL KApOOKCUALHI rpynu, SKnX Lyxe
Barato B anbriHatax Bogopocten (Davies et al., 2003), romoranakTypoHaHax MOXOMOAIGHNX
Ta cyauHHnx pocnuH (Dronnet et al., 1996). ®yHKUiOHaNbHI METUNbHI Ta KapBoKCUMbHI rpynu
MICTATbCS B MOJIEKYSIAX YCiX TUMIB NEKTUHIB: rOMOranakTypoHaHiB, pamMHoranakTypoHaHis | Ta
pamHoranakTypoHaHiB Il, a Takox Kcunais.

BcTaHoBMEHo Takuii psg 34aTHOCTI HU3bKO MeTuUrneTepudikoBaHWX MEKTWHIB 3B'S3yBaTy
[BO- Ta TPUBANEHTHI iOHN;

ARt > Cu? > Pb* > Zn?* = Ca?* uu Cu?* = Pb?* > Cd* = Zn?* > Ca* (Dronnet et al., 1996),
abo x Pb* > Cu?* > Co?* > Ni#* > Zn* > Cd?* (Ernst et al., 1992; Karlet et al., 1999). Takum uu-
HOM, MOKa3aHo, LU0 iOHM Mii Ta CBUHLO HaNbIiNbL eChEKTUBHO 3B'A3YIOTHCA 3 MEKTUHAMM, TOZ
K IOHM LIMHKY, HiKenio Ta kanbLjlo - € cnabo 38’asytounmu. Kpim Toro, BCTaHOBMEHO, WO iOHM
KanbLjito MOXYTb 3amiHtoBaTh Al**-38's13Ki B MEKTUHAX, Lie i MOSICHIOE, L0 Yy BinbLUoCTi BUNaakis
npu 3abpyaHEHHi antoMiHieM Ta iHLLMMKY iOHaMK, atoMiHii He BNIUBAE Ha 3B’A3yBaHHs MeTanis
i3 KNITUHHUMKM 0BonoHkamu. Mpu 38's3yBaHHi PYHKLOHAMBHUX rPYM NEKTUHIB 3 iOHaMK MeTaniB
3MIHIOETBCA CTPYKTYpa NaHLoriB NEKTUHIB un anbriHaty (puc. 2.1.1) (Krzeslowska, 2011).
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KaTioHn Baxkux mMeTanis y BUrNaAi arperaris i3 ¢oocdatamu Ta iHLIMMKU aHiOHaMK Hakonu-
YYHTbCS Y BUMNSALI €NEKTPOHHOLLINIBHWAX rpaHyN Pi3HOTO PO3MIPY B MiXKKAITUHHMKAX, 0BOMOHL,
€HOOUMTO3HMX Be3nKynax Ta Bakyonsix (Jiang, Liu, 2010).
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Puc. 2.1.1. MNonepeyHe 3'eaHaHHA MiX noniMepamu HU3bKO METUNETEpPUMIKOBAHUX Nek-
TUHIB B KIiTUHHI 0BOMOHLi BULLMX POCIUH (&) Ta MiX 3amnuLuKamu anbriHOBOI KUCIOTU B
obonoHui 6ypux Bogopocten (b) (Krzeslowska, 2011)

— 136 —



PO30IN OPYTUN

LlikaBum, Ha HaLw nornsg, € eHOMEH, KW CBIAYUTD, L0 EHAEMIYHI POCIIMHK, SKi POCTYTb
Ha 3a06pyaHEHNX BaXKUMWN MeTanaMu rpyHTax, HakonuyyTb Y CTO pasis binbLue ioHiB MeTanis,
HiX Heakymyriowoui Buau. MNpuknagom MoxyTb ByTn migHuin mox (Scopelophila cataractae) Ta
nnayH SnoHcbkni (Lycopodium japonicum), siKi HAKONUYYIOTb Y KNITMHHAX 060M0HKaxX A0 66 %
migi (Konno et al., 2010), T06T0, ANs 04NLLEHHs 3a6pyAHEHNX TPYHTIB Bif TOKCUYHUX MeTanis
BapTO 3abpyAHeHi TepuTOopii 3acagxyBaTi came NOAIbHUMY BUGaMU.

PocrnnHm MatoTb 30aTHICTL 40 YaCTKOBOI LETOKCMKALLii, 30Kpema, akyMynsLii ioHiB MeTanis
B KMITMHHWX 0BOMOHKaxX Ta BaKyonsx; a TakoX [0 XenaTyBaHHs, TOOTO 3B'A3yBaHHS TOKCUYHMX
ereMeHTIB i3 nenTugamu, LWo ABnsTLCS diToxenatuHamu Baxkux ioHis (Cobbett, 2000). Tak,
B. Dxuanr ta [. iy (Jiang, Liu, 2010), gocnimkytoun Bnnue cauHuto (104 M) Ha mepucTeMaTiyHi
KniTuH unbyni (Allium sativum), nokasanu HakOMMYEHHs! €NEKTPOHHOLLIMbHIX MPaHyI He TiflbKu1 y
KNITWHHUX 0BONOHKaX, siki hopmyBany npoTybepaHLj (iHBariHaLliiHi BM'S4yBaHHS) B LMTOMNA3MYy,
a 'y eHOOoUMTO3HUX Be3VKynax, ski Yepes Kifbka roauH BNiuBy 3'SBNSANUCH B LMTONNA3Mi Ta 'y
Bakyonsix. TakuM YMHOM, KniTMHa no3baensanack Bif iOHIB BAXKOr0 MeTarny, akyMymnioouu ix y
BaKyOrnsix.

[ns gocnimKeHHs MexaHiaMy npoLecy AeTOKCMKaLii aBTopW NPOBEN LMTOXIMIYHY peakLito
Ha HasBHICTb LMCTeiH-36arayeHnx BinkiB, ski xapakTepHi AN NenTuaiB, PITOXENETUHIB BaXKMX
ioHiB (Cobbett et al., 2000). JocnimkeHHs MigTBEPANIIO, WO KNITWHW NO30yBanucs Uux iOHIB
3aBAsKM 3'€HAHHIO IOHIB MeTasiB i3 nenTugamu, YTBOPKOYM KOMMeKe ditoxenatuHy Ta Pb
B KNITUHHMX 0BOMOHKaX, LNTONNa3MaTUYHINX BE3VKyNax Ta BaKyonsx, ski akyMynioBanm BaxKi
kationw (Jiang, Liu, 2010).

Y MexaHi3Mi TpaHCNOPTyBaHHSA KaTiOHIB 3 anonnacTty 40 Bakyoni (LUIsSXOM eHaoLmuTo3y) Ge-
pyTb y4acTb AT®asu, Lo MiCTATL MeTan-38’a3yui JOMEHH (i3 HAsiBHICTHIO aMiHO- UM KapBoKCHb-
HWX rpyn, Wo BigpisHsie ix Big AT®a3 P-tuny) (Williams et. al., 2005).

LLle ogHWMM MexaHi3MOM AeTOKCUKaL,ii pOCMMHM 3a YMOB 3a0pyAHEHHS FPYHTIB BaXKUMN Me-
Tanamu € NoCUINEHUn CUHTE3 HU3bKO METUNETEPUIKOBAHUX MEKTUHIB Y KNITMHHUX 0BOMOHKaX,
LL|O MOKa3aHO Ha KopeHsix pocnuH Cucurbita maxima (Le et al., 1994), Triticum aestivum (Hossain
et al., 2006) Ta Zea mays (Schmohl et al., 2000). HeobxigHO Takox BigMITUTH, LIO B NPOLEC
AeTOKcuKaLji Big meTanis-3abpyaHioBauis 6epe yyacTb i nonicaxapua kanosa, sika NoYnHae CiH-
TE3yBaTUCA 3a Tak1X YMOB 5K B 000OHKaX, TaK i B nnasmogecmax (Krzeslowska et al., 2010; de
Cnodder et al., 2005), yteoptotoun Gap’ep 4N TPaHCMOPTY iOHIB Baxkux meTanis. Kpim Lboro,
BMSIBNEHI 11 3HAYHI MOTOBLLEHHS KNITUHHMX 0B0noHOK (Liu et al., 2004), oueBMAHO, sk 3a paxyHoK
IHTEHCUIKaL|ii CUHTE3y MEKTUHIB Ta Kanoau, Tak i WISXOM akyMynsLii B anonnacti 3Ha4HUX Bid-
KnagiB ioHiB MeTanis.

Tenep 3ynUHAMOCS KOHKPETHO Ha Aii OCHOBHUX MeTaniB-3abpyaHioBaviB.

Midb. Migb € CyTTEBUM €NEMEHTOM ANS XUTTEQIANBHOCTI POCIUHK, Ti AeILUT y TPyHT
BUKIMKaE Taki AeeKTi pocTy, SK XBUNACTe (4n BUrHyTe) cTebno Ta ranyxenHs (Turnbull et

al., 1994). lLogo mexaHiamiB BNAMBY Migi Ha KMiTWHW, TO BiGOMO, WO Migb Bidirpae BaXnuey
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POb Y NpOLiecax OKUCHEHHS/BIQHOBNEHHS, 30KpeMa, Y (OyHKLOHYBaHHiI Takux Ginkis, sik: nnacTo-
LjiaH, LuMToXpoMoKcmuaasa, nakasa (dpeHonokcugasa), ackopbarokcuaasa, cynepokcnaokeugasa
Ta amiHookcuaasa (Cvetanovska et al., 2010). JocnigHukamy nokasaHo, WO Migb B anonnacTi
MOXe BUKIMKATI YTBOPEHHS riapoKCMpaamnKanis, Ski MOXyTb PYWHYBATK CTPYKTYPY nosnicaxapu-
[iB KNiTMHHUX 0BONOHOK i, TAKUM YMHOM PO3MyLLYyBaTK 0BOMOHKY, CTUMYMHOK0YM A03PiBAHHS NAO-
f4iB Ta onagiHHs opranis (Fry et al., 2002). ABTopy 3po6unm BUCHOBOK, L0 iOHM Migi, 38'A3aHi i3
060510HKO10, Ai0Tb NOAIBHO CanT-cneundiYHUM NPOOKCUAAHTaM, SIKi iIHOYKYHTb PO3PUB NaHLoriB
nonicaxapugis.

Bucoknid BMICT Migi y TPYHTi € TOKCUYHAM AN POCIUHY | BNNWBAE HA (hOTOCUHTES Ta PiCT
pocnuH (Inmaculada, 2005). HegaBHO OnMCaHO HAKOMWYEHHS BAXKMX MeTasiB y POCMMHAX,
wo 6yno BMABNIEHO METOAOM PEHTTEHIBCHKOI cnekTpockonii (Liu et al., 2007), a Takox LuTOXi-
MiYHAM Ta €NeKTPOHHOMIKpockoniyHuM meTogamu (Jiang, Liu, 2010). [loHrya 3i cniBaBTOpamu
(Donghua et al., 2009), Busqaroun Bnnue migi (CuS0O,) y koHuerTpaii 102, 10 ta 10° M npo-
TArOM 72 FOAMH Ha AiNEHHS KNiTWH Ta yNbTPACTPYKTYPHI 3MiHU KMiTUH KOPEHIB Yy NPOpOCTKiB
Allium sativum BCTaHOBMNN, LLO Yepe3 72 rof 3HWXKYBaBCS NoAin KNiTuH y 6-9 pasis B 3anex-
HOCTI Bifi KOHLIEHTpaUii, BigMIYEHO 3HKEHHS (MPK CaMiln BUCOKINA KOHLEHTpaLii) yasivi yucna
KNiTWH y MeTachasi Ta BTPUYi — B aHadasi, KpiM TOro, BUSIBNEHI LLe i XpOMOCOMHI abepauii. Ha
YNbTPaCTPYKTYPHOMY PiBHi COCTEpIirani NOpyLUEHHs CTPYKTYpU SAEPHOI MeMbpaHu, KOHAEH-
caLito XxpoMaTuHy Ta pyrHauito LutonnasmaTuyHux opraden (Donghua et al., 2009).

[HoAI Mifb ¥ HE3HAYHMX KifIbKOCTAX CTUMYMIOE CUHTES MirHIHY B POCIMHHUX KIiTUHAX. Yum
MEHLUE Midi B cepefoBuLli, TMM MeHwe i nirHiHy (Robson et al., 1981), i HaBnaku, Ginblue
Migi — cunbHila nirHidikauis. Y cocHu, sika pocna npu aediunti Cu?, gocnigHUKK cnocTepirany
3HKEHHS NirHicikaLii B cepeanHHin nnacTuHui (Downes et al., 1991).

Mpu BUpOLLyBaHHI MpopocTkiB Capsicum annuum Ha CEpPeRoBULLi 3 HALIULWKOM Migi
(50 mM CuSO,) BcTaHOBNEHO 3HAYHE MIABMLUEHHS aKTMBHOCTI LUMKMMATAEriApPOreHasn Ta
nonicheHONOKCMAA3N y FiMOKOTUNSX, O CYNPOBOLXKYBaNocs 36inbLeHHAM HaKOMMYeHHs de-
HONMbHWX peyoBUH Ta MirHiHy (Diaz et al., 2001). Y kopeHsix Raphanus sativus, o pocnu Ha
cepenosuwi 3 migaw (1-10 mM CuSO0,), BusBMEHO NiABMLIEHHS aKTUBHOCTI KaTIOHHOI Ta aHi-
OHHOI NepoKcKaasu, a TakoX BUCOKWA pPiBEHb NirHiHY B NOPIBHSAHHI 3 POCMHAMMU, LLO POCAK Ha
cepegoBuwi 6e3 migi (Chen et al., 2002). Y KopeHsix COi Migb TaKOX BUKIMKNA MigBULLEHHS
BiocuHTE3Y NirHiHy Ta akTMBHOCTI Nepokcuaasm (Barnes et al., 1997). BupollyBaHHs cycneH-
3iINHOI KyNbTYpU 3 KOPeHiB Panax ginseng Ha BUCOKMX KOHLEHTpALisX Migi BUKMMKaNo nigsu-
LWEeHUIA CUHTE3 NirHiHy Ta akTuBalito nepokengasu, CAD, deHonokengasu ta B-rnokosuaasu
(Akgl et al., 2007). Takum YMHOM, iOHM Migi, WO BigirpaloTb CYTTEBY POMb Y (DYHKLOHYBAHHI
nepokcuaas Ta flakas, TakoX onocepeakoBaHO 6epyTb y4acTb y OKUCAEHHI Ta nonimepusalii
MOHOITHIHIB.
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Bop ma yuHk. Bop — MIKPOENEMEHT, L0 Ma€e BaXNMUBE 3HAYEHHS ANS POCTY Ta PO3BUTKY
pocnuHu (Goldbach et al., 2007). Jediuut 60py cnocTepiraeTbCs Npu 3HA4HNX AOLLOBUX Onagax,
BNNMBAIOYM Ha BPOXai CiflbCbKOroCrnoAapChbKMX KynbTyp, 30kpema, Ha Bpoxait nwenuli (Triticum
aestivum), BiBca (Hordeum sativum) Ta iHwwmx kynbTyp (Jamjod et al., 2004). Lle noe’szaHo 3
TUM, L0 BOp nokaniayeTbcs B OCHOBHOMY B KNiTUHHI 060moHLUi. Mpwn gediumti Bopy iHribyeTbes
KNITUHHWIA PO3TAr, TOMY L0 CaMe Liel eNeMEHT MONepeYHo 3B8'a3ye NEKTUHOBUIA paMHOranakTy-
poHaH 1 (O'Neill et al., 2004). Kpim Toro, npunyckaroTb, Lo 60p YTBOPHOE ANNEHTO3060paTHMIA
Komnnekc, sikuir ctabiniaye puboay, apabiHosy Ta keuno3y (Ricardo et al. , 2004) i, Takum YnHOM,
BMIYBAE Ha MEXaHiuHy MiLHICTb 0BOMOHKN.

[ediunt Gopy BnnMBaB Ha MPOBIAHI TKaHMHM KOpeHennodie mopkeu (Daucus carota,
cv. Nantes) (Demiray, Dereboylu, 2013). AHaTOMIYHUMM SOCIZXEHHAMM NokasaHa nirHicikavis
CEpEeAMHHOI MNACTWHKKM B TpaxeanbHWX KiTWHax npw aediuyuTi 6opy. Kpim Toro, 3a 4ONOMOrow
CKaHY04Oi eNeKTPOHHOI MiKpOCKONii BUSIBNEHI NapamypasibHi TinbLs B 060M0HKaX TpaxeanbHnx
€r1eMEHTIB.

Mpu pedhiumti Gopy cnocTepiraeTbest 3HMKEHHS MPHK cemu i3odhepMeHTIB Keunorntoka-
HeHZOTpaHCrnoko3unas (rigponas), ABox ekcnaHcuHie (EXP14 Ta EXPB1), oBox noniranakry-
poHa3 (1905650 Ta At2g43880), nBox nektuHmeTunecTepas (PME2 1a At3g10720) Ta ogHOro
isochepmeHTy nektaTniasn (At3907010) y kopeHsix Arabidopsis thaliana (Camacho-Cristybal
et al., 2008). Lli gocnigxeHHs npunyckatoTh, Wwo 6op HeobxigHuin 4ns ctabinisadii nonepeyHo
3B'AI3aHNX MONekyn pamHoranaktypoHany Il (Kobayashi, et al., 1996), i ans uboro HeobxigHa
perynslis Ha piBHi TpaHCKPUNLT reHiB, 3anyyeHnx 4o CuHTe3y Ta Mogudikaii hepmeHTiB Bio-
reHe3y nonicaxapuaie knitTuHHoi obonoHku. Kpim BnnmBy Ha GanaHc NeKkTUHIB, HecTaua 6opy
BNNWBae (Ha TPaHCKPUMLIMHOMY piBHI) i Ha reH ueniono3ocuHTeTasm (CSLBS) (Camacho-
Cristybal et al., 2008).

HonyckatoTb, Lo 60p, 38'A3y104MCh i3 4BOMA KapbOKCUMbHUMM rpynamm B Lyc-KoHdirypauii,
3MiHI0E CTPYKTYpY 060m0HKM, 3HIKYe BMICT NADPH wwnsxom 38’sa3yBaHHs AT® i3 yacTuHoto pu-
6o3n. bop, 38'A3yt04mMCh i3 prbO30H0, SK BiNlbHAM LykpoM, yu i3 PHK, npn3soauTb 40 nopyLieHb
KNITWHHOTO AineHHs Ta po3BuTKy pocnuiu (Reid et al., 2004). Kpim Toro, BCTaHOBNEHO, LLO BESUKI
koHUeHTpaLii 6opy (5 mM) ) npu3BoasTh 40 30iNbLIEHHS BMICTY MirHiHY Ta MOCUMEHHS aKTUBHOC-
Ti NepokcMaasm i cupuranasut- nepokcugasn B npopoctkax coi (Ghanati et al., 2005).

Lunk. KaTioH LUWHKY BUKNMKAE 3MiHW B reHesuci NirHiHy 060moHoK. Taki 3miHW 3anexatb
Bif} KOHLEHTpaLji LWHKY B rpyHTi Ta Big Buay. okasaHo, WO BMCOKA KOHLEHTpaLis LWHKY BU-
knukana B Arabidopsis thaliana Ta Thlaspi caerulescens akTuBaLlito eKCnpecii reHiB, NoB’s3aHNX
i3 cHTe30M nirHiHy (van de Mortel et al., 2006). MpoTe B T. caeru lescens akTuBaLis reHis byna
BMLLOKO, Lie CTOCYBanocs W reHiB, ki Takox noe’sdaHi 3 gieto nocyxu (4CL, CCR, F5H, CAD,
CCoAOMT).

BuBuatoun akymynauilo LUMHKY B KNniTHax Fragmites australis [OCnigHWKK nokasanw, Lo
rpagdieHT KOHUEeHTpaLii Zn y KniTMHax po3noginsBcs TakuM YUHOM: MDKKIITUHHUKM > KNiTWHHA
obonoHka > Bakyonb > LuTonnasma (Jiang, Wang, 2008).
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AnomiHiti ma kaomitl. AnioMiHi € OQHUM 3 OCHOBHUX iHriOYHOUMX iOHIB, SIKMIA BNNMBaE
Ha PICT POCANHM, WO POCTYTb Ha KUCIMX FPyHTaX. TUNOBUM CUMNTOMOM Al-TOKCUYHOCTI € iH-
ribyBaHHs pocTy kopeHiB pocnvH (Tahara et al., 2005). Y geskux BuAIB pOCAMH BUCOKI 403U
anoMIiHito iHriBYTb PICT Ta nocuntoTh NirHidikawito obonoHok (Le Van et al., 1994; Budikova,
1999). BcTaHOBNEHO, L0 TOKCUYHICTb aMiOMIiHI0 NPU3BOANTL 4O PyWHALi LMTONIa3mMaTuyHoi
MemOpaHu BHACMiZOK MEePeKNCHOro OKUCIEHHS Ninigie, Wo Oyno AOCMIMKEHO HA KOpEHsX
coi (Glycine max) (Wissemeier, Horst, 1995). € pocnunu, CTiiki 4o Aii anoMmiHito, Hanpuknag,
Camellia sinensis; picT SKOi CynpOBOMKYETLCS 3HMKEHOI akTUBHICTIO Nepokcuaasn Ta nonige-
Honokcugasu obonoHok (Ghanati et al., 2005). lMokasaHo, WO anioMiHIA BUKIMKAE EKCNPECito
reHiB, AKi koaytoTb depmeHTn biocuHTesy nirHiny (4CL, PAL, CAD ta C3H) (Chuanzao et al.,
2004).

[Mpu HM3bKKX 3HaYeHHAX pH rpyHTY (< 5,0) TOKCUYHI hOPMM anioMiHil0 BMBINbHAKTLCS B
TPYHT, LLO € 3arpo30t0 Ans pocnuH. Al iHribye picT KOPEHEBOT CUCTEMM, PYNHYE EMEMEHTM LNTOC-
kenety (Kochian, 1995). KnitnHHa obonoHka nornuHae Al i Hakonuuye 1oro B KniTuHax (Horst et
al., 2010). OcobnuBo YyTnMBi 4O Aii aNKOMIHI0 reMiLEentonoan Ta NEKTUHU KNITUHHUX 060NOHOK
(Chang et al., 1999), a TakoX OAMH i3 (hepMEHTIB KCUNaHoBOro MeTaboniamy, a came, EHAOTpaH-
critokounrigponasa (XTHs). JocnigxeHHs snnmy Al (100 ta 150 mikpomonb) Ha NPOPOCTKM
Arabidopsis thaliana npotarom 24 rog nokasanu sk iHribyBaHHs pocTy KopeHs Ha 46 %, TaK i
HaKOMWYeHHs antoMiHilo y cpakuii remiuenonos (Yang et al., 2011).

Kadmili - Baxkuin meTan, Wo BUKNMKae 3abpyaHEHHs TPYHTY, Lien KaTioH MoXe iHayKyBaTu
nocuneHy nirxicikauito, 3okpema, y kopeHsx Phragmites australis (Ederli et al., 2004). Kagwmii
(ig 0.2 MM o 1 MM) 3HnxyBaB picT kopeHiB coi Ta 3binbLuyBaB BMICT nirHiHy (Bhuiyan et al.,
2007), Wwo CcynpoBOMKYBaNnoCs NiABULLEHHSM eKCMPECii reHiB, 38'A3aHMX i3 MepoKcuaason Ta
nakasoto (Bhuiyan et al., 2007).

BrBYEHHS BNAMBY KaaMito B KOHUEHTpaUii 4o 50 MikpoMonb Ha akTuBaLjito nepokcmaasm,
O 3afy4yeHa B OKWUCNEHHS YMCINIEHHWX OpraHiYHWX KOMMOHEHTIB, NOAIGHMX A0 nonicheHonis,
ki BXof4ATb 40 cknagy cybepuHy Ta nirHivy (Shhopfer 1996), nokasano nocuneHHs nepokcu-
[A3HOi aKTUBHOCTI Ta OKMCMEHHs! HEHONIB, @ TAKOX IHTEHCUADIKaLLit0 CUHTE3Y NiTHIHY B KOPEHSIX
(Schitzendiibel et al., 2001). JliH Ta Kao (Lin, Kao, 2001) BeaxatoTb, L0 MirHidikauis obono-
HOK BiAOYyBaETbCA A4/ 3aXMCTY KOPEHIB Big cTpecy. MpunyckatoTh, WO TOKCUYHICTb KaaMito 3HK-
KYETbCA Came 3aBAsKW akTuBaLii nepokcuaasy Ta NOCUNEHHI0 npouecy nirHiikavii o6onoHok
(Hegedus et. al., 2001).

[ocnimxeHHs BNAMBY KagMilo Ha CUHTE3 LIENI0N03N B PUCY 3 BUKOPUCTAHHAM MyTaHTHOTO
pucy (brittle culm13), 3 myTauieto cyboaunuui 9 y uentonosocuntetasi (CESA9) nokasano,
wo Cd*2 abcopbyeTbest KOPEHAMM i TpAHCMOPTYETbCA A0 cTebna, NUCTKIB Ta 3epHIBOK pucy
(Xue-Qin Song et al., 2013). BctaHoBneHo, L0 Aid kagMito Ha MyTaHT pUCy BUKNMKana 3miHy
MeXaHiYHMX XapaKTepucTuk cTeben NpopocTKiB, Xo4ya 3a MOPdONOrie MyTaHTHI POCITUHUA HE
BiAPI3HANMCS Bif KOHTPOSIO (Aukoro Tuny pucy). Metogom TpaHCMICIHOT eNeKTPOHHOI MiKpo-
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CKONMii BCTAHOBNEHO HE3HAYHE 3HKEHHS TOBLUMHM BTOPUHHUX OBONOHOK Ta 3MEHLUEHHS Ha
22 % BMICTY Lenonosn y MyTaHTHUX NPOPOCTKax. Y MyTaHTHWUX POCIMH TakoX crocTepiranm
3MiHEHY CTPYKTYpY CyauH. ABTOpM 3pobunu BUCHOBOK, WO MyTalis Cy6oAMHULb Lienonoso-
CUHTETa3n NpU3BOANTL 4O 3MiHM BMACTMBOCTEN KIITUHHOI OOOMOHKM B MPOBILHUX TKaHWHAX
(Xue-Qin Song et al., 2013).

BcTaHoBMEHO, WO Npy HAaAMIPHINA KOHLEHTpaLii Kagmito y NOXMBHOMY CEpefoBWLL, BiH Ha-
KOMMYYETLCS Y KIITUHHIUX 0B0NOHKax. Tak, Mpu SOCHIMKEHHI UMTOXIMIYHUMM METOLaMU IUCTKIB
npopocria Salix viminalis, Wwo BupoLLyBani Ha cepeaosuLi i3 nonasanHam CdCl, (o 200 pM)
BCTAHOBIEHO, LLO Y KOMEHXiMi NPOBIAHMX My4KiB KagMii akyMyrioBaBcs B Luapax 0BONOHKM, sKi
Bynu 36arayeHi nekTMHamu, Kpim TOro, Liel KaTioH BUSIBIIEHO i B KNITUHHIUX 0BONOHKax dhrioemu
(Vollenweider et al., 2006). Kagmiin nornMHaeTbes He Tinbkn 060M0HKaMM CyXOAIMbHUX POCIINH,
ane 1 060MoHKamMK BOAHMX pocnvH. 3okpema, Le Byno BUsIBNEHO Yy kNniTuH Elodea canadensis
(Nyquist, Greger, 2007).

CeuHeyb. Binomo, LU0 BaXKi METaNM € TOKCUYHUMM A1t POCINH, OCKIMbKM BOHW BMAMBAKOTH
Ha LIBMAKICTb POCTY N MeTaboniamy pOCAMH. Ha KIiTUHHOMY PiBHi, BOHW iHTiOYH0Tb €NEKTPOHHMIA
TPaHCNOPT Y KNiTWHI, 30kpeMa, B 060noHLi Ta yutonnaami (Azmat, Haider, 2007), Le cTocyeTbest
71 iOHIB CBMHLIIO.

[MeKTUH KNiTMHHUX OBOMOHOK Mae BWUCOKY 34aTHICTb 3B'sI3yBaTM iOHM CBMHLI Ta Migi B
pyxe Benukux kinbkocTax (Kopittke et al., 2008; Krzestowska, 2011). Lle 6yno nokasaHo Ha
KNiTMHHUX 060NOHKaxX NpoTOHeMM MoXxy Funaria hygrometrica (Krzestowska et al., 2009). Mpu
AocnigxeHHi kopeHeBux anekciB Populus tremula x P. tremuloides Ta Lemna trisulca, 1o 06-
pobnsnm conamu ceuHuto (PbCL,) y koHueHTpauii 1000 uM npotsrom 4 roguH Ta npu 06po6u
[Pb(NO,),] B MeHLwi# koHueHTpaLii (15 UM) npoTsrom 12 roanH BUsIBNEHa NPUCYTHICTb CBUHLIO
B KNiTWHHUX o0BonoHkax gocnimxysaHux o6’ekTi (Krzestowska et al., 2011). Y gesikux knitux-
HWX 0B0NIOHKaxX BOAHOI POCIUHU Lemna Sp. BUSIBNEHI 3HAYHi MOTOBLYEHHS, SIKi MICTUNN CBU-
Helb. BCTaHOBNEHO, WO piBEHb HWU3bKO METUNETEPUIKOBAHOMO NEKTUHY Y TaKUX KIITUHHWX
obornoHkax 6yB AOCUTbL BMCOKMI, 0COBNMBO, B NepunnasMaTtyHoMy NpocTopi. Takum YnHOM,
BOCIIAKYBaHi POCANHMN, HAKOMNYYIOUM CBUHELD Y NEKTUHAX 0BOMOHOK, 3aXMLLatoTh KNiTUHM Bif
Aii TOKCUYHOTO MeTarny.

HasBHICTb BaXKUX METaniB, Y TOMY YMCIi, i CBMHLIO B FPYHTI HABKOMO KOPEHEBOI cucTe-
MV TaKOX MOXe BUKIMKATM CUHTE3 Kanoau Bxe 4epes 1 rod. aii 3abpyaHeHHs (Horst et al.,
1997). MocuneHui CMHTE3 Kanosu BUSBNEHO B KNiTUHax Lemna minor (Samardakiewicz et al.,
1996) Ta npoToHemi Funaria hygrometrica (Krzestowska et al., 2009) y Bignosigb Ha HasBHICTb
CBUHLIKO B cepenoBuLi. MogibHuin edhekT onmcaHo M Ha KyNIbTYPHUX CiNlbCbKOrOCMOAAPCHKMX
POCIWH Ta AWKWX BUAAX POCIMH NpU il ioHIB antoMiHilo, 3okpema: y Glycine max (Stass, Horst,
1995), Zea mays (Horst et al., 1997) ta Arabidopsis thaliana (de Cnodder et al., 2005). 3 op-
Horo 60Ky, kano3Hi Bigknaaun 3axuiatoTb nna3manemy i npoTonnacT Bif NPOHUKHEHHS MeTa-
niB i 0OMeXyt0Tb iXHIO KinbkicTb y npotonnacTi (Krzestowska, 2011), 3 iHworo 6oky, Bigknaau
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kanoan B 0BONOHLi MOXyTb CTaTy iHriGITOPOM BOAHOTO TPAHCMOPTY MO CUMMNACTY KOPEHs,
L0 NpW3BOANTL A0 MPUTHIYEHHs Moro pocTy (Sivaguru et al., 2000). BigknageHHs kanosw B
KOPEHSX MOXeE CIYXMTM iHAMKaTOPOM 3abpyaHEeHHS Ha Baxki kaTioHn. Bmict kanoau B 060-
NOHKax KOPEHIB 3aeXmuTb Bif BUAY M 403N TOKCUYHOTO MeTany. IHOYKTOPOM CUHTE3Y Karnosu
CTatoTb MeTanu B KoHueHTpauii Big 0,1 go 0,5 MM, e cTocyeTbCs He TiNbKW CBUHLLKO, ane i
iHwwnx metanis, Ni%*, Co?, Cr¥*, Mn2* ta Sr?*; 1a Big 1 o 4 MM - sKwwo Le cTocyeTbest Cd?* Ta
Al?* (Wissemeier et al., 1992). Bucoki fo3u Takux MeTaniB TOKCUYHI Ans POCAMHK; BOHW MO-
KyTb BMMBATY N Ha FeHN Kano3ocuHTeTasHoro komnnekcy (Bacic et al., 1988) abo x gisty, gk
enicutopm (Collet et al., 2002).

BcTtaHoBmneHo, Lo coni CBUHLO B FPYHTI BNUBAKOTL HA (hOpMYBaHHA MirHiHy. JocnigHuKu
Bueyanu Bnnue PbCl, y koHueHTpauisx: 50, 100, 150, 200 ta 250 mr/kr rpyHTy NpoTAroM 4BOX
TWXHIB Ha nMpopocTkn Lens culinaris Ta Phaseolus mungo. BCTaHOBNEHO, LU0 KaTiOHW CBUHLO
MpurHiYyBanu pictT NpopocTKiB (MUCTKIB Ta KopeHiB). CriovaTky BMICT NirHiHy 36inbLuyBascs. Ane
3MiHM BMICTY MirHiHy 3anexanu Big Buay, Tak y cTebni keaconi BMICT MirHiHy 30inbLuyBaBcs y Yo-
TUPU pasm, a akTUBHICTb nepokcnaasn — B 1,3 pasa npu KOHUEHTpaLT cBUHL0 250 MI/Kr rpyHTY,
TOAj SK Y L. culinaris - HaBnaky BigMIYEHO MEHLLE BMICTY NirHiHY Ta 3HWXEHHS aKTUBHOCTI NEPOK-
cugasu. ABTOpY BBaXaloTb, LU0 Y BUNAAKY NiABULLEHHS BMICTY NirHiHY, OCTaHHi Biokye audysito
BaXKMX METaniB N0 POCIMHI, @ TAaKOX OMOKYE i PyX OCHOBHMX EMIEMEHTIB XMBIEHHS, L0 paHile
Byno BiamiveHo Ha iHwWKx Buaax (Azmat, Haider, 2007).

Kanbuyii. Kanbujit He BiZHOCUTLCS 40 BaXKMX iOHIB, NPOTE HAAMIPHUIA NOr0 BMICT Y He-
cTaya Mae CyTTEBWN BMIMB Ha CTPYKTYPHO-(OYHKLOHANbHY OpraHisayito KniTHHUX 060MNOHOK.
[aHi npo BnnuB ioHiB Ca?* Ha nirHidikaLlito KniTMHHUX 060MOHOK HOCATb CyNepeYHnii xapakTep.
[His Ca?" Ha BiocuHTE3 (heHinnponaHoiaiB He 30BCiM 3po3yMina. Psig aBTOpiB BBaXaloTh, LUO
Ca? nigBuLyye akTUBHICTb nepokcuaasn Ta nonidpeHonokengasn (Castafieda, Pérez, 1996;
Konynaes, Kapneu, 2010); iHwwi aBTOpK roBOPSATH NPO 3HUKEHHS BMICTY (DEHOMBHNX pPeyo-
BWH Ta aKTUBHOCTI nepokcuaasu i nonidpeHonokenaasu (Teixeira et al., 2006). deski asTopu
CTBEPXYHOTb, o Ca? 30BCiM He BNNMBae Ha nirHidikauio obonoHok (Tomas-Barberan et al.,
1997). BcTaHOBMEHO, LU0 i0HM KalbLito, NPOHUKAKUM B KMITUHY MOXYTb MPUCKOPIOBATU CUHTES
i BigknagaHHs kanosu (Wissemeier, Horst, 1995) wnsxom aktueadii kanosocuHtetasu (Kauss,
1986).

Y ribpuay Tononi (Populus tremula x Populus tremuloides), peciunt Ca?* Buknukas gedop-
MaLit0 AepPEBUHI, BKMKOYAKOUM YTBOPEHHS CYANH KUMEMM 3 HEBENUKUM LiaMETPOM, 3HUKEHHS iX
BMCOTY Ta 3MEHLLUEHHS SK BMICTY NirHiHY, TaK i MOHORIrHIHIB (CMPWHIiNoBmx cknagoswx) (Lautner
et al., 2007). BBaxatoTb, WO cepeanHHa NnacTUHKa NEPLUOK HacuuyeTbest ioHamu Ca?', nicns
4Oro B CEPeAyMHHIN NacTuHLi nounHae Bigknagatucs nirHiH (Carpin et al., 2001).
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KpemHiil. HepaBHo nokasaHo, LWO HasBHICTb Y MOXWUBHOMY cepepoBuli Siz* (y Burnsgi
rento) (30-40 mr/kr cepegoBua) 3binbluye nirHigikauito Ta cybepuHisaLito cknepeHxiMm ko-
PEHIB pUCY, IO CYNPOBOMXKYETLCS aKTUBALLIEW TEHIB, 3B’3aHMX i3 (hepMeHTamMn BiocuHTE3y
nirHiHy Ta cyGepuHy, B pesynbTarti Yoro y Takux kopeHis 6ynu 3HkeHi okucHi npouecu (Fleck
etal., 2011).

|OHM KpEMHIto BNMBAKTb Ha 3BiNbLUeHHs BMICTY reMILentonos Ta firHiHy B KMiTWHHMX 060-
noHkax. Llei ioH fie onocepeakoBaHo: y KMiTMHaX MigBULLYETHCA (DOTOCUHTES, MPUCKOPHETb-
CA piCT Ta 30iNnblUyeTHCA MEXaHiYHa CTIMKICTb POCIIMHHUX KNiTWH. Tpn BOCTIMKEHHI NPOPOCTKIB
opxigHux (Brassavola perrinii) Ta ribpugy (Laeliacattleya Culminant «Tuilerie» x Laeliacattleya
Sons Atout Rotunda) x Brassavola sp. Startifire Moon Beach) Ha cepenoBuLi 3 fofaBaHHSM
CaSiO, (0; 0.5; 1.0 Ta 2,0 mrp/niTp™") focnigHMKK Ha piBHI CBITNOBOI MIkPOCKONIT MoKa3anu, Lo
aHTUKIMIHaMbHI 0BOMOHKM NPOAMXIB enigepMarbHUX KIiTUH IUCTKIB HAKOMMYYBami KPEMHIEBI
TiNbUA. [OHX KPEMHII0 BUKNMKaNK TakoX NOTOBLLEHHS Me30qiny Ta afgakcianbHoro enigepmicy B
nucTkax (Soares et al., 2012).

JocnimKeHHs KOMMIEKCHOTO BNAKBY KATIOHIB KiflbKOX MEeTaniB Ha picT poCivH nokasano,
L0 TpMBana iHTOKCUKaLis BaXXKUMU MeTanamu Npu3BoanTe 40 MOPOnoro-isionoriyHux Ta
reHeTUYHNX aHomaniin. Busyaroun it Baxkux metanis npotarom 30 4i6 (CuSO,5H,0 -y
koHueHTpauisx: 0,25; 0,50; 1,0 Ta 5,0 mr/kr rpyHty; CdSO, 7H,0 -y koHueHTpayisx: 0,1; 0,2;
0,4 ta 0,8 mr/kr rpyHTy Ta PbNO, - 50; 100; 200 ta 400 Mr/kr rpyHTy) Ha hepMeHTaTMBHY
AKTMBHICTb KaTanasw, BMICT MIrMEHTIB Yy X/IOPONAaCTIB Y NEPLUMX NNCTKIB i cTebnax, JOCnigHu-
KW nokasanu, WO Ais MeTanis 3anexuTb Big CTadii poCTy POCNMHM Ta KOHLEHTpaLii meTanis.
HanbinbLie BNIMBakOTh iOHN BaXKMX METanIB BECHOK — KON POCIMHM 3HAXOAATLCS Y Bere-
TaTWBHIN (basi pocTy, Npu LbOMYy BiAbYBaETHCSA OKCMAATVBHE MOLLKOAKEHHS. BCTaHOBMEHO,
WO AOCMMKYBaHi iOHM BNAMBANK HA 3HKEHHS TOBLYMHW KNITUMHHUX OBONOHOK B enigepmici,
NPOBIgHMX TKAHMHAX Kopy cTebna i Aesknx TKaHMHaxX MUCTKIB (Tpaxesx i pibpunax keunemm).
| uum Ginblue Byna KOHUEHTpaLlis IOHIB MeTaniB, TUM, TOHLWUMM CTaBau KNiTUHHI 0BOMOHKY,
0Cc0bMMBO MOTOHLUYBABCS LWap KyTWUKynW B enigepmici nncTkoBux nnactuHok (Cvetanovska et
al., 2010).

JocnimkeHHs BNMBY BaXXKUX METaniB Ha POCMMHU Noka3ano, Wo aganTayis 4o iOHIB TOK-
CMYHUX MeTaniB 6e3nocepeaHbO 3anexuTb Bif 3GaTHOCTI Pi3HUX TKAHWH POCHIMHK aKyMyntoBa-
TW iX y KNiTHHNMX oBonoHkax (Philip et al., 2000). Tak, npu BUBYEHHI IOHHOOBMIHHMX XapakTe-
PUCTUK KITITUHHUX 0BONOHOK (KapBOKCUIBbHMX rpyn MoniranakTypoHOBOI KUCMOTH Ta (heHONMb-
HWX Tpyn) COCHM 3BMYaiHOI (Pinus Sylvestris) pi3HOr0 XWUTTEBOrO CTaHy (34OPOBI Ta CUIBHO
nocnabneHi gepesasa) B yMOBax NPOMMCIIOBOrO 3abpyAHEHHS NOKa3aHo, L0 AOCHiAKYBaHi
[epeBa Bifpi3HANMCS Pi3HUM BMICTOM kapBoKCUIbHUX rpyn B 060MoHKax. B ymoBax 3abpya-
HEHHS, B KMiTMHHUX 0BOMOHKaxX TKaHWH gepeB 30inbLUyBaBCA BMICT KapOOKCUIBbHUX TPy, SiKi
3B’A3yBany iOHW BaxKUx MeTanis (Migp, Hikenb Ta Cipky), B ocnabnexnx gepesax — 6yno meH-
e kapboKCUbHUX TPy, | TOMY BOHM cnabo 3B's3yBanyt ioHM MeTaniB, y pesynbTarti Yoro ioHH
BaXKMX MeTaniB NPOHWKaNK B NPOTONACT, BUKMMKAKOYM 3MiHM OOMiHY PEYOBWH Ta 3HUKEHHS
iHTerpanbHMX NOKa3HWKIB OYHKLIOHYBaHHS KNiTWH i TkaHuH (FannbuHa, Tepebosa, 2008).
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Tak1M YnHOM, NiACYMOBYOYM JaHi NiTepaTypu Npo 3rybHy Ailo BaXKUX MeTanis Ha pocnu-
HW Ta MEXaHi3MM iXHbOro NPUCTOCYBAHHS 40 TOKCUYHOI Aii iOHIB MeTaniB, MW NpeACTaBnseMo
CXemy afanTauiHol BignoBiAi POCAMHHOT KNITUHW Ha Ail0 AOCAIAXKYBAHOTO YMHHMKA | y4acTi
KIiTUHHUX 0BOMOHOK Y oMy npoueci (puc. 2.1.2.).

Cuartes BAKKHX Cyoeprnizanis
tiroxe.1aTHHIB KJIITHH KOpPeHIB
METAJIB
ARyMyIg1ia
ioHiB MeTaiB N ! -
Y KIITHHHEAX 000.10HKAX AKTHBANS CHHTE3Y
Inri6yBanHs pocty F :\letn.'lerepnq?i[\oaaﬂnx
) KIITHH —— OeKTHEIB
EHIOMHTO3 Ta AKYMY.IAIis ) 0
ioHiB MeTaTiB ¥ BaKY0./14X - —
— 3p'a3yBaHHA iOHIB
——

MeTAiB 3 NeKTHHAMH
U Ta GiIKaAME

AKTHBANIA CHHTE3Y
Ka7103H

Iaridysanas AKTHBHOCTI
e TH.I030CHATeTas

IocH1€HHA CHHTE3Y
JirHIEY TA AKTHBANIA
nepoKCHAA3ZH

Puc. 2.1.2. Cxema aganTayiiHoi BigmnoBiai POCAMHHOI KMITUHM HA TOKCUYHY Ait0 iOHIB BaXx-
KX METaniB i y4acTi KNiTMHHUX 0BOMOHOK Y LIbOMY MPOLIEC
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2.2. 019 HU3bKOI TEMMEPATYPU

OCHOBHMMW NpUYMHaMK, SKi BUKNMKaOTb 3arnbenb pochnH Big xonogy, € 6esnocepeaHs ais
HM3bKWX TEMNepaTyp Ha KIMiTUHW, L0 He NOB’'A3aHa 3 YTBOPEHHSIM TbOAY B TKaHWHAX abo X 330BHi
KNiTUH. Xonog — ue TpuBana Ais HU3bKUX TemnepaTtyp, ane He Mopo3y. Husbka Temnepartypa
Mage CyTTEBUI BNIMB Ha PICT Ta PO3BUTOK CiflbCbKOrOCMOAAPCLKUX KYNbTYp, SKi MOXYTb aganty-
BaTUCS [0 LbOro aktopy. YCi pOCnMHM 3a peakUieto Ha Aito X0no4y AOCHIAHVKM NOAINSOTh Ha
TPU TUMK: 1 — YyTNMBI SO OXONOMKEHHS, 2 — CTilKI 4O Aii Xonoay Ta 3 — aganToBaHi 40 Aii HU3bKKX
Temnepatyp (Thakur, Nayyar, 2013).

PocrnnHy, WO 3UMyTb B YMOBaxX MOMIPHOrO KiiMaTy, NepPeHOCATb 3aMep3aHHsi 3HaYHOI
KifIbKOCTi BOAM Ha NOBEPXHi KMITUH. AKLLO X Nif YTBOPIETLCA B KNITUHI, TOLI BOHA MHE, Tak, K
PYMHYIOTECS MemBpaHw, ane Takuii npoLec BigbyBaeTbCa 4yxe PidKo 11, TO 3a yMOB, KON Temne-
paTypa gyxe LWBMAKO 3HWKYeTbCs (3a 1 roguHy Ha 10-12°C). Ak npasuno, noYaTok hopMyBaHHS
KpUCTaniB Nbogy MOYMHAETLCA NPy Aii TemnepaTypu Big -1 go -3° C npoTarom OfHiei roguHw.
[MoBIifNbHE OXONOMKEHHS NO3AKNITUHHOI BOAM, SIKa Mae HIDKYY KOHLIEHTPALlil0 CONe, HiX BoAa B
NpOTONNAcTi, NPUBOAUTL [0 3aMep3aHHs BOAM 330BHi kniTuHM (Palta, 1990).

A TaK, SIK y 3BUYalHIUX YMOBAX MOMIPHOTO KniMaTy Temnepatypa 3HmKyeTbes Ha 1-2°C 3a
OfHY TOAMHY, TO YTBOPEHHS Nbogy BiabyBaeTbCs 330BHI KNiTMHW. [pn HU3bKMX TemMnepaTypax
MOBITPS 11 TPYHTY PICT Ta PO3BUTOK POCAMH OBMexXeHMI, Le BigOyBaeTbCs TOMY, WO BOAA, Ky
aacopbye KopiHb, CTae BinbLL B'SI3KOK 11 MEHLL PYXOMOHO, a MpoTomnnasma KiiTuH MeHLU npo-
HukHa. [py TemnepaTypi, SKa HKYe TemnepaTypu 3amep3aHHs BOAW, BOAA 3 PIOKOro CTaHy
NepeTBOPKETLCS Y TBEPAMIA CTaH (ig), WO i pyiHye KNiTuHHI 060M0HKM enigepmn (Levitt 1980;
Tahtiharju, 2002).

Mepenycim HeOBXiAHO AaTV KOPOTKY XapaKTEPUCTUKY BOAM, WO DOPMYE KpUCTan Nbogy
Ha NoBepXHi enigepmun pocnuH. Boga — ue nonspHa, enekTpoctaTiHa, 3gatHa Ao 3uinneHHs
piavHa, Lo Mae xapakTepucTuky bydepa Ta TepMocTabinbHOI peqoByHI. Pyx Boay B pigkomy uu
3aMOpPOXKEHOMY CTaHi 0ByMOBMEHNI BiNONAPHOK XiMiero Aunonis. ATOMW BOAHIO MalOTb HEBENM-
KW NO3MTUBHWIA 3apSAE, i AiF0Tb SIK HENAPHI HEraTUBHO 3apsikeHi 30HKU. OJHAKOBI MapW ENEKTPOHIB
KMCHIO B MONEKYMi BOAM HECYTb MO3UTUBHWIA 3apsiA i iX 3B'A30K i3 BOAHEM HOCUTb Ha3BY BOAHEBMIA
3B’A30K. YCi pe4OBUHY, L0 MICTATb BOAY, XapaKTepu3ytobCs BNACTUBICTIO A0 3LiNMEHHs 3a 4ono-
MOrOH BOAHEBMX 3B'A3KiB. Pigka Bofa € AMHaMIYHOK CTPYKTYPOIO, B SIKiN BOGHEBI 3B’3KW NOCTIN-
HO PYVHYOTBCS abo X 3MIHIOKTECS. Konn NOBITPS Cyxe, TO OKPEMi BOAHI MOMEKYNM BUNApOBY-
t0TbCS, BiA4at0uM eHeprito: OCKINbKA BOAHEBI 3B’13KWN PYNHYIOTHCS, TO EHEPTist BUKOPUCTOBYETLCA
Ha NepeTBOPEHHS BOAW Y Napy, a AKLO MOMEKynM BOAW MOMNHAKTL EHEPTit0, TO 3HXKYETLCS
Temnepatypa nosepxHi. [Mpu Temnepatypi Hux4e 0°C Boga npoTuaie pynHaLlii BOAHEBWX 3B'13KiB
i Tl MOMeKyM 3UiNKTbCS Y rpaTyaTonogibHy acUMETPUYHY CTPYKTYPY acuMeTpito, i Le Bu-
BiNbHIOE BIAKPUTWIA NPOCTIP MiX 3B'A3aHUMM YaCTUHAMM CTPYKTYPW. Tak yTBOPHOOTLCS KpucTanm
NboAY, WiNbHICTb SKUX BiPI3HAETLCS Bif LWiNbHOCTI BOAM.
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Ha oCHOBI ekcnepumeHTanbHIUX pobiT 3anponoHOBaHO CXEMY Nepefadi CUrHanis npo Oxo-
NOMKEHHS, WO BKNtoYae HacTynHi eTanu (Vergnolle et al., 2005; Kim et al., 2009; Thakur, Nayyar,
2013):

— CnpuRHATTS HU3bKOT TeMnepaTypn POCAMHOIO;

— [Mepegava curHany i aktualis GioxiMiyHMX NPOLECIB 3@ Y4aCTO BTOPUHHUX nocepes-

HWKIB, BKMKOYAKOYM iOHW KambLyjto;

— AKTuBaLlis/AeakT1BaLiq KiHa3 Ta ocaras;

— [epeHoc curHany 4o sapa Ta akTueaLis cneuudivHNX reHis;

— P03BWTOK X0N1040BOI aganTaLiiHOT peakLil.

MMepL HixX po3nsaaTh ponb KNiTWHHUX 0O60MOHOK B aaanTaLliiHii peakLii Ha Xonoa, 3ynuHu-
MOCS Ha y4acTi KNiTWH y nepegavi curHarny npo Xorno4oBuid cTpec. PelenTopu cnpuinHaTTS Xoro-
[y B POCIUHHIN KMITUHI NOKW He BU3HAYeH. [1punyckatoTb, WO CIPUIHATTS XONOA0BOO CUrHany
BinOYBaAETLCS LUMSAXOM MOTO NEPETBOPEHHS B KanbLi€BUA CUrHAM, WO NPU3BOANTD [0 30inbLUeH-
HS BMICTy yuTonnaamatinyHoro Ca2*, skuit i 3anyckae noganblli NPOLECH: aKTUBYIOTLCS Kanblyi-
€Bi KaHanu nnasmanemu Ta ToHonnacty, a Takox Ca?*-3anexHi epmentn (Miura, Furumoto,
2013). 3okpema, BCTAHOBMEHO aKTWBALjl kanbLii-3anexHux Ta Ca?*/docdoninig-sanexHux
npoteiHkiHas (CDPKs) (Cheng et al. 2002; Shimazaki et al. 1992; Nickel et al. 19 91), a Takox
Ca?*-3anexHux npoteiHcdocdaras (Tahtihariy, 2002), wo GepyTb y4acTb y 3MiHi MeTaboniamy
KNiTvH Ta nepebyaoBi CTPYKTYpU MeMOpaH.

IcHye TakoX OymKa, L0 CeHCopami 3MiH TemnepaTypu MOXYTb BUCTYNATU MIKPOSOMEHM
LuTonnasMaTuyHNX MembpaH, ki YTBOPIOKTLCS 3a eKCTPeManbHUX YMOB LLNSAXOM 36iMbLUeHHS
CTEPUHIB, WO POPMYIOTb LyMKi KOHrIomepaTh 3 Binkamu MemopaH, i TakuM YMHOM, 3MIHIOTb
TPaHCMOPTHI (PYHKLiT OCTaHHiX Ta BepyTb yyacTb y npouecax ochopuntoBaHHs/aedocdopu-
MNIOBaHHS CKNagoBWX LuTonnasmatuyHoi membpanm (Murata, Los, 1997).

LocnimkeHHs CTPYKTYPHO-GOYHKLIOHANbHMX 0COBNMBOCTEN POCINH, SiKi pocTyTh Y 3anonsp'i,
MOXe 4aTy BiANoBifb Ha NPUPOLHI MexaHi3mMu aganTavii POCAMHHOTO CBITY 0 Ail AOCUTb HU3bKNX
Temnepatyp. BigomMo, L0 NONspHi pOCINHM 3pOCTaOTb Ha MEP3NOMY FPYHTI, SKWIA Ha PIi3Hin ru-
OuHi BNsie coBOI0 CyLiNbHY Macy nboAy. BeCHO niLue HEBENMKMIA wap rPYHTY No30aBNseTbCs
nboay, skui TaHe. Mo neplue, 4N NONSPHUX POCAIMH XapaKTepHUM HEHOMEHOM € iHribyBaHHs!
OMXaHHs Ha CBITAI, Y NUCTKax BaeHb AT® yTBOPHOETLCS 3a PaxyHOK (DOTOAMXAHHS, i TiNbKN BHOYI
cnocTepiraeTbcst TEeMHOBE AnxaHHs. Lle Byno nokasaHo Ha Takux MONspHUX Budax, sik Betula
nana L., (kapnukoa Gepesa) Ta Salix pulchra (yaitHa no3a) (Heskel, 2013). Lle cBigumTb npo Te,
LLIO AOCAIgHMKK, BUBYAKOYM adanTaLinHi BinoBigi pOCUH Ha BNAMB MOPO3iB UM XOSOAY, NOBUHHI
BpaxoBYBaTK 11 10OOBY PUTMIKY POCIIMH, SIKi POCTYTb Ha [Janexii NiBHOYI, UM 3a eKCTpeMarbHNX
YMOB MOX0NI0aHHS.

Mpw gii xonogy Ayxe WBWAKO BiabyBarTLCS CTPYKTYPHI 3MiHW B LMTONIA3MaTUYHUX MeM6-
paHax, a came nepexia Big namensipHoi dasn (dasa 1) cTpykTypu [0 rekcoraHanbHoi (dasa M)
3a paxyHok hopmyBaHHs ninigHoi acumeTpii y membpani (puc. 2.2.1, a) (Steponkus et al., 1993, a;
1993, b; Gomés et al. 2000; Nishawar et al., 2009). [oka3saHo, Lo 3a yMOB X0NOAOBOI0 CTPECY 3Mi-
HIOETBCA NINIQHWIA CKNag nnasmarnemu, 30Kpema, iHaYKYeTbCS CUHTE3 TPUEHOBMUX XUPHUX KUCHOT
(18:3 un 16:3) (Routaboul et al. 2000). 3aBosku Hacu4eHHIO MembpaHm ninigamu, 3okpema, goc-
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(haTMaNMIOBO KUCMOTOK NOCUMKOETHCS KOPCTKICT MeMBpaHU BXe B NepLUi XBIMWHIA XONOLOBOI
ekcnpecii, ik Le Byno nokazaHo Ha KnituHax kynsTypu Arabidopsis thaliana (Ruelland et al. 2002).

MomiGHi 3mMiHM B CTPYKTYpi MembpaH OnocepeaKoBaHi akTWBALiEtd reHy gecaTypasu, Lo
Byno BcTaHoBneHo Ha bakTepisix (Wada et al., 1990). Lle € ogHieto 3 paHHix BignoBiaen KniTuHm
Ha X0N0f0BUI CTPEC.

BORREBE Terarircieioc @ o

<= 9 o~
Rl B

Lemmelar membrane Hexagonal IT
structure Phase

Puc. 2.2.1, a. [iarpama nepexogy UMTONIa3MaT4HOi MEMOPaHN POCIIMHHOI KIiTUH Bif
namenspHoi CTPYKTypu A0 rekcaroHarnbHoi nig dieto xonogosoro crpecy (Stepankus et
al., 1993, b; Nishawar et al., 2009)

Ice binding surface Puc. 2.2.1, 6. Mogenb aHTU(pK30BOro 6inka
paurpacy, 40 cknagy sikoro Bxogatb 118 sanuiukis
amiHokucnot. Lleit 6inok micTutb i KoHCepBa-
TUBHI JiNSHKW i3 HACTYMHOK MOCAIZOBHICTIO CeMu
3anuwkis amiHokuenor (Tyr, Tyr, Asp, Tyr, Val, Tyr,
Gly), ki 38'A3y10TbCS i3 MOBEPXHEK KpUCTany nbo-
ay. JonyckaroTb, Lo Taka AinsHka inka mae rigpo-
hoGHMIt BaniHOBMI LIEHTP Ta acnapariHosi [pa-
BUMHKM Ha KiHUSX 3ropTku 6inka, i Wo came Ui ABi
KiHLBI AinsiHKK Ginka, siki MiCTATb BOAHEBI 3B'A3KM
Ilce binding surface [OHOP/aKLEeNTop, 3B'A3YH0TbCS i3 30BHILUHBOIO MO-
BepxHeto kpucTanis nbogy (Graham et al., 2011).

MMpu HU3BKUX TemMnepaTypax CNOCTEPIraeTbCs 3HKEHHS TEKYYOCTi MeMOPaH, 3MiHW KOH-
thopmauii Ginkis, i Le iHAYKYE BIAMNOBIAL HA XONOZA BiAMOBIAHMX TEHIB, WO NOKa3aHO Ha -
LepHi, Brassica napus, a Takox Ha MyTaHTax apabigoncucy Ta AMKMX POCIMHAX LbOro BUAY
(Sangwan et al., 2001; Chinnusamy et al., 2007). BcTaHOBNEHO, L0 32 PUrigHICTE MemMBpaHu
BiANOBiAae epMeHT AiarniyeponkiHasa (gecaTypasa NiHONEBOI KUCMOTK), fka NigBULLYE ak-
TUBHICTb 3@ YMOB X0N04oBOro crpecy. MNpu 3mini Temnepatypu Big +18°C po +14°C (ang
Awnkoro Tuny apabigoncuca) Ta fo +12°C (gnsa myTaHTiB apabigoncuca) cnocTtepiranu aktuea-
Lito ekcnpecii niHonesoi gecatypasu (Vaultier et al., 2006). Lli amiHu BigbyBatoTbCs Ha NocT-
TPAHCKPUMLIAHOMY Ta MOCT-TpaHcAsALinHOMY piBHAX. OTpuMaHi gaHi cBig4aTb Npo Te, Lo poc-
NIMHW YYTIMBI A0 XOMNOAY Came 3aBASKM BUSBY PUTAHOCTI LMTONMa3MaTMyHOi MemopaHm npu
X0I0J0BOMY CTPECi.
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Kpim Toro, aktuByeTbCst poboTa peLentopi 3MiHM ocMOTM4HOro Tucky (Binka ROP10,
repressor of primer), membpanHux Ginkis (NtC7, new type of transmembrane protein that
belongs to the receptor-like protein family) Ta in. (Thakur, Nayyar, 2013). ABTopy npunyckatoTb,
Lo came Taki Bifku TakoX MOXyTb OYTU NEPBUHHUMM CEHCOPaAMI CMIPUNHATTS XONoZy KniTu-
HO0. XONOZOBWIA CTPEC TaKoX 30iMbLLYE aKTUBHICTb MEXAHO-YYTNMBMX ab0 X NiraH4-4yTNNBUX
KanbLieBWX KaHanis, y pesynbTaTi Yoro 36inblyeTbCa BMICT KanbLilo B SApi Ta LMTONNA3Mi.
KanbLjieBunin curHan Takox nocunoe ¢hoconinigHy curHanisauiio, LWo 3anyyeHa fo Bignosigi
Ha xonogosui ctpec (Vergnolle et al., 2005). Kpim Lb0ro, npu OXONOGXeHHi B LMUTONNA3MI
cnoctepiraeTbCs 1 Aenonimepusallis enemeHTiB LMTockeneTy (MikpoTpyboudok Ta Mikpodina-
meHTiB) (Pokorna et al., 2004). Takum yuHoM, 3a gii xonogy BiabyBaeTbCA MogudikaLis kom-
MOHEHTIB cUrHanisauii. AKWO nisHaTW WsSXU XONOZOBOI CUMrHanisalii, To MOXHa MiABULLMTK
apjanTawito pOCAWH [0 LbOoro CTpecy.

Binku Ta reHn XxonogoBoro WoKy. 3a yMOB EKCTPEMArbHOI Aji 3HKEHOT TeMnepaTypu B
KNiTUHAX CUHTE3YTHCA CTPECOBI Binky, SKi BIAHOCATb A0 POAUHYN AecaTypas Ta AerigpuHiB, a Ta-
KOX CUHTe3yTbCs binkn xonogosoro woky (BXLL). Li rigpodinbHi Binku BUGINSOTLCS B KIITUHHY
00010OHKY enigepManbHUX TKAHWH i PO3MILLYIOTbCS Ha NOBEPXHI KpUCTaniB NboAy, iHribyroum ix
nopansimn pict (Griffith et al., 2005; Yu et al., 2010). Binku xonoLoBoOro WOKy PO3'eaHYTb
OKMCHe (hOCHOPMIIOBaHHS, LLO LO3BOSSIE POCMHI BUKOPUCTOBYBATH EHEPit0 OKUCIEHHS Ha nid-
BMLLiEHHS TEMNEepaTypu KNiTUH opraHiB Ha 4-7°C BuLLEe TeMnepaTypu 0TOYYKYOro NOBITPS. AHTU-
hpu30Bi GINKM Pi3HOMAHITHI 3@ CTPYKTYPOLD, PO3MIPOM, TUMOM; BOHM MatoTb 34aTHICTb aacopby-
BaTMCA Ha NOBEPXHi KPUCTaNIYHOT rpaTki IbOAY 3a JOMOMOroH BOAHEBMX 3B'A3KIB. 3B'd3YBaHHS
BiAOyBaeTLCSA MiX MONeKynamu Boau Ta rigpodinbHUMK AinsHKaM1 NaHLIorB NEBHUX aMiHOKMC-
not Binka (puc. 2.2.1, 6) abo x Ha 3anuLIKax Byrnesogy B rnikonpoteiHax. AHTUGPK30BI Binkn He
3anobiraloTb YTBOPEHHS NbOAY, ane BOHW HanunaloTb Ha NMOBEPXHIO PaHen KpucTanis, NPoOHM-
Karoum B MiXBY3Ns rpaTku KpucTany, CTBOPIOIOYM A0AATKOBE HAMPYXeHHs B kpucTani nboay. Ta-
KM YMHOM, BinKu pyiHYI0Tb PICT KpUCTanis, siki He CIPOMOXHI hOpMyBaTW BENMKI reKcaroHanbHi
GinipamiganeHi cTpykpypu (puc. 2.2.2). HasiBHICTb Lmux BifkiB BUKNMKAE TepManbHe 3ani3HeHHs
(ricTepesuc) 3HKEHHS TOUKM 3aMep3aHHst (Storey, Storey, 2005).

HepnasHo 6ynu i3onboBaHi reHu, Lo BignosigatoTh 3a cuHTes BXLU, cuHTes skux 003Bo-
nsie nepeHocuTy HU3bki Temnepatypyu (Roitsch et al., 2003; MonoB. 1 gp., 2013). MonekynspHi
DOCRigKeHHs Ha MOAenbHiN pocnuHi Arabidopsis thaliana nokasanu, Lo NePEHECEHHS POCWH
i3 kamep, Ae Temnepatypa byna +25° C B kamepy 3 Temnepatypoto -1°C umn -2°C Ha ogHy rogu-
HY, BUKITMKAE EKCMpecito reHis xornoAoBoro woky (AIGRP2-At4g38680, AtGRP2b, At2g21060,
At2g17870 ta At4g36020) Ta cuHTe3 BignosigHux 6inkis (Kim, et al., 2009; Karlson, Imai,
2003). Lumu gocnigHnkamm nokasaHo, wo gomenn BXLU 3a aMiHOKMCNOTHOK MOCAIAOBHICTHO
nogibHi o Takux y Escherichia coli. Jomenn BXLL 6ynu ineHTucikosaHi y 19 poguH, Bkntoya-
t0UM HUXKYI POCITMHMW, OQHOAOSbHI, ABOAOMbBHI Ta YUCIEHHI BUAW AepeB. KpiM Lboro, aBTopamm
nokasaHo, Lo BXLL ekcnpecytoTbest B anikanbHUX 30HaX KOPEHIB Ta maroHis, T06TO Wi 6inku €
TKaHuHocmeuudiuHumK i gitoTe gk PHK waneponu (Karlson, Imai, 2003; Kim, et al., 2009).
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DocnigpxeHHs TpuMipHOT CTpyKTYpu fomeHiB BXLL y pocnuH nokasano, Lo Taki JOMEeHM,
3barayeHi neLnHOM, MICTATb ABa TUMW MOAYNIB, 3B'A3YIOYMX HYKIETHOBI KMCMOTK: NepLUMi —
Mae eanHnii N-TepMiHanbHUIn JOMEH XONOA0BOrO LWOKY, APYrvid TUM MOAYNIB XapaKkTepuayeTb-
€Sl po3MiLLEeHHAM Ha C-KiHLi peTpoBipyconofibHMX 30H (TaK 3BaHi «LMHKOBI NanbLi»), 3baraye-
HWX rniynHom (pue. 2.2.3) (Karlson, Imai, 2003; Chaikam, Karlson, 2010).

‘ Bipyramidal
| crystal with AFP

Puc. 2.2.2. Cxema B3aemogii aHTMpu3oBoro «pubHoro» 6inka (AFP) i3 nbooM.
AHTU(PN30BUA BINOK 3B'A3YETBCS i3 TPaHHIO (POPMYIOYOI rpaTku Kpuctana nbogy
(BEpxHii puUCYHOK 3niBa), YTPUMYKOUM MOZAMbLUMA PICT Y Ui niowwmHi. PicT kpuctana
NPOAOBXKYETLCS B 6a30Biil NMOLWWHI, ane 3B'a30K OiNkiB i3 HOBUMM rpaHsAMK KpucTanis
cTBOpIOE BinipamigansHuit kpuctan nbogy (Storey, Storey, 2005)

Bacteria

sadi d A 2oy MECSEVEE o AETEVEE a4

MCICI —— CSD—— —— GLY ¥ GLY Fad GLr s
= 20 aa

Puc. 2.2.3. TopiBHiSHHA CTPYKTYpW LoMeHy 6inkiB xonogosoro woky (BXLL) y baktepin
Ta B pocnmHu. baktepianbHuit BXLL BKnovae gomeH xonoposoro woky (CSD), Togi sk
AOMeH Binka pocnmMHHOro xonogoBoro Wwoky (CSD) micTuTb Ha N—KiHUi riiLuuH3aradyeH
30HM (GLY), siKi posMilLieHi Mix «LmHKoBUMM nanbuamuy» (zinc fingers, ZN) (Karlson, Imai,
2003)
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AHTubpu3osi 6inku (AFP, anti-freeze proteins) moxyTb MoandikyBaTV NpoLec 3amep3aH-
HS BOAW, Lo onucaHo B Baratbox opraHiamax (Davies et al., 2002). | ue € Baxnueum ¢hakto-
poOM aganTauii 4o Aii Mopo3y. AHTUPI30BI Binku AiNATb Ha ABI rPYNK B 3aNeXHOCTI Bif iXHBOI
YHKUT:

1) AHTUchpu30Bi Ginku (AFPS), Lo FitoTb Ha 3amep3aHHst BOAW (TepManbHWN ricTepesuc,

TOOTO TepMarnbHe BiACTaBaHHs NpoLecy);

2) Inribytoui binku (IRIP, ice re-crystallization inhibition proteins, IRIP), wwo pekpuctanisytots

nig.

Came gpyruin Tun Ginkie (IRIP) BBaxaeTbes Baxnusum ans pocnut (Griffith et al., 2005).
PekpucTanisallis nbogy — Le npoLec, Konu Kpuctanu nbogy He pocTyTh A0 BENUKMX PO3MIpIB,
TaKi KpucTanum nbody Npu 38’a3yBaHHi 3 6inkamu IRIP nepeTBOPOIOTLCA Ha ManeHbKi KpUcTanm,
i iX noganbLua kpucTanisayis BinbyBaeTbCs 3HAYHO CKOPILLE, HiX hOpMYBaHHS BEMKUX KpUC-
Tanis. TakuM YMHOM, KOHTPOSIKETLCA PICT KpUCTaniB NboAy Ha NOBEPXHI eNigepmicy opraHis,
O 3aXMLLiae POCMHY Bif (i3NYHOrO pyiHYBaHHS npu (hOpPMYBaHHS KpUCTaniB y anonnacTi
(puc. 2.2.4).

MepLie noBigomneHHs npo Binku, LWo 3B'A3aHi 3 hopMyBaHHAM NbOAY B POCIMH CTOCY-
Banucsa ekcnepumeHTiB 3 xutom (S. cereale) (Griffith, Brown, 1992). Y kopMoBMX TpaB Takox
BMSIBNEHO 3B'A30K B3aemogii Binka i3 nbogom (Sidebottom et al. 2000). OcTaHHi aBTOpY BIa-
Kpunu TpaHckpunT xonopo-iHaykosaHoi MPHK, wo kopye yactkoBo IRIP Ginok, skui iHribye
pekpucTanisalito nbogy y pocnuHi L. perenne (LpAFP, AJ277399). Kinbka roMonoris Lboro
Oinka Gynu i3onboBaHi 3 KOPMOBMX TPaB, SIKi BIAHOCATLCA A0 creyndiYHOi poanHK BinkiB y
Pooideae (John et al., 2009; Tremblay et al., 2005; Sandve et al., 2008). MogentoBaHHs Binka
MpW BWBYEHHI NOro (PYHKLi Mokasye, Lo Takuid Ginok yTBoproe noBTopHICTb NXVXG/NXVXXG,
hopmytoumn B-pynoH i3 B-0BropTKOK NOBEPXHI, Ska 3B’A3yEThbCA i3 NHOLOM i BiANOBiAae 3a iHri-
OyBaHHs 10ro pekpucTaniaadii B ymoax in vitro (John et al., 2009; Middleton et al., 2009).

CuHTeTNyHi Binku AFPs x0n1040BOro LWOKY TakoX NOKa3ytThb NigBULLLEHHS CTIKOCTI 40 3a-
Mep3aHHsl. HejaBHO BCTAHOBNEHO, LLO NiA Yac 3aMOpPO3KiB Y pocnuH apabigoncucy cnocrepi-
raeTbcs ekcnpecis rexis 6inka IRIP i3 HacTynHUM niaBULLEHHAM CTabiNbHOCTI KNITUHHOT MeMB-
paHu Ta NposiBaMK CTINKOCTi 1O 3aMOPO3KIiB Y AOCMiMKYyBaHMX pocnuH (Zhang et al., 2010).
Lle nosigomnexHs nigTpumye aymky, Wwo requ IRIP € BaxnuBuMmM 4nst BUKMBAHHS POCIUHM B
yMOBaXx 3amMopo3kiB abo B yMOBaX XONOAHOrO Kimary.

Bigomo, Wo aknimaTtusalis 4O X0No4y BKIHOYae reHHy ekcnpecito, 3B's3aHy 3 (isionoriy-
HUMK Ta BioximiyHmm 3miHamu. Tak y Arabidopsis thaliana npv xonogoBii aknimaTusauii 3Ha-
noeHo 3379 rexis Ta Beaniy TpaHckpunyinHux daktopis (Hannah et al., 2005). Mpwn HynbOBii
Temnepatypi B psa pPocnuH BigbyBatTbesl 00e3BOAHEHHS KIITUMH Ta YTBOPEHHS KpucTanis
nbopy (Steponkus et al., 1993, a; 1993, b), y iHWwKX BUAIB — YTBOPIOKTLCS peakTUBHI hopmu
kucHio (Suzuki, Mittler, 2006), 3MiHIOETbCS HAKONMMYEHHST LIYKPIB, aMiHOKMCIIOT M aHTU3aMOpo-
Xytoumx komnoHeHTiB (Atici, Nalbantoglu, 2003).
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Fig. 2.2.4. CxemaTnyHa Mogernb MONEKYNSPHIX MeXaHi3MiB CTIMKOCTi BaratopiuHnx Tpas
B yMoBax 3amopoakiB (Sandvea et al., 2011).

Ha eepxHili yacmuHi pucyHKy nopaHo nogii, ski BigbyBalTbCA Npu XONOJOBOMY CTPeCi Ta
3amopo3kax: Lie popMyBaHHs Nbofy B anonnacTi, Lo MOXe NpUBECTM [0 NPSMOro (idnyHo-
IO MOLUKOYKEHHS LUTONNa3MaTU4HOi MeMOpaHm, Npy LibOMY CMOCTEPIraeTbCst 1 OCMOTUYHIAN
CTpec, Npu SKOMY BOAA, LU0 BUXOAMTb i3 NMPOTONMACTY, TAakoX YTBOPKOE HA MOBEPXHI KMITUH-
HOi 0BONOHKI KpUCTanu NboAy, Lo pocTyTh. KoMGiHALLiSi BUCOKOT IHTEHCMBHOCTI OCBITNIEHHS 3
HW3bKOI0 TEMMEPaTYPOIo BOCEHM Ta B 3UMKY MPUBOAUTL A0 POTOIHMOYBaHHS XnoponnacTis.
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Y cepelHili yacmuHi pucyHKy NOAAHO MOMEKYNSpHY BiAnoOBiAb Ha XONOAOBUIA CTPEC BOCEHM
Ta Ha novaTky 3umu, Konu BiabyBaeTbCA reHHa exkcnpecis 6aratbox Binkis i3 NoganbLLoio pe-
rynsuieto Ha TpaHCKpPUNLUiHOMY piBHI Ta Ha piBHi curHanisayii (CBFs) eHepreTuyHMx 3MmiH Ta
Moaudikaylii poToCMHTE3Y, a Takox 3MiH BinkiB uu hepMeHTiB, Aki cTabiniaylTb CTPYKTYpY
LuTonnasmatuyHoi Membpanu 3a yyacTio IRIPs Ta dpykrosunTpaHcdepas.

Ha HuxHill yacmui pucyHKy nogaHo isionoriyHy Bignosigb Ans 3anobiraHHs 4eCTPYKTUBHAM
npoLecam Yy KNiTWHI Npy XONOAOBOMY CTPECI Ta MK 3aMOpo3kax, WO € HadiHUM MexaHis-
MOSIM Ans 36epexeHHs Tpas B YMOBaX XONOAHOT 31MK

Ponb ¢hpykraHy. 3HauHy ponb y po3BUTKY aganTalii Ta CTIKOCTi POCINH A0 il 3amMopo3-
KiB Y1 TPWUBAOro 3HWXEHHs TeMnepaTypy BigirpaloTb LyKpW, 3okpema, dpykTtaH. PpyktaH —
Lle PO34MHWIA PpyKTO3MNOMirocaxapua, kWi NOXO4UTb Bif caxaposan, WO BUKOPUCTOBYETb-
c K 3anacHui nonicaxapug (40 15 %) y KBITKOBWX POCAMH, y TOMY YACRi B 3nakoBUX Ta
kopmoBux Tpas (Hendry, 1987; 1993). Bigomo, W0 (pyKTaHW HAKOMUYYOTLCA B TpaBax npu
Bil HU3bKUX TemnepaTyp K y NpUpOAHUX YMOBaX, Tak i Mpy BUPOLLYBaHHI B nabopaTopHux
ymoBax (Hisano et al., 2008; Pollock, Jones, 1979). Xoua gaHi npo ponb (pyKTaHiB B yMOBax
3amopo3skie cynepeunuei (Hendry, 1993). Psg gocnigHukis BBaXaroTb, O PpyKTaH KOPMOBHX
TpaB 3abe3neyye aganTayiiiHy BiANOBiAb POCIMHK Ha Lit0 3aMOPO3KIB YN XONOAOBOIO CTPECY
(Livingston et al., 2009). Ak dpykTaH gonomarae 36inbLUyBaTh CTiKICTb POCANHI 4O MOPO3iB?
Mu npunyckaemo, WO ¢pyKTaH BONOLIE BNACTUBOCTAMM KPIONPOTEKTOPIB, SKi NepeLlKomka-
t0Tb (hOPMyBaHHIO KpUCTaniB NbOAY 3a PaXyHOK YTBOPEHHS BOAHEBWX 3B'AA3KIB i3 MONEKyIamu
BOAM.

BnBYeHHs chpyKTaHiB nokasasno, Lo Lei LyKop CUHTE3YeTbCS 3a JONOMOroK 4 hepMeH-
TiB ppykTO3unTpaHcdepasm (transferase, FST). OcTaHHin eTan cuHTE3Y (hpyKTaHy — Lie nepe-
TBOPEHHS BOX MOMeEKyN caxapo3u y Monekyny pykTaHy 3a 4oMOoMOrow 1-LyKpo3o-LyKpo3o-
tpykTosuntpaHcdepasn (1-SST). Moganblua x nonimepusallis BigdyBaeTbCA 3a AONOMOrOK
iHWKX TpaHcdepas, 3okpema: pykTaH-1-dpykrosuntpaHcepasn (1-FFT), dpykTaH: dpykTaH-
6-G-chpykTosuntpaHcdepasu (6G-FFT), Ta caxapo3o: cpykTaH-6-ppykTos3unTpaHcgepasm
(6-SFT), B pe3ynbTaTi 4Oro yTBOPHETLCA M'ATb MOXIMBUX TUMIB LKPiB dpykTaHy (Livingston
et al., 2009). Kinbka gocnimkeHb Ha TpaBax nokasanu, Wo ekcnpecis reHy FST BusBnseTbes
came npu 3HWKeHX Temnepatypax (Kawakami, Yoshida, 2002; Zhang, et al., 2010). XicaHo Ta
cnisaTop. (Hisano et al., 2008) gocnigxysanu Ui reHn npu XonoaoBin aknimaTusauii B Lactuca
perenne. BCTaHOBMEHO, O NpU NEpeHECEHHi POCMMH B YMOBM XOMOAY EeKCNpecis LMX reHis
BinOyBaETLCA WBMAKO W, TAKUM YMHOM, CIOCTEPIraeThCs MOAOBXKEHHS MONeKyn dpykTaHy. Lle
Byno nigTeepaXeHo 1 iHwumMn gocnigHukamn (Chalmers et al., 2005). Mpsama dyHKUioHanbHa
ponb (bpyKTaHiB Npu Aii Xonody Ta 3a YMOB XO/I0A0BOI akniMaTtu3alii nonsrae B ToMy, WO
Len uykop nigsuiye crabinisayito MembpaHHOI CTpyKTypu npu 3amoposkax (Vereyken et al.,
2001; de Viso et al., 2009). MMioHepcbknmu poboTami Ha MyTaHTHWUX POCIIMHAX NOKA3aHo, Lo
hpykTaHu cTabinisyloTb MeMbpaHy KniTUHY B YyMOBaX 3aMOPO3KiB (B YMOBaX in vivo). XicaHo
Ta iH. (Hisano et al., 2004), BUKOPUCTOBYHOUN TPAHCTEHHI POCAMHW L. perenne, BCTAHOBUIH,
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Lo Npu 3BinbLUEHHI CUHTE3Y hPYKTaHY 3HXKXYETbCS eNeKTPONTUYHA NPOXiAHICTb MeMbpaHy Ta
3MeHLUyeTbes i pyiHyBaHHa (Li et al., 2007), Le Takox byno nokasaHo 1 Ha poCNHAX TIOTIOHY
(Parvanova et al., 2004).

KniTuHHI 060n0HKKU. 3amep3aHHs BOAM i3 30BHILUHBOI CTOPOHM KNiTUHK 3anobirae yTBo-
PEHHIO KpUCTaniB NbOAy B NPOTONNACTi, ane npu3soanTb A0 06€3BOAHEHHS MaKpOMOIEKynsp-
HWUX CTPYKTYP KNITUHW 3@ paxyHOK NOCWUSIEHHS BIATOKY BOAW i3 KMITUHU Yepes nnasmarnemy, B siKii
3MiHIETbCA cknag poconinigis; BoAa BUXOAUTL Y MKKIITVHHWKW, MPOTONMACT CUMbHO 06€3-
BoAHIETLCA (Steponkus et al., 1993, a; 1993, b), i came Taki nogii NPU3BOAATL A0 3MEHLLEHHS
ob'emy Ta gedpopmaLlii KNiTUHK, @ TaKOX A0 3MiH MEXaHi4HUX BNacTUBOCTEN KNITUHHIMX 0BOMOHOK
(Pearce, 1988; Pearce, Ashworth, 1992).

€ 1 NpOTUNEXHI AaHi, KONMW NPOSBASETLCS CTIAKICTb KMITUH O 3aMep3aHHs], 3a TakuX YMOB
Yy KNiTWHI CTBOPIOETLCS HeratuBHUi Tuck (Rajashekar, Burke, 1982; Zhu, Beck, 1991), i came
CTIMKICTb KMITWH O 3aMep3aHHsl MOXe NPU3BOAUTY 40 3HWKEHHS 00e3BOAHEHHST KNiTuHK (Levitt,
1980), ane ue y CBOW Yepry NpPU3BOAUTb A0 (OPMYBaHHS 3arnnbuH y knituHi. ig vac Takoi
pedopmaLii CTpyKTypa KIiTMHHUX 060MOHOK MOXe 3MiHIBaTUCS.

Pamkawwekap Ta lladta BUBYanm 3MiHW B KNiTMHHUX 0BOMOHKAX CYCMEH3INHNX KyNbTyp Kii-
TuH Vitis sp. Ta Malus domestica npw gii xonogy (-2°C 1a +4°C) npotsrom 3-5 TWxHIB | nokasanu,
WO TUCK Y CepeayHi KMiTMHM 3MiHI0eTbCS. LLlogo cTpyKTypu KRiTMHHMX 0BOMOHOK, TO NMpU eKc-
TpemarbHUX 4isX HU3bKUX TemMnepaTyp BigMIYEHO 3MEHLUEHHS KiNbKOCTI Ta po3mipy nop y 060-
NOHKax enigepmicy CycnesinH1X KniTuH, po3mip SKUX Npy ONTUMANbHUX TEMNepaTypPHUX YMOBaX
cranosus 29-35 A (Rajashekar, Lafta, 1996).

Bigomo, Lo xonogoea aknimaTtusadis BUKNuKae pisHi Mogudikallii B CTpYKTypi 060MOHOK,
BMICTi Ta CKnagi nonicaxapuais: KniTMHHI 0OOMOHKM MOTOBLLYIOTHCS, B HAX 3MIHKOETHCS LUBUI-
KICTb CMHTE3Y LIeNtonosn, PO3YMHHUX Mosicaxapuais Ta NEKTWHIB, NOYMHAE CUHTE3YBaTUCS Ka-
no3a (Wallner et al., 1986; Kubacka-Zebalska, Kacperska, 1989; Tao et al., 1983). Kpim Toro, €
MOBIZOMMEHHS NPO BiAKNALEHHS KDEMHIlO B KNITUHHUX 060MNOHKaX NUCTKIB NanbMu 3a i Xonoay
(Larcher et al., 1991).

PeTenbHi SOCNIMKEHHS KNITUHHUX 06OMOHOK NUCTKIB 3-TUKHEBWX MPOPOCTKIB ONINHOIO
parcy, akniMaTu3oBaHUX Ta HeakniMaTu3oBaHux Ao fAii xonogy (+2°C Ta +5° C) npotarom
TPbOX TVXHIB, MOKA3anm CyTTEBi 3MiHW y BMICTi OCHOBHUX nonicaxapuais (Kubacka-Zebalska,
Kacperska, 1989). Y pocnuH aknimaTaoBaHux 40 XONogy BUSIBIEHO 30iNbLUEHHS 3arafbHOM0
BMiCTy monicaxapuais B 060noHkax B 1,3 pasa Ta BMICTy NekTuHiB — B 1,7 pa3a B NOPIBHSHHI
3 TaKUMW B HeakniMaT30BaHUX POCIMH. BMICT NEKTWHIB y NUCTKaX akniMaTu30BaHUX POCHAMH
ctaHoBuB 40,9 mr/100 Mr' kniTHHWX 0BonoHok Ta 23,7 mr/100 Mr ! — y HeaknimMaT3oBaHNX
POCMNH BiANOBIAHO. BigMIHHOCTI TakoX NPOSIBAANNCH W Y BMICTi OKpEMMX LKpiB 3 dpakuii
NeKTUHIB (puc. 2.2.5).

BMICT okpeMux LyKpiB y ppakLii reMiLientonos Takox BiapisHSBCA Y akniMaT3oBaHWUX Ao
xonogy pocivH (puc. 2.2.6). He AnBNSAYMCH Ha 3MiHW Y BMICTi NEKTUHIB Ta reMiLlesnionos, BMiCT
LLenono3n JOCTOBIPHO He BiApI3HSBCS B akniMaTM30BaHKX Ta He akniMaTu3oBaHMX POChnHaX.
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Rha (3) Fuc (1)
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/ - = Man (1)
s\Gal (7) a

Glc(12) a

Puc. 2.2.5. BmicT LyKpiB y (bpakLii NeKkTWHIB, BUOINEHOI i3 NUCTKIB ONiAHOrO panca y
HeakniMaTW30BaHUX A0 XONoZy POCAMH (&) Ta y akniMaTu3oBaHWX pocnuH (6). Bmict
LykpiB nogaHo B ayxkax B Mr/100 mr' nektuHy. Mo3HayeHHs uykpis: UA — ypoHOBI Kic-
notu, Rha - pamHo3a, Fuc — cykosa, Ara — apabiHosa, Xyl — kcunosa, Man — mMaHo3a,
Gal - ranakTo3a, Glc — rmoko3a (Kubacka-Zebalska, Kacperska, 1999)

Glc (16) a

Glc (18) a

Rha (13) a

Fuc (3)

Ara (18) a

Xyt (25) a

Puc. 2.2.6. BmicT LykpiB y dpakyii remiLenonos, BUAINEHoI i3 NUCTKIB ONiHOrO pancy
HeakniMaTW30BaHUX A0 XOrody POCnvH (a) Ta y aknimMaTusoBaHux pocnvH (6). Bmict
LykpiB nogaHo B Ayxkax B Mr/100 mr' remiuenionos. MosHaveHHs LykpiB: Rha — pam-
Ho3a, Fuc — dhykosa, Ara — apabiHosa, Xyl — kcunosa, Man — maHo3a, Gal — ranakTosa,
Glc - rnioko3a (Kubacka-Zebalska, Kacperska, 1999)
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OTpumaHi pe3ynbTaTti CBig4aTb NPO Te, WO B akNiMaT30BAHWUX POCINH KNITUHHI 0BOMOHKM
NUCTKIB 3AaTHI 3B'A3yBaTV BOZY 3 NEKTMHAMM, L0 BaXIIMBO 3@ YMOB KNITMHHOMO 06€3BOAHEHHS
npu Aii xonoay. B akniMaTM3oBaHWX POCIIMH BiAHOWEHHS HENTPANbHUX LYKPIB 4O YPOHOBUX
KWCROT nigBuLlyBanocs 3i 36inbLeHHaM BMICTy apabiHo3u Ta ranaktosm (2:5) i ue moxe Bka-
3yBaTu, LU0 akniMaTu3aLis POCAMH 4O XONody € pe3ynbTaToM YKOPOUEHHS ranakTaHoBuX naH-
LtoriB y NekTUHax. ABTOPY NPUNYCKatoTb, WO 36iNbLUEHHS BMICTY rMOKO3M y hpaKLii NEKTUHIB
Moxe 6yTu pesynbTatom nisucy kpoxmamio (Kubacka-Zebalska, Kacperska, 1989). Y cknagi
remiLentonos AocnigHUKamm BigMiYEHO 3HUKEHHS KCUMO3w Ta rMoko3n. Lle € nigTBepaKeHHsM
NPUNYLLEHHS NPO MOXAMBICTb PO3TAry KNiTWH B YMOBAX X0nogy, WO NpUBOAUTL A0 CTpec-
penakcauii (Cosgrove, 1997).

MogibHi 3MiHKM BigMiYEHi 1 iHLWMMKM JOCRiAHMKaMK 32 YMOB aganTalii pociiMH 40 0CMOTUY-
Horo Ta BogHoro cTpecis (Iraki, 1989, a; 1989, b; Zwiazek, 1991). Ane npu 0CMOTUYHOMY CTpe-
Ci He BiAMIYEHO 3MiH 3aranbHOr0 BMICTY MEKTUHIB, NpoTe 30iNbLUYeTHCS BMICT reMilentonos,
L0 BEAE A0 MiABULLEHHS PUrigHOCTI KNITMHHMX 0O0MOHOK Ta iHribyBaHHs pocTy knituH (Iraki,
1989, b; Munoz et al., 1993).

JocnimxeHHs BNAMBY XONOA4Y Ha POCAWHW pancy NpoBOAATLCS MOCTIMHO B pisHKX nabo-
paTopisix. HesanexHo Big TpUBanocTi Aii Xonogy, POCAMHM LbOro BUAY AyXe YyTnunBi i NposiB-
NATb NEBHY 3aKOHOMIPHICTb afanTauii Ha piBHi 3MiH nonicaxapuaiB KNiTWHHKUX 0B0NOHOK. Tak
Coneuka 3i cniBaBTopamu nokasanu, Lo XONOLOBUIA BNAWB BUKMWKAB KNITWHHI aganTaLliiHi
Moamdikayii: niABULLEHHS NIMCTKOBOT XXOPCTKOCTI, Lo 6yno noB’s3aHo 3i 36inbLeHHSM BMICTY
NeKTWUHY Ta aKTWBHOCTI nekTuHMeTunectepasun, PME (Solecka et al., 2008). Y pesynbTaTi ak-
TUBALii LbOro (pepMeHTY B KNiTUHAX 30iNnbLuyBaBCs BMICT AeeTeprdikoBaHUX NEKTUHIB, Y SKKX
YNCNEHHI BiNbHI KAPOOKCUIbBHI rpynu 3B'A3yH0Th IOHM KanbLito, Wo pobutb MaTpukc 060M0HOK
BinbLU LyNKAM | Jonomarae pocnuHi NePeHeCTy BB 3aMOPO3KIB.

[locnimkeHHs Ha CTPYKTYPHOMY PiBHI TKAHWUH BEreTaTUBHUX Ta reHepaTUBHUX TKAHWH Yy BM-
gpis Cerastium arcticum, Colobanthus quitensis, Silene involucrate (i3 pogusu Caryophyllaceae),
a TaKoX Kinbka BuaiB i3 poauHu Poaceae: Deschampsia antarctica, Poa annua Ta Poa arctica,
L0 3pOCTal0Th Y pailoHaXx i3 XONOAHUM KriMaToM, Nokasaro, WO KMiTUHWA IUCTKIB Manu LOCUTb
ManeHbKi po3Mipu, Me30in 3a aHaTOMIYHOK CTPYKTYPOK Haragysas TWNoBy aepeHximy. Lo
CTOCYETHCA KMITUHHUX ODOMOHOK TKaHWH IMCTKOBKX MIACTMHOK, TO BOHM Bynn Ayxe TOHKUMU
(Gielwanowska et al., 2011).

CTilKicTb KNiTMHHMX OBONOHOK 40 3aMOPO3KiB BM3HAYAE 3axucT npotonnacty Big dop-
MyBaHHS NbOAy. | SK pesynbTaT, pocnuHa pocTe Ha Xonogi, Npu LboMy BigbyBatTbCs 3MiHM B
CTPYKTYPi NUCTKa Ta TOBLUMHI KNiTHHIX obonoHok (Chen, Gunighara, 1977; Rajashekar, Lafta,
1996; Griflith, Brown, 1982).

Jlienin. Wopo nirHiHy, TO BiAOMO, L0 B NPUPOLHMX YMOBAX HE3HAYHE 3HIKEHHS Temne-
patypu go 10°C He BNnMBae Ha mirHidikayito pocnmH. Lle 6yno nokasaHo npu AOCTIMKEHHAX
npopocTkiB Populus tremula x P. tremuloides L. cv. Muhs. MpoTe, B ymMoBax in vitro B npopocTkax
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TOMoNi BUSIBNEHO 36inblueHHs BMICTY nirHiHy (Hausman et al., 2000). B ogHOAONbHMX 3i 3HK-
XEHHSM TeMmnepaTypu NOBITPS Takox crnoctepiranocs 36inbLUEHHs BMICTY MirHiHY, Lientonosn Ta
remiventonos (Ford et al., 1979).

Y Brassica napus, W0 pocnu Tpu TWxHi npu +2° C, a noTim npu -5° C npotsrom 18 roguH,
3MiH y BMicCTi nirHiHy He BusiBneHo (Solecka, Kacperska, 1995), npote cnoctepiranocs 36inb-
LEHHS BMICTY KymMapoBoi, hepynoBoi Ta CMHAMNOBOI KUCAOT y Me30diri, Lo, MOXIUBO, 3B'43aH0
3i 30iNbLIEHHAM aKTMBHOCTI (heHinanaHiHamoHinniasn. Y KopeHsix npopocTkis, Glycine max npu
aknimaTuaauii go 10°C cnoctepiranm 36inbLueHHs eTepudikoBaHnx opm epynoBoi, CUPUHi-
NoBoi Ta rigpokcnbeH3onHoi knenot (Janas et al., 2000).

BcTtaHoBneHo, WO piBeHb MirHiHY Ta PO34MHHKMX (PEHOMIB Y IUCTKax Ta KopeHsx Triticum
aestivum npu 2° C 3MiHIOBaBCS, @ CaMme CrnocTepirany 3HWKEeHHs BMICTY NirHiHY B KOPEHSX, a B
nucTkax - nuwe 36inbLueHHs po3ynHHuX eHonis (Olenichenko, Zagoskina, 2005).

Takum YMHOM, HM3bKa TemmepaTypa 4acTo He BhiMBana Ha BMICT MirHIHY YW KOro
nonepeaHuKiB, Xo4a BigMiveHi 3MiHN aKTUBHOCTI (hepMeHTIB Ta 36iNbLUeHHS eKCMpecii reHis,
wo kogytoTb C3H 6inok Ta P450-3anexHy moHookcuaasy. Ak Bigomo, epmeHt C3H (kymapart-
3-MOHOOKCHreHasa) NiMiTye WBNAKICTb CUHTE3Y MOHONMIMHIHIB, a uuToxpoM P450-3anexHa mMo-
HooKcuaasa 3anyyeHa go b6iocuHTesy eHinnponaroigis Ta nirHiHy (El Kayal et al., 2006). L
aBTOPM BBaXaloTb, WO picT ekcnpecii C3H Ginka € npuumHOI 3MiH cknagy nirHiHy Ta xop-
CcTKoCTi 060M0HKK. MOXHa MPUMYCTUTK, WO CYTTEBE 3HAYEHHS AN aganTauiiHux nepebynos
Mage He 3MiHa BMICTY MirHiHy, @ caMe 11oro cknagoBux (MOHOSITHIHIB), Bif CMiBBIAHOLLEHHS SKMX
i 3anexuTb LYNKICTb Ta MexaHiuHi BNacTUBOCTI KMITMHHUX O0BOMNOHOK (4uB. 1 po3gin KHUrK,
n/po3aain «JITHIH»).

®epmeHTH. [oCnigKEHHS HU3bKOTEMNEPATYPHOrO 3arapTyBaHHS POCAWH TENNONBHOM0
TioTIoHY (Nicotiana tabacum L.) npotsirom 6 gi6 npn +8° C nokasano, Lo aganTawis 4o 3Hu-
XEHHS TemnepaTypu CynpoBoAXyBanacs niguieHHsM B 1,5 pa3a akTMBHOCTI anonnacTHoi
iHBepTasu B NNUCTKaXx, Ta il 3HWKEHHSM Maibke yaBivi - y kopeHsx (Monos v ap., 2013). Bigomo,
L0 anoniacTHa iHBepTasa € Kno4oBMM DEPMEHTOM, KU Bepe yyacTb Y po3rpyaui LyKpiB
hnoemu, po3LLENsIoNYM caxapo3y 40 MOHOLYKPIB i CIPUSKOYM iX WBUAKOMY BUKOPUCTAHHIO B
metaboniami (Roitsch et al., 2003). MMiaBNLEHHS aKTUBHOCTI iHBEpTa3u KNiTUHHUX 0BOMOHOK Yy
nMCTKax THOTHOHY NPU3BOAMIIO 40 ranbMyBaHHS BiATOKY aCUMINATIB i3 NMNCTKIB y KOpEeHi Ta 6yno
HanpaBneHo Ha hopMyBaHHS NiABMLLEHOT XONOLOCTINKOCTI NULLE HaA3EMHIUX OpraHiB.

[MipcymoBytoun AaHi niTepaTypy WOAO Aii 3HMXEHOI TeMnepaTypy Ta 3aMOpO3KiB Ha Ki-

TUHHI 0BOMOHKM, MW MOXEMO CXeMaTWyHO (puC. 2.2.7) NPeACTaBUT OCHOBHI LINSXU 3MiH Y
KIITUHHHX 000MOHKaX, siki 6epyTh y4acTb B aganTalii pOCNMHM 10 TaKoro CTpecy.
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Puc. 2.2.7. Cxema OCHOBHUX CTPYKTYPHO-MeTabomniyHMX 3MiH anonnacTty POCAMHHOI

KNITUHW NpW Aii 3HKEHOT TeMnepaTypy Yn 3amMOpPO3KiB.
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2.3. TIOCYXA

lMocyxa € NpUpoaHMM CTPECOM, L0 BUHUKAE 3a YMOB AeiluTy BOAM B IPYHTI, @ TaKOX 3a YMOB
TpUBAnoi Aii CyxOoBiiB, L0 BNMMBAE HA PICT Ta po3BUTOK pocnnHu. CTpec npu nocyci posrnsaa-
E€TbCA K CTaH, NPy SKOMY BOAHWIA NOTEHLLian Ta TYprop 3HUKEHi, Xo4a pocinHa MoXe HOpMasbHO
(DYHKLiOHYBaTW. BOAHMI CTpeC po3rnsagaeTbes Sk BTpaTa POCMMHOKW BOAW, WO Befe A0 3aKpUTTS
NPoAmXiB Ta 0bMexeHHs rasoBoro 06MiHy. lNigcuxaHHs POCAMH - Le BinbLL iHTEHCKWBHA BTpaTa
BOAM, WO NPU3BOAMUTb 4O MOPYLUEHHs MeTaboriamMy POCANHM, KNITUHHOI CTPYKTYPK 1 HABITh ak-
TUBALii KaTaniTUYHUX (DEPMEHTATUBHNX peakLin. BogHuit CTpec xapakTepuaye Takox SHIKEHHS
3aranbHOro BOAHOrO NOTEHLiany, i K pe3ynbTaT POCHa B'siHE Ha (hOHI 3yNUHKM YK iHriByBaHHS
npoueccy PoToCUHTE3Y Ta NOPYLUEHHS MeTaboniaMy, Ski MOXYTb NPUBECTU HaBITb 4O 3aruben
kniTwH (Shao et al., 2008).

Mocyxa Moxe B6yTh XpoHiYHOW abo TM4YacoBok. OCTaHHE CMOCTEPIraeTbCs NP LWBMAKIN
HenporHo30BaHii 3MiHi noroau. MomipHa nocyxa — Le SBuLLe, Npu SKOMY POCANHA NOYMHAE Bid-
4yBaTV BMIMB NOCYXW. 3a Takvx YMOB POCMHM BUPOBKIM CTparTerito cneuudivHoi aknimaTmuaawii
Ta aganTaLliiiHi MexaHi3Mu y BiAnoBiab Ha KOPOTKOYACHY UM TpuBany Aito dhaktopa. AHania komn-
NEKCHUX BiANOBIZEeN Ha NOCYXY, MOYMHAKYN, Bif CNPUAHSTTS LbOro CTPECy [0 CTPYKTYPHUX, (i-
3i0M0riYHMX Ta MONEKYNSIPHUX Bi4MOBIAEN 3anyyye YNCMEHHI B3aeMO3B 's3aHi npoueck (Krishnan,
Pereira, 2008). [0noBHe 3aBAaHHS POCMHHUX KITUH NPW NOCYCi — Lie NiATPUMaHHS BOBHOTO NO-
TEHLiany B TKaHWHI NPy 3amyYeHHi MeXaHi3MiB 3HKEHHS BUTPAT BOAM LUMSXOM perynswii Kytu-
KynsipHOi Ta npoauxoBoi TpaHcnipadii (Price et al., 2002). Y wnsxu curHanisavii nocyxu 3anyyei
ABK, pesiki reHn Ta TpaHckpunuinHi daktopn (DRE-38'a3ytoumin 6inok, ABK-38'a3ytoui 6inku ta
iH.) (Bartels, Sunkar, 2005; Harb et al., 2010).

[Hig Bucokux Temnepatyp (< 40°C) HOCWTb Ha3BY BMCOKOTEMMNEPATYPHOTO CTPECY, AKUM iH-
AyKye MopdonoriyHi, aHaTOMIYHI, a Takox i ¢i3ionoro-6ioximiyHi 3MiHM B pocnuHax. 3okpema,
3a aHanorieto 40 NOMIPHOT Aii cnekwn, y NUCTKax BiabyBaeTbCs 3aKPUTTS MPOAMXIB, OKPIM TOrO,
[OCUTD LUBKAKO 36iNbLUYETHCS LWiMbHICTE TPUXOM B EMiePManbHUX KNITUHAX Ta KiMbKiCTb CYauH
B KCWMEMI, aKTUBYETbCS CUHTE3 @HTMOKCUAAHTIB ANS NOTMMHAHHS peaKTUBHUX POPM KUCHIO, 3HU-
XYETbCA (POTOOKUCTIEHHS Y XNoponnacTax, BiabyBakTbCs 3MiHU B ropMOHanbHoMy GanaHci Ta
MemBpaHHin TepmocTabinsHocTi (Somerville, Browse, 1991; Wise et al., 2004; Zhang et al., 2005;
Kyk, 2011; Waraich et al., 2012); B kniTuHax NUCTKIB Ta KOPEHIB CUHTE3Y0TbCS Binki TENNOBOro
Toky (BTLL) (Kocakosckas, 2008; Koseko, 2010), ski 6epyTb yyacTb B MigTPUMaHHI CTPYKTYPHOI
LifiocHoCTi Ta perynsyii inkis.

Pocmosi npouyecu npu nocyci. [epLuoto peakLietd pOCAMHU Ha NOCYXY € MiATPUMaHHS
Typropy Ta 3HukeHHs TpaHcnipayii (Neumann, 1995). lNMokasaHo, L0 HaBiTb NPY HE3HaYHiIi no-
CyCi Bi10YBaETHCA 3HMKEHHS LIBWMAKOCTI POCTY NUCTKIB Ta KOPEHIB, LU0 60 ONMCaHo Ha MOAENb-
HoMmy ob’exTi Arabidopsis thaliana (Aguirrezabal et al., 2006; Horiguchi et al., 2006). Bigomo, Lo
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KOpeHeBa cucTema neplua BigyyBae BNWB BOAHOMO CTPECY, 3rofoM Haa3eMHi opraHm (ctebno
Ta NINCTKN) ByXe CUMBHO pearytoTb Ha Takuid CTpec, iHribyrouu cBii picT. Lie BinbysaeTbes, 3aBas-
Kn 3MiHaM Ta HasBHOCTI MpW CTPECI HM3bKOro BOAHOTO noTeHuiany (Yw) y kopeHsix Ta ctebnax
(Leucci et al., 2008). MokasaHo, L0 po3Mip HaA3EMHUX OpraHiB 3anexuTb Bif TPUBANOCTi NpoLle-
CiB [iNEHHS Ta pO3TAry KMiTUH, MPW NOMIPHIKA NOCycCi B NUCTKax apabifoncucy Hu3bka LWBMAKICTb
MOAOBXHLOrO POCTY PO3TATOM KOMMEHCYETLCS NIABULLEHOH LIBMAKICTIO PO3LUMPEHHS 30HM PO3-
Tary (Aguirrezabal et al., 2006).

BBaxatoTb, LU0 3MiHW POCTOBUX MOKA3HMKIB NP NOCYCi BifbyBalTbCs B Pe3ynbTaTi 3MiHW
BEMMYMHM KIITUHHOIO TYPropy Ta 3HWXEHHS NOLLi TpaHcnipaLii NMCTKOBKX NacTUHOK. Mopsg i3
TakuMmK npouecamm BigbyBaroTbCa 3MiHN GioxiMiuHMX Ta Biodi3NYHNX XapaKTEPUCTUK KNITUHHIX
060noHOoK, SIKi BigirpatoTb NeBHY ponb y pocTi knituHn (Mathews et al., 1984; Neumann, 1995).

SHWKEHHs pOCTY POCIWH 3a Ail BUCOKWX TemnepaTtyp 4obpe BUBYEHO Ha MyCTenbHUX poc-
nuuax. lpu gocnimkeri po3suTky edemepoigHoro Bugy nyctens Gymnarrhena micranatha
(Asteraceae) npotarom 50 4i6 BCTaHOBMEHO, WO Ti CYUBITTS PO3MILLYETHCS B FPYHTI (Ha 10 MM
HUXYE MOBEPXHI IPYHTY). Ak Le BinbyBaeTbea? AnikanbHa OpyHbKa BTArYETHCA 3 MOBEPXHi IPYHTY
BCEepeaunHy rpyHTy Ha rnnbuny go 10 mm. MokasaHo, Lo npsiMe BTAryBaHHS rOfIOBHOTO anekca
ctebna 3 noBepxHi rpyHTY (BcepeamnHy rpyHTy) BigbyBaeThes LUNSXOM po3BopoTy ctebna Ha 1802,
nicns yoro cTebno NpoaoBXye POCTY Ta PO3BMBATMCA. FKi X npouecy BiabyBatoTbCs B KNiTUHAX
Ta 06onoHkax? MokasaHo, Lo B KOpeHi BiabyBa€eTbCA CTUCKAHHS KNITUH EHA0AEPMU, NEPULMKIY
Ta NEPBUHHOI (hrioemu; y pesynbTaTi KOpiHb CKOPOYYETHCS B AOBXKUHY HA MOSIOBUHY NOYaTKo-
BOro po3mipy. 3'acoBaHo, WO Le BigbyBanocs 3a paxyHOK YTBOPEHHS pafianbHWX KIiTUHHNX
obonoHok. CnocTepiraBcs YaCTKOBWN rigponia KNiTMHHUX 0BOMOHOK, LU0 MOB'A3aHO i3 CeKpeLlieto
MYMbTUBE3UKYNAPHUX Tinelb. 3MOPLLEHi Ta CTUCHEHHI KMITUHHI 060MOHKM Manu XBUMSCTUA BU-
mag. Y KniTMHHUX 0B0NOHKax PeeCTpyBamy YacTKOBUI po3naj nonicaxapuis, y TOMY YUCTi i
Mikpodhibpun Lentonoau, ski Manu xsunenogibHy gopmy. YKopoueHHs kopeHs BigbyBanocs 3a
paxyHoK NOro pafianbHoro pocty (Zamski et al., 1983).

Mopanblue LOCAimKEHHs nycTenbHoro Buay G. micranatha, sikuin BUpOLLyBanu y itoTpo-
Hi (32 YMOB BM3bKIX 4O NPUPOAHMX, NYCTENbHMX) NOKa3ano, WO BXE Npu NPOPOCTaHHI HaCiH-
HS anekc pocTka 3MIHIOBAB HAMpSIMOK POCTY, BiH MOBEPTABCS BCEPEAMHY TPYHTY B HANPsSIMKY
[0 KopeHs, picT Bigbyeascs 3i wamakicTio 0,18 mm 3a geHb npotsrom 50 g6 (Zamski et al.,
1983). MuTaHHA NpO KMiTUHHI Ta MONEKYNAPHI MeXaHi3Mu1 3MiHW rpaBiTPONIYHOT OpieHTaLii anekcy
G. micranatha npy NOCyCi NOKU NULLAIOTLCS BIAKPUTAMM.

AHamomiyHi o3Haku adanmauyii do nocyxu. POCnnHK, WO poCTyTb 3@ YMOB NOCYXW, Mo-
ka3yloTb aHATOMiYHi Ta CTPYKTYPHI 3MiHK, 3B's3aHi 3i 36epexeHHsM Ta 3anacaHHsM Bogu. Y Takux
POCIMH BUSIBMEHI | MeXaHiuHi (Ta TypropHi) 3MiHW KNiTUH Ta opraHiB nig yac B'sHeHHs (De Micco,
Aronne, 2012).

PocnuHu BusSBunnCs 3agaTHUMK NiGTPUMYBATH HAsIBHICTb BUCOKOTO BMICTY BOAM. 3a O3Ha-
Kamu CTINKOCTi 4O MOCYXU BULLi POCITMHM YMOBHO NOAINsoTh Ha Tpu Tunm (Levitt 1980). 1-nit
TUN - Lie POCIIMHK, L0 XapaKTepuaytTbCsa Oyxe KOPOTKUM NepiofoM OHTOreHesy, Ans Takux
POCMWH XapakTEPHOIO € ONTUMI3aLis NOTMUHAHHA BOAM, 3HWKEHHS TpaHcnipaLii, 3any4yeHHs
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OCMOTUYHOTO PEryroBaHHs Ta (hOPMYBaHHSA yXe KOMNAKTHUX Ta LyMKUX TKaHUH. 2-Wid TUn —
Lie MOCYXOCTINKi POCIUHK, SKi BIAPI3HAOTLCH HAABHICTIO «BIKOH» B OHTOrEHE3i, KOnu pocnuHa
nocTa4yaeTbCs BOLOK Yy JocTaTHil kinbkocTi (Grene et al., 2011). Tpu LubOMy, pocrnuHa no-
YMHAE LUBMAKO CKNAATM IMCTKW 4SS 3HWXKEHHS BUTPAT BOAM. Y BifbLIOCTi NYCTENbHUX POCAMH
JyXe WBUAKO NPOXOAUTb PenpodyKTMBHA (ha3a. Y AepeBHUX NyCTENbHWUX BUAIB adanTalis
[0 Cneku BiabyBaeTbCsA 3@ PaXyHOK CUIbHOMO 3MEHLLEHHS PO3MIPIB KIITUH Y CepeayHi Konto-
4ok (Aronson et al., 1992; Franks et al., 2007). 3-i1 TN — Le CyKyneHTW, YarapHWUKOBi BUAM,
Lo POTOCMHTE3YIOTb Ta HAKOMWYYKOTb BOAY B MApPEHXIMHNX KNiTUHax cTeben: y Takux pocivH
MOXHa cnocTepirat Ce3oHHU aumopdiam. Mig Yac Nocyxu B HUX NOCUITIOETLCS CKPYYyBaH-
HA IUCTKIB ANS 3HWKEHHS BUTPaT BOAW, BiAMiYeHa 3MiHa Typropy B emigepmici Ta Me3odini
(Cistus incanus L., Nerium oleander L., Cistus monspeliensis L.). Kpim Toro, nokasaHo, o
NPOANXM KOHLEHTPYIOTbCA B 3arnubuHax nucTkis (y Nerium oleander). Taki 3arnnbuHm, 4acto
BKPUTI BOCKOBMMM TpyBoUKkamn abo x Tpuxomamu, L0 Takox 3HIKYe TpaHcnipauito. Kpim Toro,
KITUHWU KCEPOMOPMHMX JIUCTKIB Y CYKYNEHTHUX POCIIMH XapaKTepuaytTbCs HasBHICTIO Ayxe
TOBCTOI KYTWUKYNK Ta iHTpakyTukynspHoro Bocky (Fahn, 1964; Monneveux, Belhassen, 1996).

ApanTauiiiHa BignoBigb KNiTMHHUX OBONOHOK Ha Ail mocyxu. Y ctebnax apuaHux
POCINH TOBLUMHA KMITUHHUX 0BOMIOHOK TpaxearnbHWX €NEMEHTIB Y MPOBIAHWX My4KaxX CUIbHO
36inbLyeTbes. Cami X NPoBiaHI NyYku cTaTb Ayxe By3bkumu. CKynbnTypa NpoBigHUX CyAUH
cTae cnipanbHow. KopeHi apuaHux pocrivH 3a JOBXUHO MOXYTb ByTy PisHAMU: AyKE KOPOT-
kumu (8o 20 cm), abo x AOBMMMY (Ha Kinbka MeTpiB B IMUOUHY rpyHTY) 3 Ayxe ApibHuMu 6oko-
BUMU kopeHamn go 1 m (Phillips, 1963; Kummerow, 1981), Wwo gonomarae kopeHsM gocsrati
rmMmMBnHHNX BOAHMX Wwapis (y Agave deserti Engelm). Y Takux KOpeHiB € cneyudiyHi CTpYKTypw,
Lo 3anacatoTb BoAy. Lle cneuianizosani nakynu kopw (Striker et al., 2007), siki yTBOprotoTLCA i3
napeHXiMHUX KNITUH: cnoYaTky hOPMYHTLCS NOBITPSIHI MOPOXHUHK, SiKi Mi3HILLE 3aMOBHIOTHCS
BOZO0. YCi KINITUHHI 0BOMNOHKM TaknX KOPEHIB NOTOBLLYKTLCS, Y HUX MOCUIIOETLCA NirHidikawis
(Mostajeran, Rahimi-Eichi, 2008).

Y KOPEHSIX POCAMH 3@ YMOB MOCYXW BiOMIYEHO 3MEHLLEHHs po3mipiB napexximu (Pena-
Valdivia et al., 2010); B eHgogepMi NOTOBLLYIOTLCSA KMiTUHHI 0BOMOHKM, HABKONO CTENM YTBO-
PIOIOTLCA JOAATKOBI LWAPK KNITUH i3 CUNbHO CybepuHisoBaHMMK KniTuHUMK o6onoHkamm (North,
Nobel, 1996). Y nepugepmi KniTUHHI 060MOHKN TaKOX NPOCOYYIOTHCH CYBEPUHOM, SKUIA 3HUKYE
MPOHUKHEHHS BOAM YEPE3 KMITUHW KOPK. Y MOMOAMX HECTPECOBAHWX MOCYXOK KOPEHIB Biaby-
BaETbCS pafianbHUA NOTIK BOAW Yepes KIiTUHU Kopu, TOAI SIK Y CTPECOBAHWX KOPEHIB Liel npo-
Liec BigCyTHiI BHACNIgOK 3Ha4HOI cybepuHisaLji 06onoHok ycix knituH (De Micco, Aronne, 2012).
TobTo, cybepuHisaLis KniTMHHIX 060MOHOK 6araTbOX TKaHUH KOPEHIB CTae adanTUBHOK O3HAKOH
Nig3eMHUX OpraHiB Ha Jjto NoCyXu.

[ocnimkeHHs BNAMBY NOCYXM Ha CinbCbKOTOCMOAAPCHKI POCAMHM NOKa3asno, Lo KNiTUHHI
0060MoHKM Hag3eMHNX (DOTOCMHTE3YIUMX OpraHiB TakoX YyThWBi A0 Aii Takoro daktopy. Bu-
BYEHHSsI nonicaxapuai MaTpukca KniTMHHUX 0BONOHOK Y KONEeonTUiB NPOPOCTKIB NLIEHWLi Npy
i nocyxm Big 6 £o 15 TXKHIB NOKa3ano 4OCUTb BUCOKY YYTAMBICTb 4O Aii 30BHILIHBOTO (hakTopa
(Konno et al., 2008). [JocnigHukamu BCTAHOBMEHO, WO B MOCYXOCTIlKOro copTy niweHuui (Hong
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Mang Mai) poamipu koneontunis 6ymm B 1,7 pasa BinbWnMMK, HX Yy NOCYXOYYTAMBOTO COPTY
(Shirasagikomugi). Ha cboHi Takoi pisHuLi B pOCTOBMX XapaKTepUCTUKaX BWSIBNEHO, LLO BMICT
(hpaKLii KNITMHHUX 0BONOHOK (PO3UMHHOI Y LMknorekcaHTpaHc-1,2-aiamiHoTeTpauertati, CDTA) y
MOCYXOCTIIKOro CopTy NiueHmi ByB y 2,4 pa3a GinbLUMM, HiX y NOCYX04yTINBOro copty. CyTTeBi
BIAMIHHOCTI BUSIBNEHI i Y BMICTi OKpEMUX LIyKpIB NonicaxapuiB MaTpuKca KIiTMHHUX OBONOHOK.
[MpOTArOM NEPLUIOrO TYXKHA BMIIMBY NOCYXM B NOCYXOUYTIIMBOMO COPTY BUSIBIEHO 3HWKEHHS LIYKPIB
y hpakujii 060NOHOK: pamMHO3W, MaHO3M, ranakTo3un, apabiHo3u, KCUNO3K, FMOKO3M Ta YPOHOBKX
kucnot. Kpim TOro, y remiLentonosHiin dpakLii nocyxocTiNKoro COpTy TaKoX BiAMIYEH 3MiHM Y
BMICTi HaCTYMHUX LKPiB: 3HWXEHHS apabiHO3u, MaHO3W, ranaktosu Ta 36ifbLUEeHHsS paMHO3!,
KCMMO3W, ITIOKO3M, YPOHOBWX KUCIIOT NPU MOPIBHSAHHI 3 MOCYXOUYTNMBUM COPTOM. Lii 3MiHK cynpo-
BOKYBanmMcst 30iNbLUEHHAM aKTUBHOCTI TMHOKO3UA-TiAPONi3ytoumnx (hepMeHTIB: O-ranaktosnaasm,
0-L-apabiHothypaHo3uaasu ta 1,3-1,4-B-rniokaHasn B NOCYXOCTIAKOro COpTy. BigmiveHi 3MiHu
MaTpuKca KMiTMHHIUX 060MOHOK KONEOoNTUNiB ABOX COPTIB MLWeEHWLi 3a Aii nocyxu Bigobpaxanm
NopyLLEHHS MeTaboniaMy KiTMHHUX 000MOHOK, WO Ge3nocepeaHbo BNMBANO 1 Ha LUBUAKICTL
pocty (Konno et al., 2008). MopgibHi 3miHKM y BMICTi LyKpIiB (FMOKO3KM, PYKTO3M Ta caxapoan)
Ta aktmeHocTi 1,3-1,4-B-rniokaHasu paHille BigMiYeHi 1 iHWMMW JOCTIAHVKAMW NPYU BUBYEHHI Aii
BOAHOrO Ta CONbOBOIrO CTpecis Ha ctebna nweHnuui (Kerepesi, Galiba, 2000).

PaHHi pob0TK MO LOCAIMKEHHIO BNAUBY NOCYXM Ha MirHichikaLlito AepeBuHM nokasanu, Lo
KinbLS Tpaxeig anunanucs, Tak sIk BTOPUHHI OBOMOHKM MONMOAMX OEPEeB HE MICTUIM MirHiHy
(Barnett, 1976). LLle y paHHix po6oTax onucaHnin (heHOMEH YTBOPEHHS (hanbLUMBIX (HecrnpaB-
XHIX) Kinewpb y nocyxoctpecosanux fgepes (Glerum, 1970). 3rigHo Donaldson (2002), skuit Bu-
BYAB aHATOMil0 AEPEBUHN Ta XapaKTEPUCTUKY KNITMHHUX 0BOMOHOK y Pinus radiata B ymoBax
BOAHOrO CTPeCy (Mpu NOCYCi), YyTBOPIOKOTLCS HECMPABXHI POCTOBI KiMbLA 3 Nyykamn cnabo nirHi-
(hikoBaHMX Tpaxeif, Lo 6yno AOCHIMKEHO LMTOXIMIYHUMK MeToAamK. [Toka3aHo, Lo cepeanHHa
namena 6yna cnabo nirHiikoBaHa, K i 30BHILUHI BTOPUHHI KNiTWHHI 0BonoHkn. Tpaxeign ae-
MOHCTpYBanu cnabke 3UiNNeHHS B YaCTKOBO padiarnbHuX KMITMHHUX 060MOHKax npu dhopMyBaHHi
BHYTPILUHBOKIITUHHUX TPILLMH. [eski Tpaxeiau yTBOPoBanM KOHLEHTPUYHI Namenu i3 30Hamu
CUNbHOI Ta cnabkoi nirHicpakLii BTOPUHHMX 0B0MI0HOK. Y GinblwocTi Bunaakis wap S3 6yB ToB-
WKM i BinbLL nirHidikoBaHMM, Hix Y KOHTponi. Tpaxeian 3 HAMMEHLLO MirHidiKaLlito BTOPUHHNX
0060MOHOK BUSBUINUCS 3PYMHOBAHWUMUW. TakuMm YuHOM, Byno [OBeLEHO, WO BifgllapyBaHHS Ae-
PEBUHM MOSICHIOETLCS CMABKWMM 3MMMNAHHAM MiX Tpaxeifamu 3aBASKN 3HWKEHHIO BMICTY MirHiHY
B cepeauHHin nnactuHyi (Donaldson, 2002). ABTOP NOSICHIOE Liei (heHOMEH TakuM YUMHOM, LLO,
OYeBWIHO, 3a TaKuX yMOB BifbyBanacs aHoMmanbHa nirnidikallis 3a paxyHok 06e3B0HEHHS 30-
BHILLHIX KNTiTUHHWX 060MNOHOK. Tak Sk yTBOPEHHS MirHiHy BigOyBaETHCA 3 NepeMiLLeHHsIM BOAM, TO
PYX BOAM YK ii HeACTaua B KMiTMHHMX 000MOHKAX NOBUHHI 3aBaxaTy abo x 3anobiratn sk andysii
Ta BKIMIOYEHHIO NONepeSHUKIB MirHiHy, Tak i npouecy nirHidikallii 06onoHKu.

KniTuHHi 0BONOHKM HE TiMbKK 3MIHKOKTL CBOK CTPYKTYPY Y BIAMOBIAb HA [itd MOCyxu Ans
3HUXEHHS BUNApOBYBaHb BOAM KNITUHAMW, ane il BUCTYNatTh LLE 1 KOMMOHEHTOM, SIKUIA 3MiHIOK0-
4 CBOK CTPYKTYPY, akyMynioe BoAy Ans noTped KNiTuHW. 30Kpema, pocinHn 3BinbLuytoTb BMICT
MEKTUHIB, SIK BOMNOrONOrfMHAaoY0i CknagoBoi 06onoHkK. Lle Byno nokasaHo B nabopaTtopHux
yMOBaX Npu JOCAiGKeHHi kopeHiB Ta cTeben npopocTkis nweHuyi (Triticum durum) aBOX COpTIB
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(nocyxocriikoro Ta nocyxouyTnueoro) (Leucci et al., 2008). MopiBHAHHS M ABOMA reHOTUNamu
nokasano nesHi BiAMIHHOCTI y BMICTi nonicaxapuai MaTpukca 060NOHOK i BMICTi O-LIENonosu.
BusiBneHo, Lo 3anuLLK1 KCUnosu, rioko3u Ta apabiHoaun B Ckai MaTpukca CTaHoBNATh binbLue,
Hixx 90 Monb%:; piBeHb KCUNOrntoKkaHie cTaHoBKB 23-39 Monb %, apabiHokcunaHis - 38-48 monb%,
TO4i SIK BMICT nekTuHiB Ta 1-3,1-4- B-D-rntokanis 6yB Ayxe HK3bkuM. MokasaHo, LU0 Y NOCyXoCTilt-
KMX POCMIMH BMICT pamMHoranaktoypoHais | Ta Il 3Ha4Ho 36inbLlmMBCS 3a YMOB BOAHOMO CTPeCy,
TOLi §IK Y APYroro reHoTuny Takoro nigsuLLeHHs He BigMiveHo (Leucci et al., 2008). OtpumaHi
pesynbTaTi cBigYaTh Npo Te, WO B NOCYXOCTIMKUX COPTIB MLUEHULi aganTtauis 4o nocyxw Bid-
OyBaeTbCs 3a paxyHOK 36iMbLUEHHS NaHLIONB NEKTUHIB, LLO NPU3BOANTb A0 3BinblUeHHs AONi
MEKTUHOBOTO rerio, BOMOrONOrnMHakYoi CknagoBoi 060MNOHOK.

Bick ma kymukyna. Bigomo, L0 Haa3eMHi opraHm (M1cTky Ta ctebna) pocnuH, ki pocTyTh
B YMOBAX CYXOro KnimMaTy, CUHTE3Y0Tb 3HaUHy KinbKiCTb BOCKY, Ik € Bap’epom Ans KyTuKynsp-
Hoi TpaHcnipauii (Clark, Bohnert, 1999; Riederer, Schreiber, 2001). Bick Ta kyTukyna BUCTynakTh
ronoBHUMK Gap’epamn NPOTU «HEKOHTPONbOBAHOI» BTpaTH BOAM nucTkamu (aue. 1 poagin, n/
po3ain «CybepuH, KyTuH Ta Bick»). TOMy B aaanTayinHuX BiaNoBiAsX HaA3eMHUX OpraHiB Ha fito
MOCyX1 NEBHY POnb Bigirpae NOCUIEHNI CUHTE3 Came LiuX ABOX CKaLoBMX KMiTUHHUX 060NOHOK
enifepmanbHUX TKaHUH.

Bigomo, Lo Bick Moxe ByTu 3anuTii y KyTUHOBWI Lap, abo X PO3MiLLyBaTUCS 3BEPXY Ky-
TUKyNW. JlocnifXeHHs TpUBanoro BN1BY NOCYXU NPOTArOM ABOX POKIB Ha Aepesa Pinus pinaster
rnokasano, LLo B rofikax COCHU aKTUBYETLCS CUHTE3 enikyTUKYNAPHOrO BOCKY, SIKUA CYMPOBOIXKY-
BaBCA ekcrpecieto TpaHckpunuinHoro aktopy (SHINE), wo 6epe yy4acTb B CUHTE3I KyTUKyMU
(Provost et al., 2013). BusiBneHo, Lo BMICT HOBOBIAKNaAEHOTO BOCKY 3a TaKiX YMOB 3aNeXuTb
Big TpmBanocTi gii Bnnuey Ta suay pocnunu (Riederer, Schreiber, 1995; Neuman, 1995; Cameron
et al., 2006; Moor et al., 2008). Tak, BUBYEHHS BNAMBY NOCYXM NPOTATOM TPbOX Ai6 Ha POCNNHM
TioTioHy (Nicotiana glauca L. Graham) nokasano 36inbLUeHHs y niBTOpa-A4Ba paaut BMICTy BOCKY B
NUCTKaX y NOPIBHSHHI i3 NUCTKaMK HecTpecoBaHux pocivH (Cameron et al., 2006). ATopw Big-
MiYatoTb, L0 BMICT BOCKY B HUXKHIX NUCTKax OyB BULLMM, HiX Y BEPXHIX IMCTKaX POCIMHN.

3a yMOB CurbHOI Nocyxv B pocnuH Arabidopsis thaliana nigBULLYETLCS He TiflbK1 BMICT BOC-
Ky, ane 1 BMICT KyTUHY, L0 CynpoBomXyBanocs 30inbLueHHsM Maike Ha 50 % TOBLUMHW KNiTUH-
HUXx 060MoHOK. BigknagaHHs BoCKy Ta 30inbLUEHHS Lapy KyTUKymnu B enigepMi NoCUnoBaro CTiit-
KiCTb pOCnMH [0 TpMBanoi Aii nocyxu. MogibHWn PeHOMEH BiAMIYEHO 11 iHWUMM BOCTIgHMKAMM
Npw BUBYEHHI BNAMBY Nocyxu Ha nucTku Arabidopsis thaliana (Aharoni et al., 2004) Ta Medicago
sativa (Zhang et al., 2005).

HaiTb B ymOBax NOMipHOro kniMary, B yMOBax NpUpOAHOro BOAHOTO AediluTy BiabyBaeTb-
CSl NPUCKOPEHHSI CUHTE3Y BOCKY Ha MOBEPXHi MUCTKOBWX NNACTUHOK. MpoBOASAYM NOPIBHAMBHE
BOCRIZKEHHS yNbTPaCTPYKTYpyW enigepmn nucTkis Alisma plantago-aquatica, wo pocna Ha 6e-
pesi piyku Ta Ha BigcTani go 10-20 m Big 6epera (3a yMoB NOMIPHOTO BOAHOMO AeiLMUTY), HaMu
Byno BcTaHoBNEHO 36inbLUEHHS! LiNbHOCTI BOCKOBOMO HanbOTy Ha BEPXHIil enigepmi NUCTKIB B
2,5 pa3a, Ha HIXHIN enigepMi — y BiciM pasis ( Hegyxa Ta iH., 1998; Hegyxa, 2003).
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MornekynspH1uMu MeTOAaMM NokasaHo, L0 NpU NOCYCi NOCUNEHHS CUHTE3Y BOCKY Ta KyTUHY
COMPOBOIXYETLCS akTuBaLjieto reHis (Lips Ta WAX9), wo exkcnpecyroTsb Binku, 3anyyeHi o Cuk-
T€3y Ta BiAKNaAaHHs BOCKY 11 KyTUHY, a TakoX 40 CUHTE3y TPaHCMOPTYKUMX BinkiB — y4acHuKiB
CUHTE3Yy BOCKY Ta KyTuHy (Kunst, Samuels, 2009). Mpu gocnigxeHHi aii Tpusanoi nocyxu Ha
MozenbHy pocnnHy Arabidopsis thaliana Kocwma si cnisastopamu (Kosma et al., 2009) ineHTudi-
kyBanu 11 reHis, siki BOHM PO3AINMIN Ha rpyni BiANOBIAHO A0 (YHKLA GinkiB, SKi BOHM KOAYHOTh:

1 — TpaHCKpUNLinHUA dhakTop, Lo peryntoe 6iocuHtes kytukynu (SHINET);

2—reHun (CER6/IKCS6, KCS4, KCR1, ECRICER10), wo peryntotoTs cunTes binkis y VLCFA

(very long-chain fatty acids);
3 — reHu, 3anyyeHi go peaykuii Ta wnsxis aekapbonisauii (CER1, CER2, CERJ);
4 - teH, Lo 3anyyeHnin go biocuHTesy Bocky Ta kyTukynu (LACS3) (Kosma et al., 2009).

YeH 3i cniBaBTOpamu, po3rnsgatoum it Nocyxu Ta BianoBigb POCMWH Ha Takuii CTpec, 3a-
MPOMOHYBasM CXEMY LLOAO (idionorivHoi BiZMNOBILI POCIMHM Ha 4ito LbOro (hakTopy, L0 BKYAE:
CNPUMHATTS KOPEHEM CUTHasy MOCyXu (MpU HU3bKMX 3HAYEHHSIX BONOTOCTi rPyHTY) — BTpaTa
TYPropy Ta perynsis OCMOTUYHOTO TUCKY — 3MEHLLEHHSt BOAHOTO noTeHuiany (W) — 3MeHLueH-
HS1 LUBMAKOCTI POCTY —> 3HWXEHHS NPOAUX0BOi NpoBiaHoCTi Ans CO, — 3MEHLIEHHS BHYTPILL-
HBOKNITUHHOrO BMICTYy CO, y MUCTKaX —> 3HIKEHHA (POTOCMHTE3Y —> EKCTIPECIA FeHIB Ta CUHTES
cneyndiyHmx binkis Ta ABK (Chen et al., 2005).

Yyactb ¢hepMeHTIB KNiTMHHUX 000NOHOK B aganTauiiHux npouecax. BcrtaHoBneHo,
LLIO BNMWB NOCYXM 3aNeXuTb Bif TPUBaNOCTI ii 4ii, BUAY pOCNWHM Ta opraHy. [okasaHo, Lo HaBiTb
He3HayHa nocyxa (g0 12 gib) Buknukana 36inbLUIeHHs BMICTY nonepeaHukiB NirHiHy (kymapoBoi
Ta KOCHEIHOBOI KUCIOT) Y KCUIEMHOMY COLi KyKypYA3W, Lo 6yNo HAachiaKoM 3HUKEHHS aKTUBHOCTI
aHIOHHOI NepoKcKaasm, i Bkasysaro Ha BnimB nocyxu Ha 6iocuHTes nirHiy (Alvarez et al., 2008).
Pi3Hi 30HW KOpeHs KyKypyA3u No pisHOMY BiANOBIAAI0TL Ha MOCYXY: TaK y 6asanbHin YacTuHi Kope-
HiB BiOYyBaebCs iHribyBaHHS POCTY B MOPIBHSHHI 3 anikarbHOK YaCTUHO0 KOPEHIB, L0 MOB’S3aH0
3 eKCnpecieto ABOX reHiB, 3anyyeHux 4o BiocuHTesy nirHiHy: wuHamin-CoA-peaykTtasu-1 Ta -2.
Take 3HWKEHHS POCTY NMOB’A3aHO 3i 36iNbLUEHHAM BiAKNaAIB NirHiHYy, SKi NOCUMIOIOTbL KOPCTKICTb
KMITWHHOI 0BOMOHKM Ta 3HWXKYHOTb LUBUAKICTb POCTY, LLO TAKOX MOXe ByTn 06yMOBNEHO 3MiHaMK
Takux (haKTopiB fK BoZa, MiHepanu Ta LyKpw.

Micns gii 28 pobosoi nocyxu npopocTkis Trifolium repens BUSBNEHO 3HKEHHS POCTY
Ta 30iMbLIEHHS CUHTE3Y MIrHIHY B NIMCTKaX, LU0 CYNpOBOAXYBanocs 30inNbLUEHHAM akTUBHOCTI
rBasikonnepoKkcuaasu, CUpUHrangasuHNepokcuaasn Ta  KOoHidheponankoronbnepokcuaasm
(Bok-Rye et al., 2007) .

BcTaHoBMEHO, WO B NUCTKAX POCAWH 3@ YMOB MOCYXW 3MIHIOETHCS aKTUBHICTb PepMEHTIB,
SKi 38'A3aHi 3 CUHTE30M NirHiHy. Tak, npu BUBYEHHI TpuBanoi (35 Ta 47 Aib) nocyxw Ha nUCTKM
Ctenanthe setosa, BCTaHOBMEHO, LIO NapanefibHo 3i 36iNbLUEHHAM BMICTY NirHiHY akTMBHICTb
thepMmeHTiB, Lo BepyTb y4acTb B 10r0 CMHTE3I TaKoX 30inbLuyBanacs, 30kpema: akTUBHICTb doe-
HinanaHiHaMoHinniaau, pO34NHHOT KOBaNEHTHO 3B’S3aHOI NepoKcKnaasn Ta nonideHonockenaasm
(Terzi et al., 2013).
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To6T0, BULLE3a3HAYEHI CTPYKTYPHI 3MiHW B NIUCTKAX Ta KOPEHSX apuaHUX POCIVH € Hacnia-
KOM 3MiH KNITUHHOTO po3TAry. Bigomo, Lo KNITUHHWIA po3TSr — Lie NpoLec MoaudikaLii Ta pospux-
NeHHst 0060NOHKY, L0 KaTanidyeTbCst ik DEPMEHTATUBHAMM BIiNKOBUMMN KOMMOHEHTaMU KMITUHHOT
obonoHkm, Tak i He depmeHTaTneHUMM (Cosgrove 2005). EkcnaHcuHn € Kkrio4oBuMiN Binkamu,
L0 pO3pMXNSA0TL 0BONOHKY Ta PO3PUBAOTL BOGHEBI (HE KOBAMIEHTHI) 3B'A3KM MiX LIENHONO03010 Ta
OTOYYKYUM MaTPUKCOM, LLO HaZae CrPOMOXHOCTI KOB3aHHS! KOMMOHEHTIB 060MOHKW Npu MOHU-
XeHoMy kicriomy pH (kucnuia picT) Ta, SiK HacnigoK, NPU3BOANTb 40 30iNbLUEHHS PO3TArY KNiTWH-
Hoi obonoHku (McQueen-Mason et al., 1992). OueBnaHO, LLO 3MiHM B POCTi KOPEHIB 3a Aii NoCyxu
obymoBneHi Mmogudikavismu B 6inkoBomy BanaHci.

YyacTb reHiB B aganTauiHux npouecax Ao Aii nocyxu. MonekynspHumn metoga-
MW, 30KpeMa, TPaHCKPUMLINHAM aHani3oM reHiB, NoKa3aHOo PEMpeCio YACMEHHUX TEHIB eKc-
MaHCUHIB y POCMWH, WO pocnn 3a yMoB Aii nocyxu (Jones, McQueen-Mason, 2004; Skirycz
et al., 2010). BusiBneHo paHHio peakuito reHis pDr (progressive drought) Ha cTpec-mocyxy B
npopocTkie Arabidopsis thaliana i nokasaHo, WO Npu NOCYCi BXe Ha nepwly Aoby aii cTpecy
BiOYBAETCA 3HWKEHHS EKCMPECiT YOTUPLOX FeHIB EKCMAaHCKHIB, TOAI Sk M'ATUI reH EXLB1 3Hu-
KYBaB CBOI eKCMpPECito, MoYMHatoum i3 apyroi gobm ctpecy (Harb et al., 2010). AkTuBauis — uun
penpecis Uux reHiB 3anexuTb Big By Ta Cunun fii cTpecy, T06T0, Li reHu NposiBNsSOTb PaHHIO
peakLito Ha Aito nocyxu. [HWMMKU focnigHMKaMy BCTAHOBIIEHA E€KCMPECis reHiB eKCnaHCMHIB
(Exp1, Exp5 Ta ExpB8) 3a fji 3HMKeHHS BOOHOTO MOTEHLjiany Yu NOCYXM B anekci KOPeHis, y
nncTKax KyKypyasu, a Takox B anekci cteben tomarie (Wu, Cosgrow, 2001; Vogler et al., 2003;
Muller et al., 2007; Neuman, 1995; Moor et al., 2008).

®i3nyHi BNACTUBOCTI KNITMHHOI 0G0MOHKM BifirpatoTh BaXNMBY POfb B afanTallii poCinHH
[0 BogHoro aediunty (Bacon 1999). AHania TpaHckpuntomy pDr noka3as penpecito YNCTIEHHUX
reHis, o GepyTb yyacTb y po3Ts3i obonoHku (Bray 2004), Toai sk 4isi NOMIPHOTO OCMOTUYHOMO
CTpecy iHayKyBana ekcrpecito reHi postary (Skirycz et al., 2010). 3miHn po3Tary KniTH Npu
MOCYCi XapakTepHi Ans KOPEHEBOI CUCTEMM KYKYPYA3M MPK HU3bKOMY BOAHOMY moTeHujiani (Wu,
Cosgrove 2000). [lo Toro X, Lie NOKa3aHO 1 Ha NCTKax COHsIWHMKa (Helianthus annuus), Kyky-
pyasu Ta apabigoncucy (Mathews et al., 1984; Aguirrezabal et al., 2006; Bouchabke et al., 2006;
Granier, Tardieu 2009).

JocnimxeHHs BNNMBY NOCyxu Ha MyTaHTM Arabidopsis (M0 reHy Lientono3ocuHTeTasu
- AtCesA8/IRX1), ski 6ynu cTikummn go nocyxu, aii NaCl, MaHiTony Ta iHWWX OCMOTUYHNX
PEYOBMH MOKa3asno, LU0 CUHTE3 Lientonosn 3a Lux yMoB 0BYMOBIIEHUI EKCTPECIEID TeHIB Le-
nonosocuHtetasn (Chen et al., 2005). Lli gocnigHuky BMBYanu BNIMB NOCYXH, WO BUKNMBA-
nacs BiACYTHICTIO NONMBY NPOTArOM [BOX TWXKHIB, HA TEHETUYHI O3HaKN LeMoNo30CUHTE3YH0-
4Oro KOMMMeKCy B NUCTKOBMX MacTuHkax Arabidopsis thaliana. BcTaHOBNEHO, WO B NIMCTKaX
[BOX MyTaHTIB Arabidopsis 3 reHamu B'siHeHHs (leaf wilting 2-1, lew2-1 Ta leaf wilting 2-2, lew
2-2), siKi Bynu CTilKMMK B0 NOCYXM, 3aCONEHHS Ta OCMOTUYHIX CTPECIB, BiABYBaNnUCs HaCTyMHi
chisionoriyHo-monekynspHi amiHu. MokasaHo, o MyTaHT lew?2 Hakonuyysas Ginblue ABK, npo-
NiHy Ta PO3YMHHMX LYKPIB Y NOPIBHSAHHI 3 KOHTPONIEM (VKM TUNOM). Y LIbOrO MyTaHTa BUsIBIE-
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Hi HoBI aneni reHy AtCesA8/IRX1, wo koaye cyboauHnLi Lentono30CMHTE3YHOTO KOMMIIEKCY.
OTpumaHi faHi 403BONSI0Tb NPUMYCTUTK, LLO CUHTES LIEMIONIO3N Mae BaX1Be 3HAYEHHS Y Bid-
noBiab Ha OCMOTWYHMI CTpec Ta Ha Aito nocyxu (Chen et al., 2005).

AL
3uicKeHHA BMicTy | |'=| VXU 30inbIIeHH
LYKpiB B amoIuiacTi oC Tonmmt{}oﬁanonox
3 e I'< | 361.11:5;]:.31-1]{3 cm};esy BOCKY
I3MiHa Typropy | - v -
S—— — b 361MBUIeHHA CHHTE3Y NEKTHHIB,
V AK AKYMYJIATOPIB BOIH
WTREAMA ATMIIRACTHO] I3M&H|nemm po3Mipy miruul
MEPOKCHIOAIH Ta
(eninananinamoHiiinian @
TToCHIeHHA aKTHBHOCTI
FITOKO3H-M APOM 3y HX _<}= DopMyBaHH:A
depmenTia KOMMAKTHHX IyITKIX AKTHBAlifl eKcrpecii reHiB
3 _ TKAHHH Lips, LaCS3, NAXY 1a
HIDKEHHA eKCIpecii reHin AHCKPHITIiHHOTO haKTO
Ewl, EpS, Eps K g 2o

Puc. 2.3.1. Cxema aganTauiiiHnx CTPYKTYPHO-MeTaboniyHMX 3MiH KNITUHHUX 060NOHOK
npu Aii nocyxu

MiocymoBYHOUM BUKAAEHWI BULLE MaTepial YACIIEHHNX EKCNEPUMEHTANbHUX POBIT, MOXHa
3anponoHyBaTK HaCTyNHy Cxemy BIiAMoBigi KNITUHHUX 0BOMNOHOK POCAMH, WO POCTYTb B YMOBaxX
NOCYXW Y¥ B MYCTENAX: CNPUNHATTS CUTHAIY NOCYXM (BUCOKOT TEeMNepaTypy B NOBITPI Ta 3HUKEHHS
BOMOrOCTi IPYHTY) NIUCTKAMU Ta KOPEHAMU —> MPUNUHEHHS, UM iHTIOYBaHHS POCTY KNITUH KOPEHIB
Ta NIMCTKIB —> 3HIMKEHHS PO3MIPIB KIITUH — 3aKPUTTS NPOAMXIB B MUCTKAX —> 3HUKEHHS NPOAW-
x0Boi nposigHocTi Ang CO,— NpUnMHeHHs pOBOTY NPOAKXIB Ta CKMAAHHA MUCTKIB — Y KOPEHAX
hopMyBaHHSI BOAHWX MaKyH; y cTebnax CyKyNneHTIB (Mpu CKMOaHHI NIMCTKIB) 3anacaHHs BOAM B
cnewjianisoBaHMxX nakyHax napeHxiMm — MOTOBLYEHHS KNITUHHUX 0BOMOHOK, iX nirHiikaLis Ta
cybepuHisaLli, CUHTE3 BOCKY, EKCMPECIS TEHiB, 3B'S3aHMX i3 CUHTE30M EKCTEHCUHIB, AerigpuHiB
Ta LeNonosu, akTueaLis PepMeHTIB CUHTE3Y NirHiHy, CyOepuHy Ta KyTukynu, wo 06yMOBNEHO
3MiHaMK eKcnpecii BignoBigHWX reHis (puc. 2.3.1).
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2.4. 3ACOJEHHA

TepMmiH «3aconeHHs» BiJHOCUTLCS 0 HASBHOCTI B IPYHTI Ta/un y BOAI BENWKOI KifTbKOCTi KaTioHIB
(Na*, CI- ta K*) Ta coneit po34nHHUX eNnekTPONITIB Y KOHLEHTpaLisX, Ski € 3ryBHuMn Ans 6araTbox
CiNbCbKOroCnoAapChKMX KynbTyp. 3aCONeHHs CnocTpiraeTbest B MiCLSIX i3 BONOTMMM 30HaMu, A€
NPOCOYEHHS BOAM BiAOYBa€ETbCS Yepes 3aComneHi Lapu rPYHTY, a TaKoX NP HaKOMUYEHHI B FPYHTI
conen, SKLLO MaeMo amcbanaHc NOXMBHIUX iOHIB Ta Ai0 CNeLndivHMX iOHIB, @ Takox Many Kinb-
KicTb onaais abo x npu komBiHauii umx daktopis (Hillel et al., 2005). Lle moxHa cnoctepiraty B
apWaHMX Ta HaniBapUaHWX 30HaX.

Mpu CONbOBOMY CTPEC 3HWKYETLCA PICT KMITUH PO3TAroM Ta BigbyBaeTbCH KOMMIEKC
CTPYKTYPHUX 3MiH KITiITUHHUX 0BOMOHOK, NoAiGHMX A0 3MiH npu BOAHOMY AeddiuuTi. [epBUHHMIA
eeKT — Lie 3HMKEHHS BOJHOMO NoTeHLiany (Wp), 06€e3BOAHEHHS KNITUHK Ta CTINKICTb NpOoBif-
HOCTI BOAW; TOAI SIK BTOPUHHWIA €CheKT BKMKOYAE: 3HKEHHS POCTY PO3TArOM KIITUH NUCTKIB,
yacTkoBe iHribyBaHHs KNITMHHOT Ta MeTaboniyHOi akTMBHOCTI poBoTK NpoauxiB (HanpaBneHe
Ha iXHe 3aKpuTTA), Lie NPU3BOAUTL [0 3HWKEHHS IHTEHCUBHOCTI YK iHriGyBaHHS (DOTOCUHTESY,
3MiH ByrnewLeBoro 06MiHy, akT1BaLlii Ta CUHTE3Y peakTUBHIUX DOPM KUCHIO, @ TakoX 4O iOHHOI
TokemyHocTi (Taiz, Zeiger, 2009). Came Bucoki koHueHTpauii Na* Ta Cl- BnnmBaioTb Ha BUHMK-
HeHHs ocmoTuyHoro ctpecy (de Olivera et al., 2013). PocnHa pearye Ha 3HWXEHHS Typropy
B JINCTKaX iHriByBaHHAM POCTY KMiTMH Ta 3aKpUTTAM NPOAMXIB, L0 BEAe 4O 3HWXKEHHS (hoTo-
CuHTETMYHOI akTuBHOCTI (Davies, Zhang, 1991). BBaxaloTb, LLO NPUTrHIYEHHS POCTY KNITUH NPy
3aCOMNeHHi onocepeakoBaHe 3HMKEHHSIM MNACTUYHOCTI CTPYKTYPU KNITUHHUX 0BONOHOK B 30-
Hax po3TAry kopeis Ta nucTkis (Chazen et al., 1995; Neumann et al., 1994)

Bigomo, Lo BMCOKa KOHLEHTpaLlis conei, 3okpema, Na*, BUuKnukae gedopmMaLlito rpyHTy,
a came 3HWXye MOro aepauito Ta BOAHY NPOBIAHICTb, aHanoriyHo, Sk i npu Aii nocyxu. Mpu 3a-
COMEHHI OCHOBHUMM XIMIYHUMW efleMEHTaMM, ki 3aTyyeHi B CONbOBY CUrHanisayito, € K*, H* ta
Ca?. MornnHanHsa HagmMwky Na* 3Hmkye TUCK i nonerwye 3acBoeHHs Cl. Xoua Na* € Tokcnium
€MeMEHTOM ANS KNiTUHK, BiH iHriGye OTOCMHTES, BUKIUKAE iOHHUI AucbanaHc y KNiTWHI, Skui
NPUrHiYye CTPYKTYpY MembpaH, iHribye gineHHs ta poatar knitud (Niu et al., 1995), Toai sk K*
noTpibeH ans Hopmanisaii ocMOTUYHOTO BanaHcy, poboTh NpoauXiB, KPiM TOTO, LIE iOH € kKodhak-
TOpOM nipyBaTkiHa3. Ca** Bigirpae neBHy porb y 3ab6e3neyeHHi CTiKOCTi POCAIMHU NPK 3aCOMNEHH,
TOMY LU0 BiH 3HWxye TokcuuHy gito NaCl, Sk BTOPUHHWIA nocepesHuK, Wwo 6epe yyacTb y curHani-
3auii, i BUKNuKae aganTalliiHi 3MiHW KniTuHU Npu 3aconenHi (Knight, et al., 1997).

PocnuHa no3baBnseTbes HeraTUBHOI Aji CONbOBOro CTPECY LUMNAXOM CUHTE3Y Ta akyMynsLii
OCMONITUKIB, NOAIGHMX 4O NponiHy, pyKTo3n, rniLnHOEeTaiHy, caxapo3u Ta iH. Ans NigTPUMKM
TYPropy Ta BHyTPILLHbOKNITUHHOrO romeoctady (Ewing, 1981; Parida, Das, 2005). 3a Takux ymoB
BinOYBaETLCA aKTMBALiA reHiB, L0 BiANOBIAAKTL 3a eKCnpecito GinkiB (y TOMy Yncni M LMKnodi-
niHiB), SKi JONoOMaratoTb PO3BMTKY CTIMKOCTI POCAMHM [0 Aii cTpecosux dakTopis (Tuteja, 2007;
Trivedi et al., 2013).
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KniTWHHI 0BONOHKM POCINH NEPLUMMI CNIPUIAMAIOTb BMIIMB 3aCONEHHS, TOOTO Ait0 3HAYHMX
KOHLIEHTpALlil HATPito Ta XMopY, SIKi PA30M i3 NOXWUBHUMU PEYOBUHAMM MOTMIMHAKTLCS KIiTUHAMM
KopeHiB. CNpUIHATTS Takoro curHany Ta afganTauiiHi peakuii-BianoBigi Ha 3aCONEHHS KIiTUH-
HUMKU 0BonoHkamu BigbyBaloTbCS Ha PiBHI 3MIHW CUHTE3Y SK OCHOBHWX Noficaxapuais (Lento-
no3u Ta MaTpukca) 060MOHKN, TaK i IHKPYCTYHOUNX CKNadoBWX. 3MEHLLEHHS PO3MIpIB KNITUH Ta
iHriByBaHHA POCTY PO3TArOM 3a YMOB 3aCOMEHHS € PE3ynbTaToM 3MiH MeTaboniamy KIiTMHHNX
0BOMOHOK.

Cy6epuHisauis. Bigomo, Lo 3aconeHHs rpyHTY NpU3BOANTL O 3HWXKEHHS POCTY Kope-
HeBOI cuctemu, cybepuHisayii rinogepmm Ta eHgogepmmn y npopocTkis 6aBoBHKKy (Reinhard,
Rost, 1995), NOTOBLLEHHS KIITUHHUX 060MOHOK KOPU KOPEHIB, 0COBNMBO, Y AesSKMX BUAIB rof1o-
HaciHHux (Praktikakis et al., 1998). Llikasi pesynbtat otpumaHi LLleHoHOM 3i cniBaBTOpamMy
MpW BUBYEHHI BNNNBY 3aCONEHHS Ha KNiTWHHI 060M0HKM TkaHUH kopeHs (Shannon et al., 2004).
JocnigHnkn nokasanu nocuneHHst cybepuHisalii B8 rinogepmi Ta eHgogaepmi. 36inbLUeHHs cy-
OepuHisauii Ta nirHidikauii B ek3o4epmi KOpeHiB y pocnuH GaBOBHMKa BigmivyeHo i Xoce 3i
cnisasTopamu (Hose et al., 2001).

MexkTuHM Ta remiuentonosu. Monicaxapuan mMaTpukca KniTMHHUX 0OOMNOHOK (NEKTUHK Ta
remilentonosan) € gocuTb NabinbHUMK CTPYKTYpaMmM 3@ YMOB 3acCONEHHA. [Ins BUBYEHHS PO
NEKTUHIB y aganTauii pOCIUH 40 3aCONEHHS KUTaWChbKi OCTIAHVKMA NPOBOAWMN NaparnenbHe Bu-
BYEHHSI POCIWH CTilKMX 40 3aCONEHHS, LLIO POCTYTb HA 3aCOMEHNX FPYHTaX, Ta POCAMH, SKi YyTIn-
Bi 40 3aconeHHs. [1ns ub0oro B gocnigax BUKOpUCTany BignoBigHO ABa BUAM POCTIWH: KpULLITanesy
TpaBy (Mesembryanthemum crystallinum) — cTiiky 0O 3aCONEHHs, Ta AuKi pocnuHu Arabidopsis
thaliana, HeCTilKi 4O 3aconeHHs. MeTogom iHghpa4yepBOHOT CNEKTPOMETPIi HUMM BCTAHOBIIEHO,
Lo nicns ogHiei gobu pocty Ha 3aconeHomy cepegosui (50 MM NaCl) akTuBayis cuHTesy nek-
TUHY cnocTepiranacs B HECTINKOro BWAY i Tinbky Nicns 4BoX Aib Aii 3aconeHHs — y nuctkax obox
Bugie (Yang, Yen, 2002).

Hecap (Nesar, 2012), gocnigpxytoun Bnnus 3aconeHHs (50, 75 ta 100 mM NaCl) Ha kniTuHHi
obornoHku cTeben Ta NUCTKIB NPOPOCTKIB KyKypyA3w ABox copTiB (ribpua Pioneer 3906, wo €
HECTIlKUM [0 3acOoneHHst, Ta conecTinkuii SR-12 ribpua) i NOpIBHIOKYM AaHi 3 KOHTPOSbHUMY
pOCIMHaMH, LLO POCAW Ha cepedoBuLL i3 HU3bkum BMmicTom coni (1 MM NaCl), BcTaHoBuna, Lo
3aCOMeHHs!, He3armnexHOo Bif COPTY KyKypy3w, iHribyBaro picT NpopOCTKiB Ta 3MEHLLYBAsO MiHiAHi
PO3Mipy IUCTKIB. 3aranbHuiA BMICT YPOHOBMX KUCHOT Y dopakLii 060M0HOK AOCTOBIPHO 36inbLUmB-
cs (Ha 27%) npw BNvBi 3aconeHHs B koHUeHTpaLlii 100 MM coni, Togi sk CTyniHb METUMIOBAHHS
YPOHOBMX KWCMOT BIZMNOBIOHO 3MEHLLYBaBCS B CTebnax Kykypyasu. BMiCT HerTpanbHux Lykpis
(kcunosu, apabiHo3K, FIOKO3M, ranakToay Ta paMHo3u) B MONoamMx cTebnax Takox 36inbLUIyBaBcs
Npu 3acosneHHi. KoHLeHTpaLlist 3aranbHoro BMICTY remiLentonos 3binbLumnacs nuie B MONoamx
ctebnax. BmicT ypoHOBWX KUCIOT Ta CTYMiHb iX METUMIOBAHHS 3HWXKYBANUCS Npu il 3aCONeHHS,
ane TiNbKK Yy HECTINKOro [0 3aCONEHHS COPTY KYKYPYA3M, @ 3HaUYMTb, KOHLEHTpaLlis HeMeTUIbO-
BaHWX YPOHOBMX KMCNOT 36inbLumnacs (Ha 25 % y cTikoro copTy Ta Ha 12 % y HecTiikoro coprty)
(Nesar, 2012).
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Binomo, Lo MeTunIoBaHHA NEKTUHIB (YPOHOBMX KWCTOT NOMiranakToypoHOBOI KNCMOTH) 3HK-
Y€ 30aTHICTb ioHiB Ca*™ yTBOPtOBATW NONEPEYHI 3B'A3KN 3 KapOOKCUMBHAMM rpynamu NEKTUHIB,
a TakoX NiATPUMYeE 3AaTHICTb NEKTUHIB A0 po3Tary TkaHuHW (Knox et al. 1990). depmeHT meTu-
necTepasa fie Ha roMoranakTypoHaHm, 36inbLuyo4N BMICT HEMETUNbOBAHUX CalTiB ranakToypo-
HOBOI KMCNOTK, L0 BeAe A0 POPMyBaHHS LiNKUX (HErHy4KIX) renis, ski MictaTb Ca?*-nonepeyHi
3B'A3KW, | HA caM KiHeLb, Lie MOXe NPU3BECTH, K A0 3MiHW HATAry 0BOMNOHKM, Tak, | A0 3HKEHHS
ii pocty (Cosgrove, 1997; 2005). OcTaHHe i 6yno niaTBEAXEHO AaHUMM NMPO iHribyBaHHs pocTy
Yy MPOPOCTKIB KyKypya3u npu 3aconexHi (Nesar, 2012).

Hecap nokasana, Lo BMICT rtoko3u y dopakLii 060moHok 36inbwmscs Ha 12 % npu co-
nboBiit 06pobuy, Toai sk BMICT apabiHoam - Ha 27 Ta 22 %, BianoBigHO y 060X COPTIB KYKYpya3u.
BMicT HeLenonosHnx HelTpanbHUX LyKpiB reMilentonos nokasas HesHauyHe LOCTOBIpHe nigBu-
LeHHs y pakyii obonoHok monogux cteben nuwe y conecTinkoro ribpugy SR-12, 3okpema,
B-D-kcunosm, a-L-apabiHoaun, a-D-ranaktosu, a-L-pamHoan (Nesar, 2012).

Llentono3a. BcraHoBneHo, WO 3aCONEHHs! BMMBAE Ha CWUHTE3 LEMIONo3N B KOPEHSAX
NPOPOCTKIB MapanenbHo i3 iHribyBaHHAM pocTy pocnvH. Lle 6yno nokasaHo Ha npopocTkax
ankoro Tuny Arabidopsis thaliana Ta MyTaHTax Uboro By, 4eEKTHUX Y CUHTESI Lentomnosu
(reH rsw2-1), siki BupowlyBanu 7 gi6 Ha cepegosui 3 goaaeaHHam Big 50 go 100 mM NaCl
(Kang et al., 2009). JocnigHnkn BcTaHOBMNN, WO B pocnuHax A. thaliana gukoro Tuny BMICT
KpuctaniyHoi Lemnonosn 6yB GinblumMM, HiX Y Lenono3o-aediumMTHiX MyTaHTIB, i CTaHOBMB
545.42 + 12.04 HM rntoko3u/mr cyxoi Macy —y aukoro Tuny Ta 458,41 + 43,24 HM rnioko3u/mr
CyXOi Macu B MyTaHTHUX pociuH. Kpim 3MiH y BMICTi LENonosu, Y KiH4Mkax KOpeHiB npopoc-
TKiB, LU0 NifAaBanuch 3aCONEHHI0, UUTOXIMIYHAM METOLOM TaKOX BCTAHOBMEHO i MiABULLEHHS
cuHTe3y kanosu (Kang et al., 2008).

MokasaHO 3HWKEHHS BMICTY Lientonosn B 060MI0HKax NpopoCTKiB KYKYpyA3M 3a YMOB 3aco-
nenHs (Nesar, 2012). Mogi6bHuit heHOMEH cnocTepirany 1 Npu 0CMOTUYHOMY CTPECH B KOPEHSIX
6aBoBHuKa (Zhong, Lauchli 1993), kniTuHax KynbTypu TkaHuH TioTioHY (Iraki et al., 1989, B) Ta 'y
knituHax koneonTuns nwenuui (Wakabayashi et al., 1997, c). MoxnuBo, L0 Taki 3MiHN MOXYTb
ByT1 onocepeaKkoBaHi 3MiHamM1 poboTU LIENoN030-CUHTE3YHOHOro KOMMNeKea Nna3marnemu.

JlieHiH ma ¢pepmenmu o60osoHoK. LLlogo cuHTe3y nirHiHy B POCMAMH, WO 3pOCTalTb Ha
3aCONeHUX rpyHTax, faHi cynepeynusi. Tak, paHHi JOCRImKeHHS BNNWBY 3aCONEHHS Ha rarno-
it Atriplex prostrata He BUSIBUNY BNAMBY YMHHUKA Ha NiHidbikauito (Ewing, 1981). Togi gk nis-
HiLLi JOCNIZKEHHS NoKa3anu nocuneHHs nirHigikayii kopeHis Ta cteben pocnuH, Lo 3pocTany
B yMoBax 3aconeHHs (Hagege et al., 1988; Wang et al., 1997).

LinToximiyHumm MmeTogamu BCTaHOBMEHO, WO npu 06pobui npopocTkis A. prostrate
1 %-um, 2 %-um 1a 5 %-um podunHom NaCl (Ha cepegoBui XornaHaa) nicns aox a6 gii
3aCOreHHs, BUSIBNEHO HAsBHICTb MirHiHy B 060OnOHKax Kopu Ta enigepmicy ctebna, Bioxi-
MiYHAMM MEeTOAaMMW NoKa3aHa aKTMBaLis PO3YMHHOT NepoKCUaa3n B CEpLEBUHI, Kopi Ta eni-
Aepmi cTeben, 3okpema y newiomy, Apyromy Ta TPeTbOMy MiXBY3nsX. Taki 3MiHU B KNiTWH-
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HWUX 060MOHKaX CynpPOBOMKYBANNUCS 3HWKEHHAM NIOLi NIMCTKOBUX MNACTUHOK, 3MEHLUEHHSAM
y 2,5 pa3a npoBigHOCTI NPOAWNXIB Y NINCTKAX Ta 3HWKEHHSAIM BOAHOTO MOTeHuiny B cTebni i3
-1,26 + 0,075 mMa po -3,00 £ 0,071 mMa (Wang et al., 1997).

Y npoueci apanTauii pocnuH B0 3aCONEHHS aKTMBHY yyacTb GepyTb (hepMeHTH, Lo
3B'A3aHi 3 GioreHe30M nonicaxapuiiB Ta iHKPYCTYKOUNX 0BONOHKKM pevoBuH. Tak npu gocni-
Ixenni Bnnuey NaCl (y koHueHTpaii Big 50 o 150 MM Ha niTp) Ha NPOPOCTKM pUCY, BCTAHOB-
NEHO, LWO Ha (OHI iHribyBaHHSA POCTY KOPEHEBOI CUCTEMM aKTUBHICTb Nepokcuaasm, Wwo bepe
y4acTb Yy CUHTE3i NirHiHy, 36inbwmnacs y 4otupm pasm (Lin, Kao, 2001). Bpaxosytouu, Lo
nocunexa nirHigikayis kKopeHiB Npu3BoAUTbL A0 iHriByBaHHS iXHBOrO POCTY, aBTOpU PoBNATH
BMCHOBOK, L0 B afanTayiiiHuX npoLecax Ao 3aconeHHs akTUBHY y4acTb bepe nepokcuaasa.
Kpim wboro, nocuneHHs nirHidikallii npu 3aconeHHi NpoxoanTb NapanenbHo 3 akTuBi3aLieto
AHTUOKCUAAHTHUX (DEPMEHTIB, a came pH-3anexHol amiHookcKaasu, Ta HakonuyeHHam H,O,
(Kacperska, 2004). HakonneHHsi nepekucy BOAHIO Ta iHLWNX PEAKTUBHUX (DOPM KWUCHIO B ano-
nnacTi Bigirpae He TiNbKW 3aXMCHY AN POCNUHU Bif pyiHaLlii, ane cnpusie CUHTE3Y NirHiHy B
obonoHui (Olson, Varner, 1993).

HocnimpxeHHs conboBoro ctpecy npotarom 11 Ai6 Ha NPOPOCTKM KyKypyau Takox noka-
3ano 36inbLUeHHs BMICTY MirHiHy (8o 25 mr/rp™ cupoi Macu 060mnoHOK), ToAi SK y KOHTpOTi
BMICT nirHiHy 6yB 3Ha4YHO Hk4MM (Bins 15 mr/rp! cupoi macu 06onoHok) Kpim TOro, 3aranbHuil
BMICT MOHOEHONIB Ta hepynoBoi KUCNOTK TakoxX 36inbLUMBCS B MONOAWX cTebnax npu 3a-
CONeHHi, 0coBMBO Y CONEYYTNMBOrO COPTY, Y MOPIBHSAHHI i3 CONECTIKUM COPTOM KyKypyA3u.
BwmicT auetun-6pomig-po3umHoro nirHiHy y cpakuii o6onoHok monoaux cteben obox copris
KyKYpYy3u JOCTOBIPHO He 3MiHMBCS, X04a BigMiveHa TeHEHLiS 40 AOr0 3HWXKEHHS Npu CTPEC
(Nesar, 2012).

binku o6onoHoK. Bigomo, L0 aKTMBHICTb GinkiB KNiTMHHUX OBOMOHOK 3MIHIOETHCS 3a
Oyab-aKkux CTpeciB, y TOMy uucni W npu Aii 3aconeHHs. Lle HacTynHi 6inku: rigpokcunponiu;
Binku, 36arayeHi riunMHOM (EKCTEHCUH, NeKTUH, apabiHoranaktaHoBi 6inku) (Showalter, 1993;
Cassab, 1998; Albenne et al., 2013), To6T0 Ye 6inku, Wo BiANOBILAOTL 3a NiNigHMIA Ta Byrne-
BOAHMI mMeTaboniam; Ginku 3 NITMYHOK aKTUBHICTIO Ta Ginku, WO 3anyyeHi 40 curHanisauii.
MpoTe yHKyia He Bcix BinkiB 0bonoHku BUBYEHA, Tak y Arabidopsis thaliana dyHkuis 11 %
BinkiB kniTMHHMX 06ONOHOK Le Hesigoma (Jamet, et al., 2008).

BBaxatoTb, LU0 B CPUAHATTI CUrHany Aii 3aCONeHHs, SK i iHLWOro CTPecoBoro gaktopy, vy
nepuuy yepry, 6epyTb yyacTb 6inkosi peyentopu KniTMHHOI 060M0HKK (puc. 2.4.1) (Zagorchev
etal., 2014), aki nepeaatoTb Liel CUrHan Ha CUCTeMy TPaHCNOPTYBaHHS B LuUTonnasmy. Takumu
peLenTopamu, 04eBUAHO, € Monekynu apabiHoranaktaHoBux 6inkis, ki 3B'A3yH0Tb KMITUHHY
000n0oHKy i3 Nna3manemoto, eneMeHTamm LIMTOCKENeTy Ta CknagoBumm anonnacta (nonicaxa-
puaamu Ta iHkpycTytouumn pedosunm) (Ellis et al., 2010).
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Puc. 2.4.1. Cxema CnpuAHATTS Ta nepefavi curHamy Npo 3acCOMEHHS Ha POCIUHHY
KNiTUHY. B OCHOBHWX Lunsixax CNpUAHATTS nepefadi curHany 3apisHi Ca?*-3anexHi
Binku: MAPK, CDPK Ta SOS. Kpim Lboro, y curHanisadji 6epyTb y4yacTb nepekuc Bog-
HIO | peLenTopu KMiTMHHOI OBOMOHKM, WO 3B'A3aHi 3 KiHasamu. [o3HayeHHs Binkis:
MAPK — miToreH-akTuBoBaHa npoteiHkiHasa (MAPK, mitogen-activated protein kinase);
CDPK - Ca?*- aktBoBaHa npoTeiHkiHasa; SOS — CunbHO YyTnMBIIA [0 3aCONEHHs Binok
(SOS, salt overly sensitive) (Zagorchev et al., 2014)

3a gaHumu pagy aetopie (Vinocur, Altman, 2005; Tuteja, Sopory, 2008; Osakabe et al.,
2013) peuentopamm CTpecy Ha KRiTUHHIN 060MO0HLi MOXyTb 6yTi HacTynHi 6inku: Ginkn MAP
(mitogen-activated protein), 6inkn SOS - cone-uytnmei kiHasn (SOS, salt overly sensitive),
hocchoninasn Ta YUCHEHHI TPaHCKPUMLAHI (hakTopK, BKITOYauM akTop TEMIOBOrO LUOKY
(HSF, heat shock factor), TpaHckpunuinHmin haktop, Wwo YyTnmeui o obessogHeHHs (CBF/
DREB, C-repeat binding factor/dehydration-responsive element binding protein), TpaHckpun-
LiH1i chakTop i3 poanHw 6inkis, yyTiuewmx go amiHn ABK (ABF/ABRE, ABA-responsive element
binding factor/ABA-responsive element). Kpim umux 6inkie, peLentopamu cTpecy, 04eBMAHO,
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MOXyTb 6yTI yncnenHi kinasm (WAK, wall-associated kinases), ki 38'13aHi 3 NEKTUHOBOIO CiT-
KO0, i, MPOHM3YI0uN Nnasmanemy, noTiM 38'3yH0ThCS i3 LMTONNasMaTu4HUM gomeHom Ser/Thr
(Kacperska, 2005). Y pisHux BuAiB BUSIBNEHO ABAHAAUATb Pi3HUX PELENTOPO-NOAIGHMX KiHas,
K aKTUBYHOTbCS Y BiANOBIAb Ha abioTnyHui cTpec (Osakabe et al., 2013).

Bigomo, wwo npw gii 6ioTnyHMx Ta abioTnyHuX cTpecie 6epyTh yyacTb YncneHHi Ginku kni-
TUHHWX 0DONOHOK, L0 3aisHi B CUHTE3i nonicaxapuais, peopraHisauii CTpykTypu 060M0HKM Ta i
PO3pUXIIEHi Mig Yac pocTy knituhu (Sasidharan et al., 2011). OCHOBHUMM i1 KPUTUYHUMM Binkamu
POCTY KIITUH € O- Ta B-eKCNaHCUHK, SIKi PI3HATHCS aMiHOKUCIIOTHOK MOCMIAOBHICTHO Ta cybeTpat-
HOI0 CneLmiYHOCTIO. BCTaHOBNEHO, L0 CaMe eKCMaHCKHM pearytoTb Ha 3aconeHHs. BusisneHo
LWICTb i300)OPM EKCMaHCUHIB Y CTIKOro Ta HECTINKOro COPTIB KyKYpy3u NMpu BUBYEHHI BNNWBY 3a-
conennst (Geilfus et al., 2010) i noka3aHo 36iNbLLIEHHS KiNbKOCTi i30¢hopM Liboro Girnka came B TO-
NIePaHTHOrO COPTY Y MOPIBHSHHI i3 CONEYyTNBAM COPTOM KyKypyA3u. Taki BIGMIHHOCTI 1 MOXYTb
MOSICHATW YOMY CONEYYTNMBI POCINHI BUSIBMAKOTL NOKA3HWKN iHribyBaHHs poCTy, TOAI Sk conec-
TiliKi COPTU 3QaTHI NiATPUMYBATK PICT Ta cTabiNbHICTb MacK HaBiTb NPU BUCOKNX KOHLIEHTpALlisX
NaCl (Geilfus et al., 2010).

TaKnuM YNHOM, BUBYEHHSI BM/IMBY 3aCOMEHHS Ha KMiTUHHI 0BOMOHKM POCAIMHM MOKa3ano Aito
AOCTIIKYBAHOTO YMHHMKA HA Pi3HOMAHITHI NTaHKy MeTabonismy, siki NPU3BOANTL O NPUTHIYEHHS
POCTY KMITUH, TKAHWH Ta OpraHis, L0 CXeMaTUYHO NPEACTABMEHO HaMU HA PUCYHKY 2.4.2.

ALA Cy0epuanizauis
C"H,T“ . 3ACOJIEHHA ——| KJIITHH KOpHIB
OCMOJTITHKIB {}
L~! 3MiHH B CHHTe3i
. . = e . JirHivy Ta
3MiHH aKTHBHOCTI [ariGyBanns pocry — . .
) . — YPOHOBHX KHC/I0T
eKCTEeHCHH-KiHa3 :
AKTHBAIIIN
~—| amonaacTHoi
NepoKCHIA3H
30iNbIIEHHA CHHTE3Y {}
3mina akTHBHOCTI KpHCTATiYHOY AKTHBALA
€KCTeHCHHIB Le/JIH/103H — MeTH/IeCTepa3n

Puc. 2.4.2. Cxema yyacTi Ta agantauiitHux CTPYKTYPHO-METabOoMIYHNX 3MiH KMITUHHUX
0060m0oHOK N Aji 3aconeHHs
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2.5. SMIHA BOAHOI O PEXUMY

Mpun 3aTonneHHi pocnuH BiabyBaeTbCsA 3MiHA BOOHOTO PEXWUMY KIiTUH, TKAHWH Ta OpraHiB.
3aTtonneHHs € NOTeHUinHO narybHum CTpecoM Ans 6araTboX CyXOAiNbHUX POCAMH, LLO MOXE
BigOyBaTMCS Npy NOKPUTTI TEPUTOPIT BOZOK 1 CMIPUYMHIOBATUCS SIK MPUPOAHUMIA (PO3NMBY pi-
YOK, PAICHI Onaau, MOPCbKi MPUAMBK), Tak i LUTYYHUMM npudnHamu (6yaiBHULTBO BOLOCXOBMLL,
cTaBkiB). BoHO Moxe ByTu KOpOTKOYaCHUM, NepioanyHUM (Nig Yac poanuey pivok) abo X AoB-
roTpmBanuM, npu KoMy Lesiki CyXOAifbHi BUAW POCAUH Ta CiNbCbKOroCnoAapchKi KynbTypu
MOXYTb 3arMHyTU. 3aTOMNEHHS MAg MicLie Npy 3a60MOYEHHI TPYHTIB, TUMYACOBOMY YW NOCTIlA-
HOMY Nepe3BONOXEHHI, NPK NOPYLUEHHI TEXHOONIN Ha 3poLyBanbHUX 3emnax. OcobnusicTio
Oii 3aTONNEHHs, FK CTpec-hakTopy, € NOEOHAHHS 3HAYHMX 3MiH OBOLHEHOCTI Ta MOPYLUEHHS
KMCHEBOro ANXaHHS B KOPEHEBI CUCTEMI, BHACMILOK YOro CNOCTEPIraeTbCs NOPYLLEHHS NOru-
HaHHS iOHIB i3 FPYHTY, HECTaYa NOXMBHUX PEYOBMH, 3MiHW Ha PiBHI TpaHcnopTy MeTaboniTie Ta
POCTOBMX MPOLIECIB. Y KOPEHSIX YTBOPHOETLCA aepeHxiMa, NounHaTLCs npouecy OpogdiHHS 3
YTBOPEHHSIM MOMOYHOI KUCMOTH, SKi NPU3BOASATL 40 3aKUCTIEHHS CepeaoBuLLa HaBKOMO Kope-
HeBoi cuctemu (Vartapetian et al., 1970; 2003).

Cnekmp ¢hizuko-eKkosi02idyHUX yMo8 npu 3amonsieHHi. [py 3aTOMNEHHI HAa POCINHY
LitoTb HACTYNHi (haKTOPW: 3HWKEHHS OCBITMEHHS Ta 3MiHA OrO CMEKTPY, HecTaya KUCHIo Ta
CO,. Bigomo, wio Boga NornMHae CBITNOBUI NOTIK, OCMabneHHs sKoro NpsAMO MponopLiiHe
rnnbuHi Bogwn (JopoHuH, 2000; Nancbepr, 2003). 3HWXEHHS OCBITNEHHSA Y BOAI BiabyBaeThCs
BHaCMigoK B3aEMO3B'A3KY ABOX MPOLLECIB: NOrNMHAHHSA Ta Po3citoBaHHs CBiTna Bogot. CBiTno
NOrMMHAETLCA TAKOX OPraHivYH1MM Ta HEOPraHiYHUMM YacTo4KaMu, [Ki € Y Bodi. | YuM MeHLue
€Heprii Ma€e CBiTNO, TUM LWBKALLE BOHO NOrMUHAETLCS. TOMY AOBrOXBUIbOBI YaCTUHI CMEKTPA,
a came YepBOHi Ta OpaHXeBi NPOMEHI, MOrMUHAIOTLCS BXE Ha rMUOMHI Kinbkox METpIB, a NoTim
3HUKAE XOBTE CBITNIO, HAMMOLE NPOHWKAKTL CUHIN i 3enieHnir cnekTp Binoro ceitna (Jlan-
cbepr, 2003).

MigBoAHI MMCTKM POCNINH 3a3Hat0Tb He Nnle AediuuTy cBiTna, a it Hectady CO,, akuit Mae
BMCOKY PO3YMHHICTb, ane HW3bkuii koedilieHT andyaii B npicHin Bogi (1,7 x 10~° m2/c npu 20°
C). Kpim TOro, pH npicHoi Bogu Takox BNNBaEe Ha PO3YNHHICTb rasis, i Lie BU3HAYa€e BiAHOLIEH-
Ha CO, i HCO, y Boai (Madsen, Maberty, 1991). Y noBitpi BMICT Byrnekucrioro rasy CTaHoBUTb
0,03 %, asoty — 78,09 %, kucHto — 20,95 %. Y BOAi BMICT pO34YMHEHOTO KNCHIO 3aNeXunTh Big aT-
MOCCEPHOr0 TUCKY: YiM BifbLue TUCK, TUM Binblua PO3YMHHICTb KUCHKO. Tak, Npu 1 aTM Ta npu
25°C B 1 kr Boam po3unHseTbes 0,023 rp KUCHI0. Y TOM ke Yac PO34YMHHICTb BYIMEKUCNOrO rasy
y Bogi y 200 pasis BuLLa, Hix kucHto (JoporuH, 2000). Bmict CO,y npicHiit Boai craHoBuTb 350
MM M3, oudysisi rasis y BOLi Takox Hk4a (Ha Kinbka nopsakis). MiasogHi pocnuuy notpeby-
toTb y 30 pasis binbLue sinbHoro CO, ANs Oro HacU4eHHS MigBOAHMMM fIUCTKAMM, | TOMY poC-
NVHW, WO 3aHYPeHi Y BOAY, BUKOPUCTOBYHTbL AK mkepeno Byrnewto iown HCO, (Sand-Jensen
et al.,, 1992). YMOBM poCTy y BOGHOMY CEPEAOBULLI MOXYTb CIPUYMHUTY 3arnbensb rigpodiTia
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npW NoraHoMy LOCTYNi CBITNA, KOMW PiBEHb KUCHIO Y BOAI Ta B POCIIMHAX 3HUXKYETLCS, LLO Npu-
3BOAMTb [0 iHribyBaHHS ByrnesoaHoro metaboniamy (Mommer et al., 2004).

3a nigBoAHMX YMOB ANdyais rasis, sk € Bofj, a came kucHio Ta CO, € 3Ha4HO MOBIMbHILLA,
HiX Y MOBITPI, i came LM 0BMEXYHTbCS HOPManbHUA (HOTOCUHTES Ta aepobHe AuxaHHsl. [Jeski
POCIMHU, O CTiMKi 4O 3aTOMMEHHS, BUKOPUCTOBYIOTb MPUCKOPEHHS POCTy cTeben ans Buxoay
3 BOAM; Take CTebno MigHiMaeTbCa Yy MOBITPS HAZ 3aTOMMEHOK YaCTMHOK POCHMHK. YacTuHa
POCINHMU, LU0 BUXOAWUTb 3 BOAW, NOYMHAE KOHTAKTYBATM 3 MOBITPSIHUM OTOYEHHSM, BiAHOBIOOYM
aepobHuin meTaboniam Ta potocuHTe3 (Voesenek et al., 2006).

MMpoTe cnpaexHi rigpoditv Ta 60MOTHI POCAMHK, SKi NPUCTOCYBANUCS SK A0 HeCTaui Knc-
HIO B TPYHTI, TaK i 4O NOCTINHOrO BOAHOIO CepeoBuLLa, NPOTArOM TUCAYONMITb BUPOOMAN NEBHI
MeXaHi3My apanTauii Ha pisHUX piBHSAX opraHisalii pocnuHn. OCHOBHUMM 03HaKkamu nepeby-
[OBW € 3HWKEHHS TOBLUWHW NNCTKOBOI NNACTMHKKM, 3MiHa TUMy Me30qiny, HasBHICTb XNOpo-
nnactie y enigepmici Ta nepebyaoBu CTPYKTypn KNiTHHUX ob6onoHok (Mommer et al., 2005;
Hepyxa, 2011; Kordyum, Klimenko, 2013). Buwie3asHayeHi 03Haku cnpusiioTb aknimatuaalii
Ta NigTPUMYIOTb CTIAKICTb POCMIMH [0 NiABOAHOrO icHyBaHHs, npu akomy CO, BxoanTb y oTO-
CUHTE3YHOYi KIITUHM WsXoM Audy3ii yepe3 30BHILHI enigepManbHi 060M0HKK. Byrnekucnuii
ra3 npoHWKae B NigBOAHI NUCTKM Ta cTebna Yepes KNiTUHHI 0BoNOoHKKM enigepmicy, SKi 3a CTpyk-
TYPOK BIfPI3HAOTLCA Bif KNMITMHHUX 0BONOHOK HAABOAHMX i NNaBaYMX NUCTKIB rigpodiTia
Ta nuCTKiB Me30iTiB. ToMy aHania nopiBHANBHUX CTPYKTYPHO-QYHKLiIOHANbHUX JOCHigXEHb
3aTONNeHNX Ta MOBITPSHWUX MUCTKIB MAE BaXIMBE 3HAYEHHS AN PO3YMIHHA PORi KNITUHHKX
060noHoK B aganTauii poCnMHM 4O NPMPOAHOrO BOAHOTO OTOYEHHS. [Nt MOBHOI OLiHKM poni
KNiTMHHUX 0BONOHOK B aganTauii pOCnuH 4O 3aTONNeHHs HeoBXigHO OxapakTepuayBatu picT
3aTONMNEHNX POCIIUH.

2.5.1. CmpykmypHO-¢hyHKYiOHanbHi 3MiHU KTimMUHHUX 060/10HOK

Picm 3amonneHux pocnuH. Haibinblumin cTpec Ans NigBOAHMX POCIUH — Lie nocnabnex-
HS ra30BOr0 0BMIHY, LLO CMPUYMHAE 3HIMXKEHHS KucHio B cTebni (Jackson, Armstrong, 1999;
Rijnders et al., 2000), iHaykye nocuneHuit pict po3tarom ctebna Ta Cnpusie BUXoay NUCTKIB i3
BOAM Ha MOBEPXHI0 N MPUCKOPIOE TXHiil KOHTAKT i3 noBiTpsam (Voesenek et al., 2004).

JocuTb AeTanbHO OXapakTepru3oBaHi ABa BUAM POCIUH, SKi BiAMNOBIAAKTL HA 3aTOMMEHHS
BMAOBXKEHHAM cTeben, rnmbokoBogHWIA puC Ta Wasenb (Rumex palustris). Y rnnbokoBogHOro
puCy 3aTOMNNEHHs BUKNWKae WBUAKUIA picT Mixsyanis (Kende et al., 1998). CTpykTypa KnituH
cteben pocnuH, siki NOBHICTIO 3aTONMIOKTLCS, AOCILKEHA YACTKOBO. 3MiHa CTPYKTYpU PidHNX
KNiTWH cTeben 3aTonneHnx pocnuH € Npuknagom MiHnMBoCTi aaHoro opraHy (Kende et al.,
1998; Mommer et al., 2006, a, b; Voesenek et al., 2006).

MogudikaLlist KniTMHHUX 0BONOHOK 3a YMOB NiABOAHOIO po3TAry noTpebye HasBHOCTi eHep-
rii, ane, 3a3Bnyan, Taki pOCMMHU XapakTepu3yrTbCs 0OMexeHUM aepobHUM MeTaboniamom. [ins
rnMnbokoBOAHOro pucy Ta R. palustris aganTallist 4O 3aTONNEHHS PO3rMAAAETLCS NULLE Y BUNAAKY
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HernMboKoro 3aTONNEHHS | NLLIE HA NEBHWI Yac, BHACTILOK HEOCTAaTHLOI eHeprii, ika NOBUHHA
iHBECTYBaTUCS ANS POCTY Y BOZi NpoTsarom Tpueanoro yacy (Voesenek et al., 2004).

lMokasaHo, Lo He BCi POCMMHI BiAMOBILAOTb aKTMBALliEr po3Tsry cTebna B ymoBax 3aTo-
NNeHHs. POCAKHK, L0 € CTIMKUMW 0 3aTONMEHHS, K HU3bKOPOCHWI pUC, BUTPUMYIOTb HETPUBA-
e 3aTONNEHHS B CTaHi CMOKOK Ta 0OMEXEHOT0 POCTY, a TakoX 3a YMOB NOCTYMOBOrO crajy BOAM
(mpw 3HWKeHHI BogHoro naBoaka) (Bailey-Serres, Voesenek, 2008).

MpoBeneHi AOCNIMKEHHA 3@ YMOB 3aTOMMEHHS ann 3MOry iOeHTUIKyBaTU CTPYKTYPHI
3MiHM cTeben Ta NUCTKIB 3 BUKOPUCTaHHAM MOAENbHOI cuctemn Rumex palustris (Mommer et
al. 2007). MokasaHo, Lo MOBHe 3aTONMEHHs CTebna CNpUYMHSE HU3KY 3MiH Ha PiBHI CTPYKTYpK
NIUCTKA: TOBLLMHA NNACTUHKW Ta TOBLYWMHA KYTUKYNIW B enigepMarbHuX KIiTMHHUX 0BOMOHOK CTae
MEHLLOK B aKniMaT130BaHWX NIUCTKIB, ki pO3BMBanMCS nig BOAO, NOPIBHAHO 3 HE aKniMaTu30-
BaHuMu iuctkamu (Mommer et al., 2005). Taka NNaCTUYHICTb € HACMIAKOM NOCUIEHHS ra30BOM0
0OMiHy MiX NnUCTKaMmM Ta BOgHUM OToueHHsM nicns 10-go6osoro 3atonnexHs (Mommer et al.,
2006, b). Lle Binbysanocs 3aBasku 30iNbLUEHHIO BMICTY KUCHIO B CTebRi, ske NigHANOCA Haj
Bogoto (Mommer et al., 2004).

Ponb ¢himoazopmonis. [pwn 3aTonneHHi ra3onogibHuin ropMOH ETUIEH Y BUCOKIN KiNbKOCTI
HaKOMMYYETLCA B POCIMHI, Ska 3aHypeHa y Boay (Rose-John, Kende, 1985). ETuneH posrnsga-
€TbCS AK NEPBUHHUIA curHan il 3atonnenHs (Jackson, 2008). MokasaHo, wWwo B R. palustris BiH
HaKOMWYyETLCA Y BEMNUKIN KinbKOCTi. 3BinbLUEHHS BMICTY eTurneHy B R. palustris WBNAKO iHOYKyE
ekcnpecito reHy (RpEXP1), voro He cnocTtepiraetbesa B R. acetosa (Vriezen et al., 2000). Ak i
EKCTEHCMH, TaK | TUINEH CTUMYIIOIOTb anonnacTHe NiAKUCNEHHs ¥ YepeLuKkax IUcTkiB R. palustris
(Vreeburg et al., 2005). Mpu 3HUxKEHOMY (KMcriomy) pH anonnacTy akTUBYKTbCS YUCHEHH Binkw,
BKNovatoun ekcraHcuun (Cosgrove, 2000), Wo npu3BOANUTL A0 3MiH Y CTPYKTYPI KMiTUHHOI 060-
noHkn. Tak, y rmbOKOBOAHOMO PUCY EKCMaHCUHW 3amyyeHi 40 po3Tary MixBy3nis crebna nig
BOAOM0, WO peryntoeTbes ribepenosoto kucnotot (MK) (Cho, Kende, 1997, b). Mpote etuneH
y MiABOOHMX YMOBax perymioe 3HmkeHHs ABK, i ue Takox onocepeakoaHo gieto 'K (Raskin,
Kende, 1984; Hoffmannbenning, Kende, 1992).

Ponb ekcnaHcuHy. MocepeaHUKOM NPUCKOPEHOTO POCTY POCIIMH, 3aHYPEHUX Y BOAY, BU-
CTynaTb Bifkv ekcnaHCUHW. TpaHCreHHi POCINHM PUCY (3 EKCMIPECIEKD eKCNAHCUHY) € 3HAaY4HO
BULLMMM B NOPIBHSAHHI 3 iXHIMK aukumn Tunamu (Choi et al., 2003), o Bkasye Ha Te, Lo came
€KCMaHCUHM perynmiotoTb picT. MoaibHi pesynbTaTi cnocTepiranit 'y CTiikoi pocinMHK 4o 3aTo-
NNeHHs, a came B R. palustris, y K0T ekCnaHCUHU peryniooTb BUOOBXEHHS Yepeluka (Vreeburg
et al., 2005). PicT ekcnpecii ekCnaHCKHy He cnocTepiraBcs, Konm 3aTonnsanu HenpucToCoBaHy
[0 3aTONMeHHs pocnuHy R. acetosa, W0 He mMana 34aTHOCTI [0 BMAOBXEHHS Yepellka nig
Bogoto (Vriezen et al., 2000).

MixBy3ns pucy, ski pocTyTb nif BOAOID, XapakTepusytoTbes Binbll enacTUYHUMK KNiTUH-
HUMK 060NOHKaMW, ki, 3a 3BMYal, XapaKTepHi Ans 060MOHOK i3 MiABULLEHOK EKCMPECIE reHiB
eKCnaHCcMHy Ta BMCOKMM BMicTOM Lporo Binka (Cho, Kende, 1997, a; 1997, b; Kende et al.,
1998). [lo Toro x, perynsLis ekcnpecii ekcnaHcuHy CynpoBOAXYETLCS MiAKUCNEHHAM anonnac-
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Ta B YepeLukiB nucTkiB R. palustris (Vreeburg et al., 2005). B kniTuHHin 060n0HLi BigbyBaeThb-
cs mogudikauis Binkie, BKITOYAKYM 1 EKCMIAHCUHK, SKi CUHTE3YHOTLCS came npw kucrnomy pH
(Cosgrove, 2000; Vreeburg et al., 2005). LWeuaka perynsuis anonnactHoro pH 3abesaneyye
onTUManbHi MogudikaLlii akTMBHOCTI anonnacta.

Pornb 2eHig. Y HU3bKOPOCNOro pUcy CTIMKICTb [0 3aTONMEHHS NOSACHIOETLCS EKCMPECiErn
reHiB SUBTA-1 Ta reHy eTunen vytnmsoro daktopa ERF (ERF, ethylene response factor) (Xu
et al., 2006). T'en SUB1A-1 BUSABNSE NPOMNOHroBaHy CTIMKICTb 4O 3aTOMMEHHS npu akTuBaLii
iHLKX TeHiB, WO 3B'A3aHi 3 aHaepobHUM meTaboniamom. Kpim Lboro ekcnpecis reHy SUB1A-1
BiAbyBaeTLCH OAHOYACHO 3 iHrbyBaHHAM eKCnpecii iHWKUX reHiB, Lo 3B’A3aHi 3 BUCOKO eHep-
reTUyHO3aTpaTHUMM NpoLecamu, TakUMu, SK PICT 3a yyacTio ekcnaHcuHy (Fukao et al., 2006).
Ekcnpecia SUBTA-1 iHaYKYETbCS €TUNIEHOM, WO CUHTE3YETLCS Came B POCMWHI, ka pocTe
nig Bogoto. OBMexXeHHs HaKONMYEeHHs! TPAHCKPUNTIB eKCnaHCcuHy Lwnsxom ekcnpecii SUBTA-1
NpW3BOANTbL 4O MPUrHIYEHHs po3Tary cTebna Ta Cnokow pocnuHu. Moaudikauis WBKMaKOCTI
POCTY onocepeakoBaHa MoaundikaLieto CTPYKTYpu Ta cknagy KniTMHHOI 060MOHKM B OpraHax
POCINHMK, L0 3HAXOAUTLCA HE TiNbKK Nig BOAOH0, ane i Haj BoAot. Perynsuis moxe 3anyyatu
He TifbKW aKTWBALit0 CTPYKTYpHUX BirkiB 0BOMOHKM, ane i 3MiHU B TKaHWHaX, YyTNMBUX O
3aTonneHHs. 30Kpema, Konu MikBYy3ns pucy BUXOAMMO 3 BOAM B MOBITPS, TO LUBUAKICTb 1OT0
POCTY 3HUXyBanacs.

MpunyckaroTb, LLO 3B'A30K MixX 3MEHLIEHHAM PO3TAry KNiTUHHOI 0BONOHKN Ta BMICTOM eKC-
MaHCWHY ONOCEePEAKOBAHNA 3HIKEHHAM YYTIMBOCTI TKAHWHM O €KCMAHCWHIB, ane He 3HKeH-
HAM 10r0 (PYHKLiOHYBaHHS (Sasayama et al., 2009). MpoTe TOYHWIN MeXaHi3M 3MiH KNiTUHHUX
060MOHOK 32 YMOB 3aTOMNEHHS MOKW NMUWAETHCS HEBIZOMUM. 3MiHM B CKnagi Ta Tuni nonepe-
YHMX 3B'A3KIB MiX Monicaxapuaamn KniTMHHOT 06010HKM MOXYTb ByTW 0BmexeHumMn mobinb-
HICTIO eKCMaHCUHIB YK iXHBOK JOCTYMHICTIO 40 nonimepy-cybeTpaty. [ocnimkeHHs nokasano
3MiHY 34aTHOCTi eKCNaHCUHIB 3B’A3yBaTICS i3 LLENHONO30L0 B 3aNeXHOCTI Bif CKrnagdy remilento-
o3, Lo BkpuBaTb Mikpodibpunu (McQueen-Mason, Cosgrove, 1995).

Cknad obonoHku. Cknan 000MOHKM TaKoX MOXe BU3HAYaTK edheKTUBHICTb eKCraHCu-
HIB y po3TA3i 060NOHKM B yMOBaX 3aTOMMEHHS POCMNHW. BE3YMOBHO, L0 3HWXEHHS PO3TArY
KIITUHHUX OBOMIOHOK Y CErMeHTIB MigBogHUX cTeben pucy Mmicns BUXOZY 3 BOAW Ha MOBITPS
KOPENHOE 3 BigMiYEHUMM 3MiHaMK Y CKnagi KNiTMHHUX 060n0oHOK. 30Kkpema, BCTaHOBNEHO 306ifb-
LIEHHS KCUIO3K (HeLentono3Horo Liykpy) Ta Takux NEKTUHOBMX KUCIOT, Sk (pepynoBa kucnota
(Sasayama et al., 2009). ®epynoBa kucnotTa Mae 34aTHICTb YTBOPIOBATW MOMEPEYHi 3B'A3KM
MiX nonicaxapugamn KniTMHHUX 0BOMOHOK, WO MOXe 0OMexyBaTh MOBIMbHICTb EKCTEHCUHY
(Saulnier et al., 1999). [lonaBaHHs ek30reHHOI KCUO3K A0 MiXBY3MiB pUCY NPUBOAMMO O 3HU-
XEHHSI YyTNMBOCTI ekcnaHcuHiB (Sasayama et al., 2009). BigknageHHs kcunoso-3barayeHnx
nonicaxapuaie MOXyTb TakOX 3MIHIOBATM CKNag KMiTMHHOI 0BONOHKM, CIpUSIOYN 0BMEKEHHIO
Aii ekcnaHcuHy. Exk3oreHHa fist KCUoau Ha MiXBY3Ns pUCY - Lie TaKOX OfUH i3 MEXaHi3MIB 3HU-
XEHHS1 e(hEKTUBHOCTI Ail EKCNaHCUHY.
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BcTaHoBneHo, LWo cknaf nonicaxapudis 3aToNMeHUX POCMWH BiAPI3HAETLCS Bif Takoro y
HaJBOAHMX OpraHig, Lo 6yno nokasaHo Jlitnom Ha ctebnax Ludwigia repens (tabnmus 2.5.1.1)
(Little, 2003). ABTOPOM NMOKa3aHo, L0 Y NiABOAHMX CTebax napanesibHo i3 CyTTEBUM 3HIKEHHSIM
BMICTY LieMntono3u BigMiYeHo 36irbLUEHHS BMICTY reMiLentonos Ta nirHiHy.

TABITULA 2.5.1.1. BnnuB 3aTonneHHA Ha 6ioxiMi4Hi xapakTepucTukm cteben
Ludwigia repens (Little, 2003)

MapameTp Crebna
HaaBOAHI niaBOAHI

KyTukyna enigepmicy ToscTa Maitxe HenomiTHa
JlirHiH, mr/r cyxoi macu 40+ 3 68 + 23
Llentonosa, mr/r cyxoi macu 193 +15 124 +23
l'emiuentonosa, Mr/r cyxoi Macu 91+38 11015
Kpoxmanb, mr/r cyxoi macu 43 £15 118 £ 49

Llykpm, mr/r cyxoi macu 303 1M1+6

Cmpykmypa ma ponb Kymukynu. 30BHiLLHi KNiTWHHI 0BONOHKK enigepmn Ta Npoauxm
NUCTKIB € NepLIMM 6ap’epom, NepLUnM TpaHCNOPTHUM WwrsAxoM ana CO, Ta Boau, a TaKoX MicLiem
KOHTaKTy OpraHiB poCiMHI 3 OTOYYIOYMM cepeaoBuLeM. KyTukyna 060noHoK enigepmm nucTkis
Me30iTiB MiCTUTL NOpK, Yepes ki BiAOYBAETLCS AK KyTUKyNSpHa TpaHCcnipayis, Tak i nornmHaH-
HS BoaM. OYHKLIOHYBAHHS KYTUKYNISPHUX NOP Y MOBITPSHUX NUCTKIB 3anexuThb Bif Temneparypu
Ta BONOrocTi NoBiTps (Schénherr, 1982; 2006).

Y 3aTONMEHWX POCIIH KyTUKYNa TakoX CUHTE3YETbCS B eMidepMmi, a BiKnagaeTbCs BOHA B
nepukniHanbHUX 0BonoHKax. Y Aeskux BUAIB BULLMX BOAHUX pocninH (Menta aquatica, Oenanthe
aquatica, Rumex palustris), CTiiKkX 40 NOBHOTO 3aTOMMEHHS, CTapi NUCTKM, ki Gynn 4o Lboro no-
BITPSIHUMM, HaNYacTiLLe BiAMUPAIOTb Mif BOLOHO, MICMS YOro Nif BO4OK YTBOPKKTLCS HOBI PO3Ci-
YeHi NUCTKM 3 iHLLOK CTPYKTYpOto KNiTuH (Bruni et al., 1996; Rascio et al., 1999; Mommer, Visser,
2005) Ta 3miHeHoto cTpykTypoto KyTukynu (Frost-Christensen et al., 2003; Frost-Christensensen,
Floto, 2007). ¥ kyTukyni nucTkiB i cTeben, ki LUBWAKO POCTYTb PO3TATOM Mg BOAOM, BiaOyBaeTb-
CS MpUCKopeHui rigponia noniMepis KyTuHy (Hoffmann-Benning, Kende, 1992).

Y BOAHMX POCAWH KyTUKYNa enigepmicy NUCTKiB Ta cteben CnpuynHse HasBHICTb 3BEPXTi-
Apodo6HOCTI; came s BNAcTUBICTb 3anobirae hopMyBaHHI0 BOAHOI NAiBKY Ha NOBEPXHi OpraHis,
3aHYPEHMX Y BOAY, LLIO 3HAYHO 3HMXKYE ra3000MiH Mix MOBEPXHE NUCTKa Ta rasamu, ki po3yu-
HeHi 'y Bogi. He ausnsadmch Ha Te, WwWo nornuHanHa CO, ans (oToCHHTE3y 3HUKEHO B 3aTonsle-
HWX POCMMHAX, NOBITPSIHUIA LIAp YK ra3oBa niiBka Ha NOBEPXHi NiABOAHMX NUCTKIB NPOAOBXKYE
BUKOHyBaTK ra3oobmit O, Ta CO, yepes kyTukyny i3 wapy 0TouyuO0i BOAK, | came ToMY niasog-
HWI (OTOCMHTE3 Ta NiABOAHE AMXaHHS BiaOYyBalTLCS Ha MOBEPXHI NUCTKIB (B enigepManbHuX
knituHax) (Colmer, Pederson 2008). Y 6inbLUoCTi NiGBOAHMX NUCTKIB NOBITPSHO-BOAHWX POCIVH
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Ta NIUCTKIB CNpaBXxHix rigpodpiTis npoamxu BiacyTHi (Hegyxa, 2011; 2012). TpaHCnopTHI yHKLT
B OCHOBHOMY MpuWnafaroTb Ha KNiTUHHI 0BONOHKKM enigepMicy nuUCTKiB i cTeben.

Y nuctkiB Me30QhiTiB, WO POCTYTb Ha CyXO4OMi, KYTUKYNSpHI nopu AiameTpoMm Bif
0,45 no 1,18 HM BUSABNEHI Y BUCTYNAX KYTUKYNK nepukniHanbHX 060MOHOK, B OCHOBI TPUXOM
Ta Haj aHTUKMNiHanbHUMK oBonoHkamu enigepmicy. Npn NigBULLEHHI TeMnepaTypu NOBITPS
Taki NOpy MOXYTb YTPUMYBaTW BOZY B anonnacti LWNSXOM TUMYACcOBOrO 3aKPUTTH YU 3HUK-
HEHHs ANS NPUNWHEHHS TPaHCMOPTY BOAM Yepe3 KIMiTUHHI OBOMOHKW HaA3eMHUX OpraHis
(Schénherr, 1982; 1996; Schreber, Riederer, 1996; Kerstein, 1996).

MUTaHHA NPO HasABHICTb KyTUKYNAPHUX NOP Y KNiTUHHUX 060MOHKaX enigepMicy nigBOAHUX
NIUCTKIB Ta (OYHKLiOHYyBaHHsI 0B0NOHOK enigepManbHUX KNiTUH 3aTOMNEHMX NUCTKIB rigpodiTie
y TPaHCMOPTHUX MpoLecax NpakTUYHO A0 OCTAHHLOrO Yacy Nuanocs BiAKpUTUM. HepasHo
MV NPOBENM JOCMIIKEHHS MO BUBYEHHIO CTPYKTYPU KYTUKYIIU enifepMarbHuX KIiTUH y nigBog-
HWx pocnud (Hegyxa, 2010; 2011; 2013, a; Nedukha, 2013). Hk4ye HaBogMMO AaHi ekcnepu-
MeHTanbHUX JOCigXeHb YNbTPacTPyKTypK NOBEPXHI KNITUHHUX 060NOHOK NUCTKIB Sagittaria
sagittifolia, Myriophyllum spicatum, Potamogeton pectinatus Ta P. perfoliatus.

Cmpykmypa nogepxHi enidepmicy nucmkie Sagittaria sagittifolia

HadeodHi nucmku. JOCnimKeHHS ynbTPacTpPyKTypu BEPXHLOI Ta HWXHBOI NOBEPXOHb
CTPINonogibHMX NUCTKIB y CTPINOMMCTa METOLOM CBIT/IOBOI Ta CKaHYHYOT eNIEKTPOHHOI MiKpO-
ckonii nokasano, Lo NUCTKX Hanexatb [0 amdicTomaTuyHoro Tuny. Knituku enigepmun ma-
t0Tb HEMpaBunbHy (opMy Ta BUTHYTI 060MOHKM. [POANXM PO3MILLYIOTECS Xa0TUYHO, NOBEPXHS
enigepmicy maibke rmagka (puc. 2.5.1.1). CninbHAMKU 03HaKamMu Ans BEPXHbOI N HUKHBLOI
enigepmn 6ynu Tun (napayuthHuit) i popma (0BanbHO-BUAOBXKEHA) NPOAMXIB, HASBHICTL BU-
COKOro KyTuKynsipHoro obigka no nepumMeTpy enigepmanbHUX KIiTUH | BOCKOBOTO HanbOTy Ha
MOBepXHi KOXHOI KniTuHM (puc. 2.5.1.1, a, 6). BigMiHHOCTI B CTPYKTYpHMX O3HaKax BEPXHbOrO
Ta HUXHLOTO enifepmicy BUSBIIEH B pO3Mipax KNiTUH Ta KYTUKYNW, 30Kpema, KNiTUHU HUKHLOTO
enigepmicy 6ynu JOBLUI NOPIBHAHO 3 BEPXHIMU, @ PO3MIpP KyTUKYNSIPHUX rpebeHiB OyB MEHLIMM
Ha HWXHIN NoBepxHi (Tabn. 2.5.1.2). Topbku BOCKY Manu oBarnbHy Yu OKpyriy dhopmy, cepes-
Hi po3mip sikmx ctaHoBmB 1049 + 130 HM, WiNbHICTb BOCKOBOrO HanbOTy Ha OAHY KIiTUHY —
30,7 % 2,4 rop6kiB; BincOTOK KNiTWH i3 Bockom ctaHoBuB 100 %.

MideodHi nucmku. CTPyKTypa BEPXHBOI 11 HKHBOI MOBEPXHI MiABOAHMX NUCTKIB CTPINo-
NCTa 3BUYAIHOIO BifPI3HANACS Big CTPYKTYPU HALBOGHWX NIMCTKIB BiACYTHICTIO HAa 060X NOBEPX-
HsAX npoauxiB. Knituin mann BuaosxeHy dopmy (puc. 2.5.1.2, a, B), ix po3mip no AoBrii oci bys
BinbLUMM, HiX Y HAABOAHUX UCTKIB. KNiTUHHI 0BONOHKM Ha CTULL CyMDKHUX KITITUH TPOXW Npunig-
HSATa, YTBOPIOIOTb HEBUCOKNN «rpebiHby KYTUKYNUW; BUCOTA M LUMPWHA KYTUKYNSPHOTO rpebeHs
B M'ATb-LWICTb PasiB MEeHLUi, HX Y HaABOAHWX nUCTKIB (Tabn. 2.5.1.2). Kpim Toro, Ha noBepxHi
NigBOAHUX NUCTKIB NPaKTUYHO BiACYTHIA BOCKOBMI HaniT. YacTto Ha enigepMi nigBOAHMX NIUCTKIB
cnoctepiraloTbes BogopocTi (puc. 2.5.1.2, a, B, 1).
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Puc. 2.5.1.1. YnbTpacTpyKTypa BEPXHLOI NOBEPXHI HAABOAHMX CTPINOMNOAIGHMX NUCTKIB
Sagittaria sagittifolia. Ha pucyHKy a BUOHO Mpoauxu Ta KyTUKynsipHi rpebHi no nepudoe-
pii KNiTWH (Hag aHTVKNIHaNBbHUMK 060NOHKAMK), Ha PUCYHKY 6 CTpinkamu BkasaHi ropbku
BOCKOBOro HanboTy (Hegyxa, 2011)




PO3AIN APYIUMA

Puc. 2.5.1.2. YnbTpacTpykTypa BEPXHbOi (@, 6) i HWKHBLOI (8, 2) MOBEPXHi MiABOAHUX
nuctkis Sagittaria sagittifolia. Mpoguxu B enigepmici BIACYTHI; Ha BEPXHIN (&) Ta HWKHIN
enigepmi (8, 2) 3ycTpiyaloTbCs OAHOKNITUHHI BogopocTi (Heayxa, 2011)

TABITMUA 2.5.1.2. Moka3HMKM CTPYKTYpU enigepManbHUX KNiITUH BEPXHLOI Ta HUKHLOI
enigepm HagBOAHUX CTPINOBMAHMX i NiABOAHUX BUAOBXKEHUX JIUCTKIB
Sagittaria sagittifolia 3a gaHMMK CKaHYH4OT €NeKTPOHHOI MiKpocKonii

(Hepyxa, 2011)

Tun nucTka
[NoKkasHuK HagsogHi [1inBOAHI NiHINHI
CTpINonoAibHi NncTkm NNCTKM

BepxHsi enidepma
[Mpoamnxu:

MM MNapaunTHWi BigcyTHi

WiNbHICTb Ha 1 MM? 85+6

[I0Bra BiCb, MKM 428+ 31 -

KopoTKa BiCb, MKM 202+44 -
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[MpodoexeHHss mabn. 2.5.1.2

Tun nucTka
[NokasHuk HapgoaHi [1inBOAHI NiHINHI
CcTpinonoaibHi nucTku NNCTKM
EnigepmanbHi KnituHm:
JIOBra BiCb, MKM 455+39 109 + 7 4*
KOpOTKa BiCb, MKM 350+4,1 45+ 17"
BucoTa KyTukynsipHux rpebeHiB no nepumeTpy
OCHOBHYX enigepMarnbHUX KITiTUH, MKM 55+0,7 0,82 +0,2*
KinbkicTb BOCKOBMX rOpOKiB Ha KMiTUHY
enigepmu 30,7 £5,1 He BusiBreHo
[MpoLEHT KniTuH i3 BockoMm, % 100 -
[HiameTp BoCkoBMX ropbkiB, HM 1046 + 130 -
HuxHs enidepma
Mpoguxm:
TUN MNapauuTHui BigcyTHi
LLNBHICTb 1 MM2 7955
[0Bra BiCb, MKM 39,3+3,1 -
KOPOTKA BiCh, MKM 20027 -
EnigepmanbHi kniTuHu:
JoBra BiCb, MKM 62,0 s 3,9 106 + 6,5*
KOPOTKA BiCh, MKM 36,3+5,1 42+29
BucoTa KyTukynsipHux rpebeHis no nepumeTpy
OCHOBHYX enifiepManbHIX KIiTUH, MKM 49+0,3 1,70 £ 0,14
KinbkicTb BOCKOBMX rOpbuKiB Ha KNiTUHY
eniuepMM 29,3 s 5,1 He BusBneHo
[MpOLEHT KNiTKH i3 BockoM, % 100 -
[HiameTp BockoBux ropbkis, HM 1024 £ 100 -

MpumiTka: * P < 0,05 (Mpu NOpiBHSIHHI 03HaK HAABOZHMX i MiBOLHWX JIUCTKIB)

OTxe, NOPIBHANBHUI aHani3 CTPYKTYpW NepUKMiHaNbHUX Ta aHTUKMIHANbHUX 060MOHOK
KNITWH enigepMu NigBOAHUX | HAABOLHMX NUCTKIB CTPINIONNCTa NOKa3as, L0 YMOBU 3aTONSIEHHS
BUKMMKAIOTb 3HWKEHHS KYTUKYNAPHWX rpebeHiB no nepuddepii KNiTUH — Hag aHTUKNIHANbHAMY
000n0oHKaMu Ta He CPUYMHAKTL CUHTE3Y BOCKY B KNITUHHUX 060M0HKaX. BigcyTHICTb BOCKy Ha
NOBEPXHi NepUKMiHanbHUX 060MNOHOK NiABOAHUX NMUCTKIB CTPINONNUCTA, MOXHA NOSICHUTY A€t
€K30reHHNX Ta eHAOreHHMX hakTopiB. Hamm nokasaHo, L0 IHTEHCUBHICTb OCBITNIEHHS Ha Mo-
BEPXHi MiABOLHUX NUCTKIB Maike Ha TPW NMOPSSKM HUXYa, HiK Ha NOBEPXHI HAABOAHUX NUCTKIB
(Hemyxa, 2011). Bigomo, LU0 BiCK, IKU YTBOPIOETLCS HA 30BHILLHI CTOPOHI KNITUH enigepmu,
ranbmye TpaHcnipayito Ta Bigbueae ynbtpacdionetosi npometi ceitna (Kerstiens, 1996). Ypa-
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XOBYIOYi i AaHi niTepaTypu, MOXHa CTBEpXyBaTy, WO B 3aTONNEHUX (MiABOAHMX) NUCTKax
CTPINONMCTa 3BUYANHOIO BiACYTHA TpaHCnipaLis Ta BigbUTTS CBITNA Bif NOBEPXHI NNACTUHKM.

Kpim Lboro, HeobXigHO BigMITUTY, WO HEAABHO B enigepMarnbHUX KniTuHax, 3baravyeHunx
BOCKOM, Oynun igeHTudikoBaHi renu (Ltp, LTPs Ta WAX9), aki BignosigatoTb 3a TpaHCKpun-
Wito ninigTpaHcnopTyloumx 6inkis. Y pasi ekcnpecii BiAnOBIAHMX TeHIB Y KNiTUHaX enigepmicy
BUSIBNEHO edbekT HakommyeHHs BignosigHoi MPHK (Clark, Bohnert, 1999). Ak BigOyBaeTb-
CA perynsuis cuHTesy BOCKY B enigepMi MOKM HeBIZOMO. My MOXEMO Nulle MpUnycTuTH,
WO 1Oro BiACYTHICTb (B emigepMi NigBOAHWX NUCTKIB), MOXe OyTW Hacnigkom reHeTUYHOI
NIacTUYHOCTI, B pe3ynbTaTi AKOi BigOyBaeTbCS iHriOYBaHHS CMHTE3y MOMEPEOHMKIB BOCKY
(C,,~ C,~ i C ~w-rigpokcukmpHux kucnor) i Bick-cuntetasu (fatty acyl-coenzyme A: fatty
alcogol acyltransferase) (Hauke, Schreiber, 1998; Lardizabal et al., 2000).

Ynbmpacmpykmypa knimuHHux 060/10HoK enidepmicy nucmkie Sagittaria
sagittifolia

JocnimkeHHs ynbTpacTPYKTYpU KITUH enigepmu i Me3odiny NIMCTKIB CTpinonMcTa 3suyan-
HOroO MEeTO4OM TPAHCMICIMHOT €NeKTPOHHOT MIKPOCKONMIT MoKa3arno neBHi BiAMIHHOCTI B CTPYKTYPI
KNiTUHHUX 0OOMNOHOK MiXX HaABOAHUMM Ta NiABOAHUMMN NUCTKAMM.

HadgodHi nucmku. 30BHiLLHI (NepukniHanbHi) 060NOHKW KNITUH agakcianbHoro enigepmi-
CY MOBITPSIHNX NIUCTKIB CTPINONMCTA 3BMYAHOTO Manu WnpKnHy 6ing 1,5 MkM Ta 40 2, 5 MKM —
Yy 30Hi aHTMKMiHanbHUX 060MoHOK. Taki 060MOHKM XapakTepuayBanuCh LUapyBaTicTio (puc.
2.5.1.3, a): 30BHiLLHii wWap ToBLYMHOW 40 0,1 MKM MICTUB €NEKTPOHHOLLiIMbHY KyTUKYIY, Cepea-
Hill NEKTO-LIeNtoN03HWIA Wap ToBLMHOW 1,2 — 1,5 MKM XapakTepu3yBaBCs TaKOX €MEKTPOHHO
WiNbHICTIO, TOAI AK BHYTPILLHIN wap (0,2 MKM 3aBTOBLLKW) MaB 3HXEHY ENEeKTPOHHY LLiMbHICTb
Mikpodhibpun yentonosn. KnituhHi obonoHku mesodiny ToHki (4o 0,2-0,3 MKM LUMPUHOD), 3
TMNOBO NEKTO-LIENIONTO3HOK CTPYKTYPOtO (puc. 2.5.1.3, 8).

[1i080odHi nucmku. MepukniHanbHi 060MOHKM BEPXHBOI Ta HUXKHBOI eniaepMu NigBOAHMX
NUCTKIB CTPINONMCTA 3BUYANHOIO 3a CTPYKTYPOIO BiAPISHUANCE Bif TaKuUX Y NOBITPSAHWUX NNCTKIB
CTPINIONNCTA 3HVKEHHSAM TOBLLYMHM 0O0NIOHOK YaBIYi, 0OCMabneHHsM eNeKTPOHHOI LWiNbHOCTI Ta
Ta HasBHICTIO PO3nyLUEHHS Mikpodibpun Lentonosu (puc. 2.5.1.3, 6), Toai, SK y KNiTHHWX 060-
NOHKax Me30Qify BigMIYEHO MOCUMEHHS eNEKTPOHHOI LWiNBbHOCTI CTPYKTYP CepeauHHOI nnac-
TUHKM Ta NEPBUHHOI 0BONOHKM, L0 KOHTAKTYE 3 MKKNITUHHUM NpocTopom (puc. 2.5.1.3, 8-0).

JHocnidxeHHss emicmy nonicaxapudie knimuHHUX 060/10HOK y Hade80OGHuUX i nideod-
Hux nucmkax Sagittaria sagittifolia

BioxiMiyHMmMK MeTogamu 6yno BU3HAYEHO BMICT Lientonoau, NirHiHy, reMilentonos, NekTuHy
Ta NPOTONEKTWUHY B HAABOAHMUX Ta NiABoOHUX NucTkax S. sagittifolia Ha dhasi BereTaTUBHOIO poc-
Ty. [okasaHo, Lo NiABOAHI YMOBI BUKMMKAIOTL 3MiHW Y BMICTi nonicaxapuais N1CTKiB: 36inbLUeH-
HS YABIYi BMICTY RirHiHy, remiLentonos — B 2,6 pa3a Ta NpoTonekTuHy — B 3,7 pasa; Todi K BMiCT
Lientonosn Ta nektuHy bys meHwum B 1,3 Ta 4 pasu, BigMnoBIAHO, Y NOPIBHSHHI i3 HAABOAHUMY
nucTkamu (puc. 2.5.1.4).
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Puc. 2.5.1.3. ®parmeHTn KniTvH enigepmicy (a, 6) i me3odiny (8-0) HaaBOAHMX (a, 8) Ta
nipBogHuX (6, 2, @) nucTkiB Sagittaria sagittifolia. Y ninBOAHNX NUCTKIB KNiTUHHI 060NOHKM
€enifepMmiCy TOHLLI N po3nyLLEeHi; cepeanHHa NnacTuHka 060MoHOK Me3odiny xapakTtepu-
3yeTbCs NiABULLEHOI0 ENEKTPOHHO WiNbHICTI0. PenepHa MiTka = 1 MKM

MopibHe MigBMLLEHHS BMICTY RirHiHY Ta remiLentonos paHile BUSBMEHO B MigBOAHMX CTe-
bnax Ludwigia repens npu nopiBHsaHHI 3 HagsogHumu ctebnamu (Little, 2003). Takum YnHom,
BiAMIHHOCTI BMICTY reMmiLentonos i Lemonosn nigogHux nuctkie S. sagittifolia neBHUM YMHOM
Y3roKytoTbCS i3 3MiHaMU YNIbTPACTPYKTYPU KNITUHHUX 060NOHOK (PO3MYLLEHHSM Ta 3HIKEHHAM

TOBLUJHW) Y AOCTIZKYBAHOMO BULY.
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Puc. 2.5.1.4. BmicT nonicaxapugiB y KniTWHHMX 0BOMOHKaX MOBITPSHMX Ta MiABOLHUX
nuctkax Sagittaria sagittifolia

OTxe, MeTOOM TPaAHCMICIAHOT ENEKTPOHHOT MIKPOCKOMIii HaMW BCTAHOBNEHO CYTTEBI Bia-
MIHHOCTIi B yNbTPaCTPYKTYpi i TOBLUMHI KNITUHHUX 060MOHOK NiABOAHMX Ta HAABOAHMX NUCTKIB
pocnigxysaHoro suay S. sagittifolia. Taki BiAMIHHOCTI BUSIBUAUCS TKaHWMHO cneuugivyHAMK: B
enigepmici nepukniHanbHi 0BOMOHKM CTaBanu TOHWMMK Ta PO3NYLWEHUMU, TOAI K 0OONOHKH,
30KpeMa MiKKIITUHHUKIB (POTOCUHTE3YIOUMX NAPEHXIMHUX KIITUH NIUCTKIB, 3aHYPEHUX Y BOAY,
CTaBany €NeKTPOHHOLWiNMbHUMM. MexaHism OpMyBaHHS TOHKMX KITITUHHUX OOOMOHOK Y Pi3HMX
TKAHWHAX POCINH NOSICHIOTb 3MiHAMW TYpPropy KNiTWHW Ta 3MEHLUEHHSM aKTUBHOCTI CUHTE-
Ta3, Wo 6epyTb yyacTb y CuHTesi nonicaxapugis obonoHok (Cosgrove, 1998). Wogo poany-
LUEeHHs KNiITMHHUX 0BOMOHOK, TO iCHye BaraTo mogenen Lboro npouecy. Meply rinotesy npo
KMCMOTHO-IHAYKOBaHWMA MeXaHi3M po3nyLleHHs 6yno 3anponoHoBaHo KnenaHgom Ta Pouni
(Cleland, 1983;. Rayle, Cleland, 1992). MisHiwe 6yno nokasaHo, Lo rigponi3 nonicaxapuais
NPy PO3NYLLEHHI — L& KOMMMEKHWI NPoLec, B SKOMY (epMeHTaTUBHUIA rigponia nonicaxapu-
AiB maTpukcy 0bonoHOK BiabyBaeTbCS 3a y4acTi EHAOIIOKAHa3 Ta ekcnaHcuHiB. OcTaHHi He
rigponi3ytoTb nonicaxapuau, a iHayKyTb po3Tar i 30inblylTh NNACTUYHICTL 060NOHOK B 3a-
nexHocti Big pH anonnacty (Cosgrove, 1998; 2001). Kpim Toro, eektopamu po3nyLLeHHs
060OHOK BUCTYNalTh (HiTOrOPMOHU. BCTAHOBMEHO, LU0 OAMH i3 MeXaHi3MiB PO3MyLLIEeHHS Kni-
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TUHHUX 060NOHOK y cTeben BULLMX POCAIMH Nonsirae B y4acTi GpacMHOCTepOiaiB, Sk, perynioto-
4y EKCNPECito reHiB BinkiB po3nyLeHHs, a came, KCUorntokaHeHaoTpaxcermokosunas (Clouse,
1997; Wada, Katsumi, 2005).

Bigomo, Lo came MOTOHLUEHMI Lwap KyTUKYIK Ta HasiBHICTb Nop abo po3nyLUeHb Y 30BHiLU-
Hix 060MOHKax enigepmu NigBOAHWX NUCTKIB CNpUsie ONTUMaNbHOMY TPAHCMOPTY rasis Ta BOAM
B JIUCTKaX B yMOBax 3aTonneHHs pocnuH (Hepyxa, 2011). BpaxoBytoun OTpUMaHi Hamm gaki
NpO BiAMIHHOCTI B yNbTPACTPYKTYpi enigepMarnbHUX KNiTUHHUX 0BOIOHOK IUCTKIB, 3aHYPEHNX Y
Boay, y S. sagittifolia, MOXHa NpUNyCTUTK, WO PO3NYLUEHA CTPYKTYpa NEPUKiHANbHUX TOHKNX
KNITMHHWUX 0BONOHOK enigepMicy NiABOLHWX NIMCTKIB € HACMIAKOM 3HUKEHOTO Typropy enigep-
MarnbHKX KIiTUH, aKTMBALii rigponas Ta eKCnaHCWHIB, a TakoX yyacTi BpacuHoCTepoiaiB Ans
ONTUMAanbHOrO PYHKLIOHYBaHHS TPAHCMOPTHUX NPOLECIB MiX NIMCTKOM Ta OTOYYIOYMM BOLHUM
cepegoBuLeM. Lli CTPYKTYpHI NPUCTOCYBaHHS, O4EBUAHO, MOXHA PO3rnaaaTh Sk agantalinHi
03HaKW MiLBOAHNX NUCTKIB O iICHYBAHHS Y BOAHOMY CEpefjoBULLi B yMOBaX 3MiHW K BMICTY,
TaK i WBWAKOCTI TPAHCMOPTY po3unHeHnX y Boai ioHis Ta rasis (CO,, O,, HCO, ).

Bigomo, wwo nirHiikayis KNiTMHHUX 0BONOHOK NApPEHXIMHWX KMITUH i KNITUH NPOBIAHMX
NyYKiB Y Me30@iTiB NOYMHAETLCA CaMe B KyTKax KMiTUH Ta B CEPEANHHIN NnacTMHL, LWo 3ano-
BHEHA NEKTUHOBMMM PEYOBMHAMY; Lii 30HW NOYMHAIOTLCA 30aravyBaTUCS rigpPOKCUADEHINOBUMM
Ta reasumnosumu oguHuusamm (Boudet, 2001), a Takox i peHonamm (kymapoBoto Ta epyro-
BOK KMCNOTaMu), ki CyxaTb Skopem Anis cCuHTe3y nirHiny (Lai et al. , 1999). Kpim Toro, meto-
[OM IMYHHOT LLUTOXIMIT TAKOX AOKa3aHO HAsIBHICTb JIITHIHY Y €NEKTPOHHOLLNbHUX 30HaX cepea-
WHHOI NnacTuHKM kNitux TIoTIoHY (Chabannes et al ., 2001). Bpaxoytoun ofepxaHi Hamu faHi
npo GinbLuUniA BMICT NirHiHy B 060M0HKax NigBOAHMX NUCTKIB JOCNIZXKYBAHOrO rigpodita Ta Ha-
SBHICTb €MNEeKTPOHHUX YLLiNbHEHb B MKKNITUHHUKAX i KyTKax DOTOCUHTE3YIOUMX NapeHXiMHMX
KMivH NiZBOAHWX IUCTKIB CTPINOSMCTA 3BUYANHOTO, Ta HABEAEHI BULLe AaHi NiTepaTypu, MOXHa
3p0OUTU NPUNYLLEHHS, O YLLINbHEHHS MK NapeHXiMHAMMW KNiTUHaMu y NiABOLHX IUCTKIB €
Hacnigkom MOCMMEHOro BigKNaAy Tam MirHiHy, Wo TakoxX MiATBEPAKYETLCS i BioXiMiyHNMK ga-
HUMU MO 36iNbLUEHHI0 BMICTY MirHiHY B NiABOAHUX NUCTKAX CTPINONNCTa 3BUYANHOTO.

KnituHHi 06ononku enigepmicy nuctkis Myriophyllum spicatum, Potamogeton
pectinatus Ta P. perfoliatus

MeToaamu CkaHyto4oi Ta TPaHCMICIHOT enekTPOHHOT Mikpockonii Jocnigxysanu nig-
BOAHI nuCcTkM Bogonepuui komocuctoi (Myriophyllum spicatum), paecHuka rpebiHvactoro
(Potamogeton pectinatus) Ta paecHuka npoHusaHonuctoro (Potamogeton perfoliatus), wo
3pocTanu Ha p. [Hinpo (6ins Kneea) Ha cTagii BeretatneHoro pocty (Heayxa, 2010, Nedukha,
2010). BuBueHHs ynbTpacTpyKTypu NOBEPXHi enigepmicy NifBOAHMX NUCTKIB LOCNILXYBaHNX
Bugis metogom CEM nokasano BigCyTHICTb MpoguxiB B enigepmici TUCTKIB LOCMiLKYBaHNX
BUAIB pocnuH (puc. 2.5.1.5, a, 2, €) Ta BiAMIHHOCTI B CTPYKTypi obonoHok (Tabn. 2.5.1.3;
puc. 2.5.1.5). YnbTpacTpykTypa noBepxHi nuctkis Gyna cneumdivyHo y KoxHoro suay. Mo-
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BEPXHS enigepmicy nuctkis M. spicatum 6yna BkpuTa CyLiNbHAM, HEPIBHOMIPHIUM 3a BUCOTOI0
LIapoM KyTUKyfW, OKPEMI enigepManbHi KNiTuHM He po3pisHannck (puc. 2.5.1.5, a). B enigep-
Mici crnocTepiranu HasBHICTb KOHyconogibHux nop (puc. 2.5.1.5, a Ta a', CTPiNku), 30BHILLHiN
JiameTp SIKuX Konneaecs Big 3 40 5 MKM. [Topu po3miLLyBanmnch HEPIBHOMIPHO, Ha BiACTaHi Big,
15 0o 25 MKm ofHa Bif 0AHOI.

Enigepwmic nuctkie P. pectinatus Bys ykpuTuii Maitxe napanenbHUMU rpebHSMU KyTUKynmn
(puc. 2.5.1.5, 2), BucoTa skux konmeanack Big 1,5 00 5 MkmM, JoBxuHa — Big 12 0o 45 mkm.
BHacnigok cyuinbHOro Wwapy KyTUKYIn Mexi OKPEMUX KMITUH HEe PO3PISHANNCS, TOAI SK KNITUHN
enigepmicy nuctkis P. perfoliatus (puc. 2.5.1.5, €) manu yitki mexi. KnitnHn npsimokyTHoi doop-
MW, MO KPasiX KMiTUH PO3MILLYBanu1Ch KyTUKYNSpHI rpebHi BUCOTO Ta LUMPUHOKD 40 4 MKM.

Takum YnHOM, YNbTPACTPYKTYpa NOBEPXHI NiABOAHWX NUCTKIB TPHOX BUAIB riapodiTie Xa-
pakTepuaysanacb CTabinbHAMK Ta NAACTUMHUMM O3HAKaMU. HasiBHICTb KyTUKYNIM Ha NOBEPXHI
enigepmicy Ta BiACYTHICTb Npoawuxie 6ynu cTabinbHUMKM 03HaKaMmu, fokanisallis X Ta po3mipu
KyTUKYNSpPHUX rpebeHiB — MiHMMBUMMW O3HAKaMM.

TABJNLA 2.5.1.3. MapameTpy 30BHiWHIX KNITMHHMX 06ONOHOK enigepmicy NiABOAHMX
nuctkiB Myriophyllum spicatum, Potamogeton pectinatus Ta
Potamogeton perfoliatus (n= 45-60) 3a saHMMM TPaHCMICINHOI
€neKTPOHHOI MikpocKonii

OsHaka M. spicatum P. pectinatus P. perfoliatus
[LnpnHa 0BONoHOK, MKM 15+04 46 +0,4** 2,7+0,5%
LLUnpuHa KyTuKynu, HM 250 £ 30 100 £ 10*** 50 £ 4**
LUnpurHa KyTUKYNSpHUX Nop, HM 20+4 17+3 45+0,5*

MMpuMiTka: napameTpu enigepmanbHUX KIiTiH IUCTKiB P. perfoliatus Ta P, pectinatus BOCTOBIPHO Bid-
pisHanuck (*P < 0.05; **P < 0.01; ***P < 0.001) Big napameTtpis knitun M. spicatum (Nedukha, 2010)

Kpim BigMiHHOCTEN y CTPYKTypi ODOMOHOK, Lie BWSIBMEHI CYTTEBI BIAMIHHOCTI N B ynb-
TpacTpykTypi xnoponnactis (Hegyxa, 2010). Ana kniTuH enigepmicy nuctkis M. spicatum,
P. pectinatus ta P, perfoliatus cninbHuMmn 03Hakamu 6ynu: HasiBHICTb XNOPONACTIB i3 BEMWKOK
KinbkicTio rpaH (Big 20 4o 52 Ha 3pi3) Ta TMnakoigie y rpaHax (4o 53) (puc. 2.5.1.5, 6, 6, 0, X),
rpaHynapHUiA KaHanikynSpHAN eHA0NNA3MaTUYHNIA PETUKYNYM, YUCTIEHHI pubOCoMM, TpULapo-
BiCTb KMITUHHUX 0BOSIOHOK, B SKIX PO3PI3HABCS 30BHILLHIA Wap KyTUKYIM, OCHOBHUIA NekToLe-
MNIONO3HWA Ta NepuniasmaTuyHui wapn (puc. 2.5.1.5, 8, @, x). BigMiHHUMM 03HaKamK KNiTUH-
HWUX 0B0NOHOK By CTPYKTYpa Ta TOBLUMHA 30BHiLLHIX 0B0NOHOK Ta ix wapis (Tabn. 2.5.1.3).
XnoponnacTtu JOCnigKyBaHUX BUAIB BiAPI3HANNCE 3@ KINbKICTIO TUNAKOIAIB Y rpaHi, KifbKiCTHO
rpaH Ha 3pi3 XI0ponnacty, HasIBHICTIO YK BILCYTHICTIO KPOXMasto, PO3MIPOM KPOXMarnbHWX
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Puc. 2.5.1.5. Knitunu enigepmicy nigogHux nuctkis Myriophyllum spicatum (a - 8,
Potamogeton pectinatus ( e - e') Ta Potamogeton perfoliatus (€ - x"). ['pebeHi kyTukynm
BKPWBAIKOTb MOBEPXHIO NUCTKIB (a, 2, €), Ha pUC. @ Ta @' CTPINKK BKa3ytoTb Ha KOHYCOBUAHI
Mopu; CKaHyro4a enekTpoHHa Mikpockonis. Ha puc. 8, ' Ta x' npeacTaBneHi 36inbLUEHi
(hparmMeHTm KyTukyn 06BefeHi NpSMOKYTHKOM B 0BONOHLi Ha puc. 8, e Ta X, BianoBia-
HO. KyTWKynsipHi nopu BKasaHi cTpinkamu (8, e’ 1a x'); TpaHCMICiilHa enekTpoHHa Mikno-
ckonisi. K — kytukyna, O6 — kniTuHHa obonoHka, Xn — xnopornnact. Macwtab = 10 Mkm
(a, 2, €);=5Mkm (a); = 1mkm (6, 8, 9, X); = 100 HM (puc. 8°, e, €', x')
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3epeH Ta nnactornobyn; MiTOXOHAPII BapitoBanu 3a LWNbHICTIO MATPUKCY Ta KiNbKIiCTIO KpUCT
Ha 3pisax. KoHOeHCOBaHMI TUN MITOXOHAPIN cnocTepiranu B KnituHax Potamogeton pectinatus
Ta P perfoliatus. Ha monepeuHux 3pi3ax KniTWH enigepmicy BUSIBMEHi KyTWUKYNsSpHIi mopu
(puc. 2.5.1.5, 8", e, e' Ta X' ). CepeHs LOBXMHA KYTUKYNAPHUX NOp Y KNiTUHAX enigepmicy
M. spicatum ctaHoBuna 6ing 130 HM; WinbHiCTb nop ~ 12-15 Ha nowWi B 1 MKM? NPOTSHKHOCTI
KyTUKYSK; Y KniTuHax P, pectinatus — LOBXWHa NMOp Y 3aN€XHOCTI Bif NMOLLMHM 3pidy KonmBanach
Big 80 o 100 HM, cepeHst LWinbHiCTb nop ~ 20 Ha 1 MKM? NPOTSBKHOCTI KyTukynu; y P. perfoliatus
- KYTUKYNISIpHi nopy Manu cnabky KOHTPaCTHICTb, 6yu iedb NOMITHAMM Y BUMMSGI OKPYTIMX enek-
TPOHHO NPO30PUX CTPYKTYP AiaMETPOM 4-5 HM.

TaK1M YMHOM, BriepLLe OnucaHi KyTUKyNapHi NOpK B 30BHiLLHIX 060MOHKaxX KNiTUH enigep-
Micy MiABOAHMX NUCTKIB rigpodiTiB M. spicatum, P. pectinatus ta P. perfoliatus, 1o 3poctanu
Ha p. OHinpo. OgepxaHi AaHi WoJo HAasBHOCTI Ta CTPYKTYPM XMOPONIIACTIB Y KNiTWHAX enigep-
Micy JOCRiXyBaHWX rigpodiTiB y3romxyThCs 3 JaHUMKU MO (POTOCUHTESY NiABOAHWUX NUCTKIB
(Hekpacosa u ap., 2003). Mu BBaxaemo, L0 HASABHICTb KYTUKYNSPHUX NOP Y KNITUHHWUX 060-
NOHKax enigepmicy NigBoAHMX NUCTKIB JOCNIAKYBaHNX rigpOqiTiB € BaXNMBOK aganTaviiHow
CTPYKTYPHOO 03HAKOK BUAIB A0 MiABOAHOIO iCHYBaHHS.

2.5.2. Ponb yenwnosu

Y nonepeaHbOMY PO3iNi MokasaHo, WO y 3aTOMNEHNUX POCHWH apakcianbHi 0BONOHKN KMiTWH
enifepmicy XapakTepuayoTbCs pO3MyLLEHO, HELLINBHOK CTPYKTYPOto, B SKiM MOXHA poarneai-
TU MyYKn Ta OKpeMi Mikpodhibpunu Lenonosu. Pasom 3 uum, GioxiMiuHi gocnimxeHHs aganTawii
cteben Ludwigia repens fo nigBOAHOr0 poCTy NOKa3anw, Lo OAHOYACHO i3 MPUCKOPEHM POCTOM
3aTonneHux cteben L. repens BMICT LIENON03K y KNITUHHAX 060N0HKax ByB MEHLLWM, HiX Y Haj-
BOAHMX opraHis B 1,6 pasa (Little, 2003).

3 iHwWoro 60Ky, y GiNbLIOCTI 3aTONMEHUX POCINH Y NIMCTKAX NPOANXYM BiACYTHI, abo X BOHM
He dyHKuioHyoTb (Hepyxa, 2011); 4acTuHY TpaHCMOPTHMX (OYHKLi# (MO anonnacty) Mix JIMCTKOM
Ta BOAHUM CEpefoBULLEM BUKOHYIOTb Came KNiTUHHI 060M0HKK enigepmicy. Boga agcopbyetses
aMOPHIMM 30HAMM LIEMtoNo3m, Y AKX AOMiHYHTb BogHeBI 38'a3ku (Brown, 1996). KpuctaniyHa
cknazoBsa Mikpodibpun Lientonoan He Gepe yyacTi B TPAHCMOPTi YW NOTMIMHAHHI BOGHWX MOMEKY.
Mepwwuin eTan agcopbuii monekyn Boam BigbysBaeTbCs B WoOCToMy rigpokenni (6-OHY) ogHoro 3
NaHLoriB MOMEKYNM amMopHOI Liefiono3n; Apyruin eTan — Le 3B'13yBaHHs MOMEKYN BOAM MiX
naHutoramn Mornekyn Lienonosan B 0aHin Mikpodgibpuni, 70670 Boga apcopbyeTbes Mix ABOMa
naHutoramn amopdHoi Lientonosu, Ta 3" etan — Konu BoAa NPUEAHYETLCA O MONEKyN BOAW, SKi
B)X€ 3B'A3aHi 3 amopdHoto dhopmoto Mikpodibpun uentonoau (Czihak et al., 1999; Nilsson Martin,
2006).

BpaxoBytoun BuLLe3a3HaueHi gaHi nitepaTypy, M BUCYHYN TiNOTE3Y, LLO OAHIEH i3 03HAK
ajanTauii pocnvHM A0 3aTOMMEHHs! NOBMHHA BYTU He TiMbKM BiAMIHHICTb Y BMICTI LIEMNHONO3M,
arne 1 nepeBaxaHHsa CUHTE3y i aMopdHOi opmu. OnTUMansHUM NPUKNaaoM Takoi aganTawii
[0 3aTONMEHHS MOXYTb BYTU AaHi NOPIBHANBHWUX CTPYKTYPHO-(DYHKLOHANbHUX LOCAImKEHD Lie-
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MNION031 y POCHNH, Y SKUX € MiABOAHI Ta HaABOAHI NUCTKK, 30kpeMa, Sium latifolium Ta Sagittaria
sagittifolia, a TakoX NUCTKM rigpOdiTIB, O POCTYTb TiNbkW Nig Bogot: Potamogeton perfoliatus,
P. pectinatus Ta Myriophyllum spicatum.

MoBiTpsiHO-BOAHA Ta cyxoainbHa chopma Sium latifolium, ha3a BereTaTMBHOro pocTy
[1id800Hi ma Ha080OHI IUCMKU ho8IMPSHO-80OHUX POCAUH. [OCMIAXEHHS po3nodiny uento-
no3u, NPOBEAEHE LMTOXIMIYHMM METOLOM 3a CTaHgapTHUM npoTtokoniom (Herth, 1980) i3 Bu-
KOpUCTaHHAM KOH(OKaNbHOro nasepHoro ckaHytodoro Mikpockona LSM 5 PASCAL, a Takox
METOAOM BiOXiMIYHOTO BU3HAYEHHS BMICTY aMOPHOI Ta KpUCTaiYHOI LIENKNo3n y MiaBOAHMX
Ta NOBITPSIHUX NINCTKAX BEXY LUMPOKOMMCTOrO NOKa3arno CyTTEBi BiAMIHHOCTI y BigibpaHux no-
kasHukax (Nedukha, 2008; Heayxa, 2010).

LinToximiyHe JocnimKeHHs nokanisadii Lentonosn B NUCTKax BOQHOTO eKOTUNY BeXy LUu-
pokonmcToro (puc. 2.5.2.1) nokasano, Wo Lentonosa gyopecLitoBana 3eneHNM KObOpoM
y obonoHkax agakcianbHoro Ta abakcianbHoro enigepmicy, nanicagHoi Ta rybyacrtoi napeH-
Ximu.

Y 30BHiLHIX 060MOHKaX enigepmicy ¢nyopecueHLis KOMNNEeKCy BUABNSNach No BCil
MOBEPXHI KIiTUH; B aHTUKMiHaNbHUX 000MOHKax enigepmicy Ta obonoHkax mesodiny dnyo-
PECLEHLS Lientonosn npocTexysanacs B3AoBX 060M0HOK. [poTe, iHTEHCUBHICTL (hnyopec-
LeHUii Lenonoau BigpisHanach y NigBOAHWX Ta HAABOAHMX NUCTKaX. Benuumnum iHTeHCUBHOC-
Ti (hnyopecueHLii komnnekcy kanbkonyop+Luentonosa npeactasneHi B Tabn. 2.5.2.1 1a Ha
puc. 2.5.2.1, x' (rictorpama). 3rigHO 3 OTPUMAHUMMW SAHUMU HTEHCUBHICTb (bryopecueHLii
y 060M0HKax BEPXHbOI Ta HKHBOI enigepMu MiABOAHMX NUCTKIB Byna AOCTOBIPHA HUKYOHK
(tabn. 2.5.2.1), Hix Taka y HagBOLHWX NUCTKIB Ta INCTKIB POCIMH, LLO POCM Ha cyxogoni. Y
KNiTWHax nanicagHoi Ta ry6yacToi napeHximu ii 3HaueHHs Bynu BULLi B NiGBOAHMX NNCTKIB.

bioximMiyHni aHanis nokasas, L0 BMICT LENONO3N B 3aTONSIEHUX NINCTKAX Ta B JIMCTKAX,
L0 BUIALLNM 3 BOSHOTO cepeaoBuLya, ByB BUCOKMM. BCTaHOBNEHO, L0 BMICT aMOPGIHOI Liesio-
no3n y nucTKax konueaecs Big 61 4o 67 %; BMICT KpucTaniyHoi Lemonosun 6ys mMaibke BOBIvi
HWK4UM (Tabn. 2.5.2.2). BigHOWeHHS aMopdHOi Lentonosn 4o KpucTaniyHoi y NiaBoOaHMX Ta
HagBOOHMX nucTKax 6yno JocuTb BUCOKMM i konmeanocs Big 1,93 go 2,06.

Tluemku cyxodinbHux pocauH. LMToxiMiYHWMIA aHani3 po3noginy Lentonosu B KNITUHHKX
060M0HKaX LinbHWUX Ta NEPUCTOPO3CIYEHNX NNUCTKIB CyXOMiINbHOTO eKoTUMy BEXY NOKasas, Lo
KoMMnnekc kanbkonyop+uentonosa nyopecLitoBas 3eMeHUM KONbopoM Yy 060M0HKax afgak-
cianbHoro Ta abakcianbHoro enigepmicy, nanicagHoi Ta rybyacToi napeHximu (puc. 2.5.2.1, e,
€). Y KniTuHHUX 06010HKax hnyopecLeHLis Komnnekcy kanbkognyop-Lentonosa 6yna cyuink-
HO0. [HTEHCMBHICTb hiyopecLeHLii Lemtonoan npeactasneHi B Tabnuui 2.5.2.1 1a Ha puCyHky
2.5.2.1, 3' (rictorpama). 3rigHO 3 OTPUMAHWMU LaHUMM HTEHCUBHICTb DNyopecLieHLii B 30-
BHILLHIX KMiTMHHMX 0BOMOHKax ajakcianbHoi Ta abakcianbHoi enigepmu nucTkis Byna gocro-
BIPHO BWLLOKO, HiX Taka B KNiTUHaX nanicagHoi Ta rybyactoi napeHximm (tabn. 2.5.2.1).
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Puc. 2.5.2.1. Knitunm enigepwmicy (a, 6, e, 0, €, X, 3) Ta Me30ddiny (8, ) NNCTKIB NOBITPSHO-
BOOHMX (a-0, X, 3) Ta cyxominbHux (e, €) pocnuH Sium latifolium nicns iHKy6awii y po3umHi
kanbkocpnyopy (k.) Komnnekc yentonosa + k. chnyopecLitoe 3eneHUM KonbopoM, aBTodny-
OpeCLEHLis Xopodinly YEPBOHOIO KOMbOPY. X', 3" — riCTOrpami iIHTEHCMBHOCTI chnyopecLeHLii
Komnnekcy Lentonosa + K. (3eneHa kpuea) Ta aBTodnyopecLeHLii xnopodiny (4epBoHa Kpu-
Ba). o ropusoHTani — BigcTaHb (MkM), sika byna npockaHoBaHa, no3HayeHa 6inoo CTpinkoio
(%, 3), N0 BepTMKani - iHTEHCUBHICTb (hlyopecLieHLii B yMOBHUX oanHuuax. Macwutab = 50 Mk
(Hemyxa, 2011)
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TABITULA 2.5.2.1. BigHOCHWMIA BMICT Lientono3u Lenono3un y KniTMHHUX 000M0HKax
NUCTKIB NOBITPsAAHO-BOZHOrO ekoTuny Sium latifolium y dasi
BeretaTuBHoro pocty (Hepyxa, 2010, a)

[HTEHCUBHICTb (hriyopecLieHLiT Lientonoam B KNiTMHHUX 060MOoHKax

KniTuHHa 000noHKa/TKaHnHa pi3H|/|X J'IMCTKiB, Biﬂ,H. of.
MOBITPSIHO-BOAHUX POCHMH CyXOAIMbHNAX POCAWH
MiABOAHI NNCTKN HaaBOOHI NUCTKK NNCTKK i3 LinicHoto

NNacTNUHKOK

ApakcianbHuii enigepmic
nepukniHanbHa 0bonoHka 86,36 + 5,09 148,39 £ 10,60* 135,77 £ 10,19*
aHTVKNiHanbHa obonoHka 62,14 + 4,34 107,17 £ 9,09* 87,24 + 4 34*

AbakcianbHuii enigepmic
nepukniHanbHa 0bonoHka 82,00 + 1,08 129,00 £ 10,74* 245,00 + 9,08*
aHTVKNiHanbHa obonoHka 48,02 + 3,24 84,00 + 7,06* 105,92 + 8,24*
ManicagHa napeHxima 142,83 £ 10,01 90,83 £4,01* 115,83 £ 10,01*
l'ybuacTa napeHxima 100,84 £+ 13,09 58,42 + 3,09 49,84 £+ 4,09*

*P < 0,05- JocmogipHO 8i0pi3HAMBLCS 8i0 3Ha4YeHb Y KITIMUHHUX 0600HKaX nid80OHUX IUCMKie

TABITULA 2.5.2.2. BMicT Lientono3u B NMMCTKOBMX NIaCTUHKAX NOBITPAHO-BOAHMX Ta
CyXoainbHuUx pocnuH Sium latifolium y ¢asi BereTaTUBHOro pocty
(Hepyxa, 2010, a)

BMicCT Lentonosm y pisHux nucTkax Bexy

Llentonosa MOBITPSIHO-BOZAHWX POCIMH CYXOAIMbHAX POCAWH
Y MiABOAHUX UCTKAX | Y HAABOAHWX NUCTKAX | Y NUCTKaX i3 LiniCHOK
NNacTUHKOW

3aranbHuit BMICT
Lentonosu,

me 2 cyxoi macu, % 95,40£1.82(100 %) | 79,70+ 3.14 (100 %) | 141,40+ 3,82(100 %)
BmicT amopdHoi
Lenonosu,

me 2 cyxoi macu, % 63,94 £8.80(66,9%) | 52,32+6.55(65,6 %) | 71,04 £8.80(53,3 %)
BwmicT kpuctanivHoi
Lenonosu,

me 2" cyxoi macu, % 31,01+£3.14(33,1%) | 27,09+2.02(34,4 %) | 69,01 £3.14 (49,7 %)
BigHowweHHs BmicTY
amopdhHOI Lentonosn oo

KpucTaniyHoi 2,06 1,93 1,02
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3a pesynbtatamu 6ioxiMiYHOro aHanisy 3aranbHUA BMICT LIEMION03N Y NIUCTKAX CYXO4iNb-
HWX pocnnH ByB B 1,3-1,5 pa3a BULLMM, HiX Y MiABOAHUX NUCTKIB NOBITPSHO-BOAHMUX POCIVH
(Tabn. 2.5.2.2). JIUCTkN CyxominbHUX POCANH MICTUAM YaBIYi Binblue KPUCTaNiYHOI LLEN0N03Nn
B MOPIBHSAHHI 3 MiABOAHMMMW NWUCTKAMM Ta HAOBOAHWMM B MOBITPSHO-BOAHMX POCIMH. Kpim
TOTO, BiJHOLEHHS BMICTY aMOpHOi 40 KpuUCTaniyHoi hopmu LIENONo3un Takox B6yno maixe
YABIYI HUXYMM, HXX Take B NiABOAHMX Ta HAABOAHWX NUCTKAX MOBITPSIHO-BOAHMX pocnuH (He-
pyxa, 2010, a).

TaKM YUHOM, LIUTOXiMIYHI Ta BiOXiMiYHi SOCMIMKEHHS PO3MOAiNY Ta CKnaay Lentonoau B Kii-
TUHaX JINCTKIB NOKa3anw, LU0 Letonosa € YyTanBuM nonicaxapuaom KIiTHHOT 060NOHKM, ii BMICT
i cknaf y nepiof BeretaTMBHOIO POCTY 3MIHIOBANMUCS 3afIEXHO Bif OTOYYKUMX YMOB €KOTUIY.
[MopiBHANBHUIA aHani3 BMICTY LESONO3n Y 3aTONMNEHUX IUCTKAX i HAABOAHMX NIUCTKAX NOBITPSHO-
BOAHOI, @ TaKOX B NIUCTKaX CyXOAiNbHOT (hopM BeXY Ha CTafil BereTaTUBHOTO POCTY NOKa3as, Lo
piCT NUCTKIB MiZ BOLOKO CMPUSE YNOBIMbHEHHIO CUHTE3Y Lientonosu. Bigomo, Wo iHTEHCUBHICTb
CYHTE3y Lientornoan 3anexuTb Bif BMICTY il nonepeaHuKis (rMioKko3u), akTMBHOCTI LIEoN030CHH-
TeTa3 Ta akTueaLli renis i3 poguHu CesA (Richmond, Somerville, 2000). AsTop npunyckae, Lo y
3aTOMMEHNX JIMCTKAX 3HUKEHW BMICT LIeNonosu B Nepios BEreTaTMBHOTO POCTY 3yMOBMIOETHCA
rnocnabneHnm CUHTE30M IMIOKO3K Ta iHribyBaHHAM BignosigHUX rewis (Hegyxa, 2011).

36inbLUeHHs BMICTY aMOpChHOI Lenionoan B 3aTOMNNEHUX NUCTKAX Y MOPIBHSAHHI 3 NUCT-
Kamu POCMWH, LLO POCAM Ha CyXO4oMi, aBTOPU MOSICHIOKTL TUM, WO B 3aTOMMEHWUX POCHWH
BMCOKMI BMICT aMOPCIOHOT LIENIONO3M, 04EBUAHO, CrIPUSE akyMynayii Boau Ta ii TpaHcnopTy
no amonnacty. Kpim TOro, y xoAi AocnifjxeHb BULY NeTyHii Ta myTauTa Petunia hybrida 3a
reHom PhEXP1 BcTaHOBNEHO, WO MyTaHTHUI anenb RSW1 Bignosigae 3a cuHTe3 amopHoi
uentonosu (Zenoni et al., 2004). BpaxoBytoui Li AaHi, aBTOp npunyckae, Lo 36inbLIEHHS BMICTY
aMopgHOT Lenono3u y NigBOAHNX NUCTKaX 3yMOBMEHO FeHeTUYHUMM BiAMIHHOCTSMMY, | € afan-
TaLiHOI (YHKLIOHANBHOI0 03HaKo 3aTonneHnx pocnud (Hegyxa, 2011).

Sagittaria sagittifolia, paza BereTaTUBHOro pocTy

MosimpsHi cmpinonodibHi nucmku. LIMTOXIMIYHMI aHanis Lentonosn B NUCTKax CTpino-
nMcTa 3BMYANHOIO NoKasaB 3eneHy hryopecLeHuito B 060M0HKax agakcianbHoro Ta abakci-
anbHOro enigepmica, a Takox y KnitmHax mesodiny (puc. 2.5.2.2, a-8). IHTEHCUBHICTb (ry-
opecLeHLii komnnekcy uenmonosa+kanskodnyop Gyna pisHow B TkaHuHax (tabn. 2.5.2.3;
puc. 2.5.2.2, e). 3oBHiwHi 06010HKK enigepmicy Ta 060MOHKM 3aMUKaUUX KAITUH NPOAMXIB
XapaKkTepuayBasnmcst BUCOKOK iHTEHCUBHICTIO dpriyopecueHuil Lentonosn. Makcumym iHTeH-
CMBHOCTI hnyopecueHuii ans uentonosu B abakcianbomy enigepmici craHosus 25000 nikce-
nen (3eneHa ninig), ans astocbnyopecueHuii xnopodiny — 150000 nikcenen (4epBoHa niHis)
(puc. 2.5.2.2, x).

BmicT uentonoan y HaaBoaHMX NUCTKax 3a BioxiMiyHUM aHanisom (1abn. 2.5.2.4) 6yB Hux-
4nM, HiX BMICT remiLlesTtonos Ta NekTuHy, i ctaHoBwB 86 + 5,9 me/2p cyxoi macwm.

[1i0godHi nucmku. AHanoriYHo A0 HaABOLHWX NUCTKIB, LMTOXIMIYHMIA aHani3 nokasas 3e-
neHy hrnyopecLeHLilo KOMNekey Lentonosatkanbkodnyop y KniTuHHUX 0BonoHkax enigepmicy
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Ta (HOTOCMHTE3YI0YOI NapeHxiMm nigBogHux nuctkie S. sagittifolia (puc. 2.5.2.2, e, 0). BusiBneHi
BiAMIHHOCTI B iHTEHCMBHOCTI (hryopecLieHLi Lentono3m B 060MoHkax enigepmicy Ta OTOCUH-
TE3YH040i napeHxumu. BigHocHa iHTEHCHBHICTL hnyopecLeHLii npeacTasnHa B Tabn. 2.5.2.3 Ta
Ha puc. 2.5.2.2, ¢, €' (rictorpama).

lMokasaHo, L0 iHTEHCUBHICTb NOMIHECLIEHLT LIENtono3n BapitoBana: BoHa 6yna yaidi HUx-
4Ot Yy enigepMici 3aTONNEHNX JIUCTKIB Y MOPIBHAHHI i3 HAABOAHUMMW NUCTKaMK. Y TOW Xe yac,
iHTEHCUBHICTb JIIOMIHECLIEHL,ii B 000MIOHKax POTOCKUHTE3YHOUOI NapeHxiMmu Byna TPoXu BULLOHO,
Hix B 0BOMOHKax rybyactoro Me3oqiny Ta k4O B 1,5 pasa y NopiBHSHHI i3 060OHKaMK na-
nicagHoi napeHxiMyn HagBOAHMX NNUCTKIB. HeoOXigHO BIAMITUTK, WO BIGHOCHWA BMICT Lietonosmn
B @HTUKNiHaNbHUX 060MOHKAX enigepmMn 3aTOMMEHNX NUCTKIB 3aBXaun OyB BULLMM, HiX B nepu-
kniHanbHUX. BCTAHOBNEHO, L0 MAKCUMYM iIHTEHCMBHOCTI dhriyopecLeHLii Lentonosn B enigep-
MasbHMX 0B0NIOHKax BYB HUKYMM, HX Y HAagBOAHMX, | cTaHoBmB 20000 nikcenei (puc. 2.5.2.2, 3),
Makcum Ans asTonyopecueHLii xnopodiny 6yB HKYMM, HiX Y HAABOAHUX NIUCTKAX, | CTAHOBMB
100000 nikcenen.

bioxiMiyHe BM3HAYEHHs BMICTY LieS0f1031 B MiABOAHMX JIMCTKaX CTPINofmMcTa nokasano
3MEHLUEHHS! B MOPIBHSIHHI 3 TAKWM Y HaABOAHWX NncTKax (Tabn. 2.5.2.4).

Omxe, UMTOXIMIYHWIA @HaNi3 pO3NOAiNy Ta BiZHOCHOTO BMICTY LIENHOMNO3M B eNiAepMICi NNCTKIB
S. sagittifolia noka3sa, LLO IHTEHCWUBHICTb (hyOpeCLeHLi LLentonosmn 3anexuTb Big Tuny 060mnoH-
Kn: B NEPUKNIHANBbHMX 0B0MOHKAX NiABOAHUX SMCTKIB BiZHOCHMIA BMICT LIEN0No3n 6yB MEHLLNM,
HIX B TaKuX e 060NOHKax HaABOAHMX IUCTKaX.

TABJIMUA 2.5.2.3. BigHOCHWI BMICT Lienton03u B HAABOAHMX Ta NiABOAHMX NIUCTKAX
S. sagittifolia

Bua / TkaHmHa / kniTuHHa 060M0oHKa [HTeHCMBHICTb nyopecueHLji
Lienonoan , BigH. og

HapgsopaHi nuctkm | [MigBOAHI NUCTKK

ApakcianbHuii enigepmic (abo x enigepmic nigBogHNUX

TIUCTKiB)
nepukniHanbHa 060omnoHka 99+9 41+ 3,7
aHTUKNiHanNbHa 000MNoHKa 146 + 13 69 +5,7**
Mpoanxu
KNiTWHHa 0BONIOHKA MopK 45+ 39 BigcyTHi
nepukniHanbHa 060MoHKa 3aMUKaUMX KIiTUH 52+3,7 -
aTuKniHanbHa 0DOMOHKA 3aMUKAUMX KMITUH 113+ 11 -
AbakcianbHuii enigepmic
nepukniHanbHa 060mnoHka 30+3,7 25+17
aHTUKNiHanNbHa 000MoHKa 112 + 11 65 + 3,9**
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Puc. 2.5.2.2. LintoximiyHa chnyopecLeHLis Lenonosn y KnitHax HafBogHUX (a-e) Ta nigeoa-
HWX nnCTkiB (2-e) Sagittaria sagittifolia. Jlokanisauis Lemonosu mae 3eneHy nyopecueHuit. Tka-
HWUHW NUCTKA: @ — ajakcianbHuid enigepmic, 6 — ry6yacta napeHxiMa, B — afakcianbHui enigepmic,
2, 0 — (hoTOCKHTE3YI0YaA NapeHxiMa NiABOAHOM NUCTKa, e, €', €, €' — ricTorpamu iHTeHCUBHOCTI chryopec-
LieHLiT Lentonosu (3eneHa niHis) Ta iHTEHCWMBHOCTI aBTOnyopecLeHLii xnopodiny (4epsoHa niHis). Op-
JuHaTa — iHTEHCUBHICTb (priyopecLieHLii, BigHOCHI oguHmui (nikceni). Abcuumca — Bigaanb (Mkm), wwo byna
npoCkaHOBaHa Ha PUCYHKy e Ta €. Lis Bigaank nokasaHa 6inoto CTpinkoto Ha pucyHkax e Ta €. Ha giarpamax
XK Ta 3 — abCOMOTHE 3HAYEHHS IHTEHCUBHOCTI (hTyOpeCLEHLii Lientonoan B mikcensix (3eneHa vyactuHa fgia-
rpamu) Ta aBTodryopecLieHLii xnopodiny (YepBoHa YacTuHa giarpamu). Macwwrab = 50 Mkm
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[MpodosxeHHss mabn. 2.5.2.3

Bup / TkaHuHa / KniTMHHA 060MOHKa [HTEHCMBHICTb (hyopecLeHLi
Lentonosn , BiﬂH. oa
HapgBopaHi nuctkn | [MigBoaHi nuCTKK
[Mpoamnxu
KNiTWHHA 0BONIOHKA MopK 490+38 BigcyTHi
nepukniHanbHa 060MoHKa 3aMMKaUmMX KIiTUH 36+ 3,1 -
aHTUKNiHaNbHa 000NOHKA 3aMUKaUMX KIITUH 147 +17 -
ManicagHa napeHxima 106 + 11 BigcyTHs
l'ybuyacTa napeHxima (41 OTOCUHTE3YHOYI KIITUHM
NigBOAHMX NUCTKIB) 56+35 69 + 3,9*

MpuwmiTtka: * - P < 0,05; ** - P < 0,001.

TABITULA 2.5.2.4. BioximiuHi xapakTepuctuku nucTkiB S. sagittifolia y dasi
BereTatuBHoro pocty (Nedukha, Kordyum, 2013)

Mapametep HapsogHuin nucTok [inBOAHMI NUCTOK
BwmicT Bogm y nuctky, % 88,7+0,7 93,8 +0,9*
BwmicT uentonosu, me/e CM 86+59 71 +3,7*
BwicT remiuentonos, me/e CM 357 + 11 397 £12*
BwmicT nektuHy, me/e CM 210+ 14 50,4 +4,7*
BwmicT npotonektuny, me/2 CM 22,7 31 86,3+7,1*
BwmicT nirHiny, me/e CM 256 + 3,1 58,6 +4,9*

(CkopoyenHs: CM - cyxa maca); Mpumitka: * - P < 0,05; **- P < 0,001.

OTmxe, UMTOXIMIYHUM METOAOM NOKa3aHO, WO BiZHOCHUIA BMICT LIEMONO3N Y KNITUHHUX
oboroHkax enigepmicy Ta OTOCUHTE3YKYNX KNITUH MiABOLHUX IUCTKIB BYB MEHLLUM, HiX Yy
BIANOBIAHMX TKAHWHAX HAABOAHMX NUCTKIB. Bigomo, Wwo Mikpodibpunu Lenonosn B CBOEMY
cKnagi MiCTATb ik aMOPWHi, Tak i KpUCTaniyHi AiNsHKW, 0CTaHHI HaAaTb MeXaHiYHOT MILHOCTI
0B0MOHL 11 MOXYTb PO3rNsAAATUCA SK OCHOBHA CKNafoBa €nacTUYHOCTI BTOPUHHUX 0BONOHOK
(Tanaka et al., 2003). Basytouncb Ha LbOMY, AOCILHUKNA BUCYBAKOTb HACTYMHI NPUMYLLEHHS:
MpuW 3aTOMMEHHI 30BHILUHI NepuKMiHamnbHi 000NOHKK enigepManbHUX KNITUH JOCHIAKYBaHUX
POCINH € BifbLL THYYKUMM, TOOI AK KNITUHHI 0BOMOHKM (DOTOCUHTE3YHOYOT NapeHXiMu 3aaTHi
B0 Binbwunx MexaHivHux HaBaHTaxeHb (Nedukha, Kordyum, 2013). MexaHiam Takux 3MiH nokm
3anuLaeTbCs BIAKPUTAM A1 Nodarnblwmx JOCHigXeHb.

BioxiMiyHMIA aHani3 BUSBMB BiAMIHHOCTI y BMICTi LEMoNo3n B MiLBOAHWX Ta HafBOOHUX
nuctkiB S. sagittifolia: Barome 3MeHLLEHHS — B ICTKaX, Ak 3pocTany nig Bogoto. [laHi nitepatypu
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LLOI0 BMICTY Lientonosu B 3aToNMeHuX pocnnHax pisHi. Rose-John ta Kende (1984) He Busiuu
BiAMIHHOCTEN Y BMICTI LIentono3mn B 3aTOMNEHMX Ta HAABOAHWX MiXBY3nsx cTeben pucy, Togi sk
Little (2003) nokasaB 3HWxXeHHs B 1,5 pasa BMICTY LeNtonosn y 3atonmneHux naroHax Ludwigia
repens y MOPIBHAHHI i3 HaABOAHUMU naroHamu. MoXnuBo, Lie 3anexuTb Bif BULY, TKAHUHM Ta
CcTagii po3BUTKY pocnuH1. Mu npunyckaemo, Lo 3HKEHHS BMICTY LIENonoau B NigBOAHUX opra-
Hax LOCMimKyBaHMX BUAiIB MOXe OYTy HacMigKkoM iHribyBaHHS reHiB CesA, Wo KoaytoTb hepMeHTH
CUHTE3y Lientonosu, sk y nepeuHHUX (Taylor et al., 2000), Tak i BTOPUHHUX KMiTUHHUX 060NOHKaX
(Tanaka et al., 2003). Kpim T0ro, BiOMO, LU0 B 3aTOMAEHUX NUCTKaX Ta CTebIax POCMH 3HIKY-
€TbCA aKTUBHICTL dpoTocuHTe3y (Mommer, Visser, 2005; Mommer et al., 2007), o npu3BoanTL
[0 3HVKEHHS! BMICTY aCUMINIATIB, BKTOYAK0UM N BMICT ITHOKO3M, Sika CryxuTb OydiBenbHUM MaTe-
pianomM Ans cMHTE3y MONeKyn Lientonosn. BpaxoBytodi BULLEe3a3HaueHi AaHi nitepaTypu, MOXHa
NPUNYCTUTK, LLO 3HKEHHS 3aranbHOMO BMICTY LIENNo3n Ta NiaBULLEHHS BMICTY aMOpdHOI Lie-
MNION031 Y 3aTOMNEHNX NUCTKAX MOBITPSHO-BOAHUX POCIH BEXA LLIMPOKOIUCTOrO Ta CTPifonucTa
3BMYANHOTO, O4EBWAHO, 3YMOBIIEHI SIK 3HWKEHHSAM aKTUBHOCTI (DOTOCUHTETUYHWX NPOLLECIB, TaK |
FEHETUYHUMM BIAMIHHOCTAMM 3aTONNEHNX Ha HAABOAHMX NNCTKIB.

2.5.3. Ponb kanosu

Y paHHix poboTax no BMBYEHHIO BNMBY NPUPOLHOTO 3aTOMMEHHS Ha nonicaxapuay NucTkie
Alisma plantago-aquatica i3 BUKOPUCTaHHSM MOMIHECLLEHTHOT MiKpocKonii nokasaHo, Lo Big-
HOCHMI BMICT Karnosu Yy KniTMHHUX 0BOMOHKaxX NUCTKIB, YepeLLOoK skux ByB y BOAi, @ NnacTuHka
nigHiManacs BUCOKO Hag BOAOK, AOCTOBIPHO MepeBuLLyBaB BMICT Kanosn y IMCTKAX LbOro
X BMAY, O pocnu 3a Kinbka MeTpiB Big Gepera Ha cyxoponi (p. Mcbon, Montascbka 0611.)
(tabn. 2.5.3.1) (Hegyxa, Ospyubka, 1998). ABTopamu BUSBNEHO, L0 B 060MOHKaX KIiTUH eni-
Aepmicy Ta Me3odiny Kanosa NIOMIHECL|it0Bana Y BUMMsAI OKPEMX 3epeH, Togi Sk y 0B0onoHKax
TpaxearnbHUX eNeMeHTIB — y BUrNsAi CyLinbHOro Lwapy.

TABITMLA 2.5.3.1. BinmB BOGHOTO OTOYEHHA Ha BiHOCHMIA BMICT Kanosu y KniTMHHUX
000/10HKax HU30BUX NIUCTKIB YaCTyX1 NOJOPOXKHNUKOBOI
(Hepyxa, OBpyubka, 1998)

, , IHTEHCMBHICTb (hryopecLeHLii kKarnoau B KNiTMHHUX 0BONOHKAX TKaHUH
K”'T_“HH' obonoHkv NIUCTKIB YaCTyxu, WO pocna B Pi3HUX YMOBaX, BifH. 0f.
Pi3HNX TKaHUH _ : _
y BOgi Ha Gepesi (cyxogin)
Eninepwmic 0,105 £ 0,003 0,039 £ 0,004*
Me3sodin 0,135+ 0,005 0,016 + 0,006*
Cyauun kemnemmn 0,272 £ 0,006 0,104 + 0,003*

Mpumitka : * - p < 0.05
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PeTenbHe nNOpIBHAMbHE AOCTIMKEHHS BMAMBY MNPUPOAHOTO 3aTOMMEHHs Ha po3nogin
Ta BiOHOCHWA BMICT kanoau 6yno npoBedeHO Ha HaLBOAHMX Ta MiABOAHWX nucTkax Sagittaria
sagittifolia.

Sagittaria sagittifolia, ho3a eezemamugHo20 pocmy. Hadgo0Hi nucmku. LINToXiMiyHUM
METOZOM MOKa3aHo, LU0 Kano3a fiokanisyeTbCa B KMITUHHUX 0B0MOHKaX enigepmu, Me3odiny Ta
CYZVH MPOBIAHMX NYYKIB CTPINONOAIGHMX HagBOAHMX NUCTKIB (puc. 2.5.3.1, a). Komnnekc aHiniHo-
BMI CYHIA+Kano3a B 4OCMiMKYBaHMX TKaHWHAX GoryopecLiitoBaB SICKPaBO-3eMEHNM KONbOPOM. 3a
poromoroto nporpamn «PASCAL» Ha nasepHOMy CKaHyBasibHOMY KOH(DOKanbHOMY Mikpockoni
BM3Ha4aM BigHOCHMI BMICT Kanoau B 060M0HKax JOCimKyBaHUX TkaHuH (Tabn. 2.5.3.2). Beta-
HOBMEHA HACTYMHa 3aneXHiCTb IHTEHCMBHOCTI (hryOpPeCLeHL|ii kKanoau Big TUNY TKaHUH: KIITUHHI
000MOHKM CYAMH > aHTUKITIHANbHI 0O0MOHKM HXKHBLOI | BEPXHBOI enigepMm > nanicagHa napeH-
xima > rybyacTa napeHxima.

Y HaaBOAHWX NUCTKaX CTPINONMCTa B aHTUKMIHANbHUX 060NOHKAX BEPXHBOT Ta HMKHLOI eni-
[EpM, a TakoX 3aMUKaruMX KMiTUH NPOAUXIB HKHBOI enigepMm iHTEHCHBHICTb qiyopecueHLii
kanoan 6yna JOCTOBIPHO BULLIOK, HiX B NEPUKIIHANBHMX 060MOHKAX LMX KNiTH (Tabn. 2.5.3.2).
B obonoHkax KniTwH nanicagy BMICT Kanosn Takox OyB Ginblumm, HiX y KniTuHax ryGyactoro
Me3odiny.

BcTaHoBRMEHO, Lo MakcumarbHa iHTEHCUBHICTb priyopecLeHLii kanoau B Me3odini Ta npo-
BigHMX nydkax cTaHoBuna 51804 nikcenen (puc. 2.5.3.1, 9; 3eneHa, HUXHS YacTiHa giarpamu),
MaKCUMarbHa iHTEHCUBHICTb (hnyopecLieHLi Xnopodinia y KniTuHax Me3odiny Takox byna go-
CUTb BICOKOIO 11 CTaHOBUNA 223347 nikcenen (BepxHsl, YepBOHa YacT1Ha diarpamu), xo4a B vac-
TUHW KNITWH LA BenuunHa byna e BALLOH.

[Mids800Hi nucmku cmpinonucma. ®rnyopecueHLis kano3u BUsIBMEHa B KMITUHHWX 060-
NOHKax enigepmicy, POTOCUHTE3YKYOI NAapeHXiMM Ta CyAWH NPOBIAHMX nyukiB (puc. 2.5.3.1,
6). BctaHOBMEHO, LU0 YMOBU 3pOCTaHHS NIUCTKIB Y BOAI CIPUYNHANM JOCTOBIPHE MiABULLEHHS
BMICTY Karnosu B NepukniHanbHUX Ta aHTUKNIHaNbHUX 060NOHKax enigepmu, B 060MOHKax cy-
OVH NPOBIAHMX MyYKiB, POTOCMHTE3YHOYOT NAPEHXIMU Y MOPIBHSHHI i3 @HANOTIYHUMM KMITUHHN-
M1 060ONOHKAaMM HaBOAHMX NUCTKIB. BigMIHHOCTI B iHTEHCMBHOCTI oyiyopecLeHLii koMnnek-
Cy aHiNiHOBMI CYHIN + Kano3a nokasaHi B Tabnuyi 2.5.3.2 ta Ha pucyHky 2.5.3.1, e (rpadik).
3anexHicTb iIHTEHCUBHOCTI (hnyopecLeHLil Kanosn B KMiTUHHUX 060NOHKaX MiABOAHMX NNCTKIB
CTpifionMcTa 3BnMYanHoro 6yna Takot: KMiTMHHI 060NOHKM CyAWH NPOBIZHOTO MyyKa > nepuki-
HanbHi 000MOHKKM enigepmmn > 1-ui Wwap HOTOCMHTE3YHUOI NAPEHXIMM > aHTUKMIHaMbHI 060-
NOHKM enigepmicy > 2-uin-4uin lapu HOTOCUHTE3YI0UOT NapeHXiMM.

HeobxigHo BigMITUTW, O MaKCMMarbHa IHTEHCUBHICTb (PRyopecLeHLl Kanoau B KMITUHHIUX
o6ornoHkax POTOCUHTES3YHUOI MAPEHXIMI Ta MPOBIAHUX NyyKkax Ta enigepmicy 6yna BTpuYi BULLA,
HiX Y HaABOAHMX NMUCTKaX, i cTaHoBuna 174287 nikcenen (puc. 2.5.3.1, e; 3eneHa yacTuHa fia-
rpamu). MakcumanbHa iHTEHCUBHICTb aBTodIyopecLeHLii xnopodinis y KNiTMHax napeHxiMm Ta
enigepmicy craHosuna 242056 nikcenen (puc. 2.5.3.1, e; YepBOHa YacTuHa Aiarpamu).
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TABITULA 2.5.3.2. BigHOCHUI BMICT Kano3u B pi3HWUX nucTkax Sagittaria sagittifolia

[HTEHCMBHICTb (hnyopecLeHL kano3u B
Pi3HWX NIUCTKaX, BigH. Of.
Bup / TkaHuHa / kniTuHHA 060MoHKa
Y Ha[IBOAHNX y INCTKaX,
NCTKaX 3aHYPeHuX y Body

ApakcianbHuii enigepmic (4v enigepmic nigBoAHOrO
NnCTKa)

— nepukniHanbHa 060MoHKa 5+0,09 76 +5,3*

— aHTUKMiHaNbHA 000IOHKa 102+9,.3 123+7,7*
Mpoamnxu BigcyTHi

— 000s10HKa nopu Cnign

— nepuKniHanbHa 060MoHKa 3aMUKaUMX KIITUH Cnign -

— aHTUKMIHaNbHA 0DOSIOHKa 3aMUKaUMX KIiITUH 10+0,7 -
AbakcianbHuii enigepmic

— nepuKniHanbHi 060MoHKa 30+3,7 60 +7.1

— aHTWKIiHanbHa 0060sI0HKa 112+ 11 135+ 10
Mpoamnxu BigcyTHi

— 000s10HKa nopu 49+38 -

— nepuKniHanbHa 060MoHKa 3aMMKaUMX KIITUH 36 + 3,1 -

— aHTWKIiHaNbHa 000JIOHKA 3aMUKAOUMX KNITUH 107 £ 17 -
ManicagHuin Me3odin (4u 1-ui wap POTOCUHTESYIYOT
MapeHXiMu NiABOAHOMO NNCTKA) 106 + 11 1M7+£10
F'ybuacTuit me3odin (un 2-3-int wapw
(POTOCHHTE3YI0UOI MAapeHXiIMI NiABOLHOMO NNCTKA) 23+25 37+29*
CyauHn NpoBigHOro Myyka 177 £ 11 225+ 12*

Mpumitka : * - p < 0.05

Bigomo, WO CcWHTE3 Kanosu OnocepeaKOBaHWNA aKTWBALLIE Kano3oCUHTETasM, ska €
kanbyin 3anexHoto (Kauss, Jeblick, 1991). Mu npunycTunm, WO NOCWUNEHWIA CUHTE3 Kanosw
B MigBOAHMX NWCTKAX MOBITPSIHO-BOAHMX pocnuH Sium latifolium Ta Sagittaria sagittifolia ono-
cepeaKoBaHWN aKTUBaLliet KanbLieBoro 6anancy. [Ans nepesipkv BUCYHYTOrO NpUMyLLEHHS MU
JOCnigunu po3nogin Ta BigHOCHWI BMICT iOHIB KasbLiito Y KNITMHHWX 06010HKaX Ta LuTonnasmi
KNITMH HaZBOAHWX Ta MiABOAHMX nncTkiB S. sagittifolia.

loHu kanbyiro. Mpy Fii TakMX Pi3HOMAHITHUX CTUMYIIB, SIK OCBITNEHICTb, OCMOTUYHUIA Ta
OKCWZATUBHUIA CTPEC Ta iH., BiOyBaeTbCsa 30iNbLUEHHS BMICTY LMUTOMNA3MaTUYHOO KanbLit
(Bush, 1995; Knight, 2000; Knight et al., 1997). 3miHu kanbujieBoro 6anaHcy, ski 3abesnevyoTb
NPUCTOCYBaHHS POCIMHU A0 HABKOMWLWIHBOTO CEpesjoBuLLa, O4EBUAHO, CTOCYIOTLCS i KMITUH-
HIX 0BONOHOK enigepmicy Ta Me3odiny NMCTKIB, 3aHYPEHNX Y BOAY.
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Puc. 2.5.3.1. 3pisn HapsoaoHuX (a, 8) Ta nigBoaHWUX NUCTKB (6, ) Sagittaria sagittifolia nicns iH-
kybaLlii B pO34yHi aHiNIHOBOrO CUHBOTO; KOMMIEKC Kano3a + aHiniHoBUA CUHIN (hyopecLiloe 3eneHnm
KONMbOPOM, aBTOYOpPECLEHLSt XIOpodiny - YepBOHMM. Ha puc. 8 Ta e — ricTorpamu iHTEHCUBHOCTI
chnyopecueHLji kanosu (3eneHa niHis) Ta aBTodyopecueHLii xnopodiny (YepsoHa niHist) y HagBog-
HWX (8) Ta nigBoaHuX (2) nucTkax. OparHaTta — iHTEHCUBHICTb (hiyopecueHLii, (BIZHOCHI OAUHULL).
Abcuyca - Bigaanb (Mkm), Wwo byna npockaHoBaHa Ha 3pisi knituHu. Ha giarpamax @ Ta e — abcontoT-
He 3HaY€eHHS IHTEHCWMBHOCTI (hyopeCLieHLLiT Kanoau B KNITUHAX enigepmu i NPOBIBHOTO Nyyka (3eneHa
yacTuHa piarpamu) Ta aBTonyopecLeHLii xnopodiny (4epBoHa YacTuHa giarpamu), (y nikcensx).
Macwtab = 50 Mkm
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Bigomo, L0 KOHTPOMb 3a POCTOM Ta PO3BUTKOM POCIWH, @ TakoX BiAnoBIA40 POCIUHHUX
OpraHiamiB Ha fito pakTopiB OTOYYKHOrO CepefoBuMLLa 3AINCHIOTL BTOPUHHI NOCEPESHUKN,
BKIOYaouM LuknivHuin MO, ninign, Ca?* Ta iH. MpoTe nuLue ioHW KanbLilo MATTEBO BiAMOBILA-
t0Tb Maike Ha BCi cTumynin. Ca?* bepe yyacTb y perynsuii YACNeHHUX NpoLECiB B YCiX POCIIMHHMX
TKaHUHaX, B Sikux Ca?*~3anexHi hepMeHTM akTUBYIOTLCS, UM iHMOYIOTLCS B 3aNEXHOCTI Big BMICTY
Lmx ioHiB y uutonnaami (Sanders et al., 1999; Bush, 1995). Lle BinbyBaeTbcs 3aBAsKM 30aTHOCTI
iOHIB KanbLito KOOPAWHYBATH YMCNEHHI (BiA 2 [0 8) 3B’'A3KM 3 JOMEHaMM BiNkiB Ta 3MiHIOBATH iXHI0
koHdopmaito (benssckas, 1994; 2003).

Y KNiTMHHMX 0BONOHKaX iOHM KamnbLjito, 3B'A3YHYNCh i3 3anLLIKaMW ranakTypOHOBOI KMCIO-
TU NEKTUHIB, NPUBOAATb A0 KOHAOPMALNHUX 3MiH MOMEKYN NEKTUHIB, YTBOPIOKYN AUMEPHI YK
MynbTUMEPHI dhopmn nekTuHy (Jarvis, 1982). Kpim Lb0ro, ioHM KanbLito B KAiTUHHUX 0BOMOH-
Kax MOXyTb 3B’S3yBaTiCb 3 MOSIMEPAMW KCUMaHIB, IHAYKYHOYM KpUCTanisaLito OCTaHHiX Ta iXHe
3B'13yBaHHA 3 MONEKyaMu NirHiHy, WO NPU3BOANUTL 4O 3MiLiHEHHS 0DONOHKM.

®ryopecueHTHUI aHani3 nokanisadii ioHiB KarnbLitd B NPUCYTHOCTI cneumdiyHoro dnyo-
PECLIEHTHOrO iHankaTopa Fluo-4 nokasas piBHOMIPHY 3€MEHOr0 KOMbOpPY NOMIHECLEHLiHD iOHIB
KanbLjito B KNiTMHHUX 0BOMOHKAX, XioponnacTax, sapax Ta LMTonnasmi KnituH enigepmu Ta Me-
300hiny HagBOAHMX i MiABOAHUX MCTKIB CTPINOAKUCTa 3BUYaiHOro (puc. 2.5.3.2). JocnimkeHHs
PO3MoZiNy BiHOCHOMO BMICTY iOHIB KanbLlito 3a 4ONOMOrow nporpamn «Pascal» Ha aasepHomy
KOHhOKanbHOMY MIKPOCKOMI MOKa3aso, L0 YMOBM 3aTONNEHHS BUKNMKAKOTb 30iNbLUIEHHS BMICTY
iOHI30BAHOTO KanbLilo B KNITUHHUX 0OOMOHKAX enigepmicy, 0cobnMBO B aHTUKAIHAMbHIUX 060-
NoHKax iobonoHkax knituH me3odiny (puc. 2.5.3.3). HeobxigHO BigMITUTU HASBHICTb IHTEHCUBHOI
(briyopecLeHLii ioHiB BiNbHOMO KanbLito i B MDKKNITUHHWKAX enigepmicy MigBOAHUX MUCTKIB (puC.
2.5.3.2, 2), BIGHOCHWIA BMICT iOHIB KarbLjist y MiXKNITUHHMKAX konuBascs Big 200 go 220 ognHMub.

BpaxoBytou, L0 iOHM KamnbLjilo € aKTUBATOPaMK Kano30CMHTETa3W, MOXHa 3p00UTY BUCHO-
BOK, LLO NOCUIEHNN CUHTE3 Kanoau B 3aTOMMEHMX NIUCTKAX CTPINOAuUCTa 3B1YaiiHoro obymoBne-
HWW aKkTuBaLj€elo kano3ocuHTeTasn. OueBMaHO, WO CuUrHambHa (YHKLUiS iOHIB KanbLilo npu 3a-
TOMMEHHI nonsrae B iHAYKLT NiABULLEHHS CUHTE3Y Karnoau B enigepMici NIMCTKIB, L0 NpU3BOaUTb
[0 ONTUMI3aLjii BOGHOTO (i ra30BOro) TpaHCnopTy, a TakoxX A0 MiABULLEHHS CTIKOCTI 3aTONNEHX
NUCTKIB O Aii NaTOreHIB Y BOAHOMY CEpeOBULL.

TaknM YMHOM, BCTAHOBMEHO, LU0 NPUPOAHMIA PICT NUCTKIB Y BOZi, 3@ YMOB SKOrO NigBozg-
Hi IMCTKN HOPMAarbHO POCTYTh | (OYHKLIOHYIOTb, BUKIMKAE JOCTOBIPHE MiABULLEHHS BIJHOCHOMO
BMICTY Kano3u B 060M0HKax KniTuHax enigepmu Ta CyanH NpoBigHux nyykis S. sagittifolia Ta Sium
latifolium. OpepxaHi AaHi Woao NiABULLEHHS BMICTY Kanoan B enigepmici MigBOgHNX NIUCTKIB Ao-
Bpe y3romKyoTbCs 3 AaHUMM MO NOCUEHHIO CUHTE3Y Kano3u B CUTOBMAHMX Tpybkax dioemm nig
yac gudpepeHuiauii Ta gii cTpecis, 30kpema, Npu 3MiHi ONTUManbHOT TeMNepaTypu, KOMW KIITUHHI
0060MOHKM ranbMytTb, Y1 TUMYACOBO MPUMUHSIOTL anonnacTHU BoaHuiA TpaHenopt (McNairn,
1972; Chen, Kim, 2009; Xie, Hong, 2011). Lle BinbyBaeTbcs 3aBAsKM 30aTHOCTI LbOro nornicaxa-
puay nepeLLkoKaT TPAHCMOPTY BOAHMX PO3YMHIB MO anonnacTy, 3MiHIOBaTK eNacTUYHICTb Ta
LWBMAKICTb PO3TATY KMITUHHMX 0O0MOHOK, @ TaKOX 3aBASKM LUBMAKIA B3aEMOZIi Kano30CUHTETa3N
3 BiflbHAMM iOHaMK Kanblito, WO 3MIHIOKTb KOHopMaLito Binka Ta CnpusioTb MOro akTuaLji
(Kauss, Jeblick, 1991).
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(a) Tame3odhiny (6) HaoBOLHMX NUCTKIB | B KIMITUHAX (POTOCUHTE3YHOHOI NapeHXiMM NiABOLHUX NACTKIB
(8, ) cTpinonucta 3suyaitHoro. OHK snep (nicns chapbysanHs DAPI) dnyopectitoe GriakutHim
KonbOpOM (puc. a-8). Ha puc. &' — rictorpama iHTEHCUBHOCTI (hnyopecLieHLii ioHiB kanbLjio (3eneHa
niHisl) Ta aBTORyopecLeHLii xropodiny (YepsoHa MiHist) y MigBogHMX nuctkax. OpauHata —
iHTEHCMBHICTb hryopecueHui (BigH. oa.). Abcumca - Bigaans (Mkm), Wwo Gyna npockaHoBaHa Ha
3pisi (puc. o). Macwrab: a — 100 mkm (puc. a) Ta 50 Mkm (puc. 6-r)
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Puc. 2.5.3.3. BigHOCHW BMICT iOHIB Kanbliito Y KNITMHHUX 060MOHKAX, Xroponnacrax i
fOpax KniTuH enigepmicy Ta Me3oqifnly HagBOAHWX i MiABOAHWMX UCTKIB CTpinonucra
3BMYaNHOrO

[HWWM MexaHi3MOoM, L0 BNMBAE Ha NOCUNEHUI CUHTE3 Kano3u B 3aTONMEHUX NUCTKaX poc-
NuH, Moxe ByTu npsiMa Yn onocepeakoBaHa 4is hiToropMoHiB eTuneHy Ta ABK, BMiCT skux
3aTOMNEHNX OpraHax POCIMH 3HAYHO 30iNbLIYETHS B MOPIBHAHHI 3 MOBITPSHUMI (HAABOAHWUMK)
4 CyXOZiNbHUMK OpraHamm Tux xe pocnuH (Hepyxa, 2011). Ak sinomo, ABK ctumynioe 3arans-
He BKITlOYEHHsI caxapoau B kano3y (Pillonel, Meier, 1985), a eTuneH NpucKoOprOE NiABOAHWIA picT
opraHis (Voesenic et al., 2004; 2006).

Mu BBaXaeMO, WO HasBHICTb BEMWKOI KiNbKOCTI Kanosw B enigepMmici NigBOAHMX SINCTKIB €
afanTauiiHOK CTPYKTYPHO-(YHKLIOHANbHOK 03HAKOK 36E€pEeXeHHS ONTUMANBHOro TYpropy nia-
BOAHMX KMITVWH Ta perynsiuii um iHribyBaHHs anonnacTHOro BOAHOTO TPAHCMOPTY NO enigepmicy,
WO 3axuLiae NigBOAHI NUCTKW Bif NPOHWKHEHHS BOAW 3 OTOYYKYOrO BOAHOTO CepeaoBuLla B
cepeauHy KIiTUHKM, TaK i 3 KNiTUH y BogHe cepeposule. Kpim Lporo, Bigomo, Wo kanosa eni-
JepMarnbHUX KNiTUH 3axuLLae NOBEPXHIO OpraHiB Bif NPOHWUKHEHHS! iOHIB BaXKUX MeTaniB Ta Aii
naToreHiB, 1|0 Oyno BCTAHOBMEHO Ha KIiTMHAX KOPEHIB CyxodinbHuX pocnuH (Krzestowska, 2011;
Hofmann et al., 2010), a Takox 36inbLUye enacTUYHICTb Ta rHydKiCTb NUCTKIB | cTeben (Parre,
Geitmann, 2005). BpaxoBytoun BiLLe3a3HaYeHi AaHi NiTepaTypy Ta pe3ynbTaTh HallnxX excne-
PUMEHTIB MOXHa MPUNYCTUTH, WO MIABWLLEHWA BMICT Karnosu y enigepMmici nigBOgHWX UCTKIB
MOBITPSIHO-BOAHMX POCTMH 30iMbLUYE iX enacTUYHICTb Y BOAi Ta CMPUSIE ONTUMATbHINA XUTTES-
[ATHOCTI MiZBOAHWX OPraHiB Mig Aieto CUMbHUX Tedin Ta TUCKY BoAW. MUTaHHS Npo KNiTWHHI Ta
MOIEKYNSPHI MeXaHi3aMm1 NOCUIIEHOrO CUHTE3Y Kanoay B enigepMici Ta cyanHax npoBigHUX ny4Kis
NiABOAHWUX NIUCTKIB 3aNNLWAETHCS BiAKPUTUM.
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2.5.4. Ponb nieHixy

JirHiH — nonimep apoMaTUYHUX CTIMPTIB, SKUIA CUHTE3YETLCS B KMITUMHHMX 060MOHKAX, WO 3aKiH-
4nUnK PiCT po3TArom, i 6epe yyacTb B aganTauii poCcnMHM 4O 3aTOMNMEHHS], 3MHIOKYN CTPYKTYPO-
BaHICTb MaTpuKca KNiTUHHUX 0BONTOHOK, 3a6e3neyytoun HeNnpOXiAHICTb BOAW Ta BOAHWX PO3UMHIB
yepe3 KNiTMHHI 0B0NOHKM CyAMH NPOBIAHMX NYYKiB, @ TaKOX (hopMmytoun B enigepmici 6ap’ep ans
natoreHis. JIirHiH € KOMNIEKCOM MOHONITHIHIB, SiKi YTBOPIOKTLCS i3 P-TiApOKCUGEHINOBKX, rBas-
LMNOBKX Ta CUpuHrinosux cknagosux (Adler, 1977), wo BkMoYatoTbCs B NoniMepu3aaLito nirHiHy
W Pi3HATLCS CTyneHeM MeTokcumoBaHHs (Leisola et al., 2012).

3aTonneHHs Ta 3aMyrieHHs BNAMBAOTb Ha MirHiikawito KNiTMHHUX 060MOHOK POCHMH. [o-
cnimxytoum mexaHismu agantauii kopenesoi cuctemm pucy (Nishiuchi et al., 2012) o 3aTonneHHs
Ta 3aMyIIEHHs, OCHOBHWUM €(DEKTOPOM, SIKUX € HECTaya KMUCHIO, aBTOPU BCTAHOBUIH, LLIO KOPEHI
YTBOPIOKOTb aePEHXiIMY Ta pafianbHui 6ap’ep yTpaTh KUCHH. MokasaHo, Lo aepeHxiMa po3BiBa-
€TbCS B KOPEHSX, MiXBY3MsX, 0OKnageHKkax Ta CepeanHHin Xunui nucTkiB. AaepeHxiMa CrnyxuTb
ans noctavanHa O, 3i cTeGna o kopeHis i Ana BeHTunALii ragy (CO, Ta eTuneHy) i3 kopeHis 4o
crebna, CO, TpaHCNOPTYETLCA Bifl KOPEHS (MW ANXaHHi) A0 MOBITPAHMX nakyH cTebna. | came
MpW 3aTONMEHHI B TakKUX KOPEHSIX criocTepiranyt BigKknaam NirHiHy, SKUA NpoTUGiE MPOHUKHEHHIO
ioHiB Fe?* Ta Cu?, a Takox NaCl (Ranathunge et al., 2011). BeaxatoTb, L0 came NirHiH Ta cybe-
PWUH MOXYTb €DEKTUBHO 3aKyMopoBaTV Nopu B 000MOHL, i MM CamuM YTBOPOKTL Bap’ep Ans
MPOHWUKHEHHS KUCHIO Ta IOHIB.

Edpekt BnnmBy 3atonnerHs (Ha rnubuni 50 cM) Ha nirHigikalito cteben pucy BUBNEHO Mpu
MOPIBHSIHHI TPOX COPTIB pycy: 1) CTiikoro 4o 3aTtonnerHs (FR 13A), skuit Mae B 4€B'ATiA XpOMO-
comi renn SUB1A i SUB1B, 110 kogyoTb TPAHCKPUNLNHI hakTopu, ki BiNOBIAAOTb 3a CUHTES
eTuneny; 2) copty IR 42, akui yyTnvBmin [0 3aTonnexHs Ta 3) copTy Sabita, agantoBaHoro 4o
cTinkoro 3atonneHHs (Panda, Sarkar, 2013). Mpw 3aTonneHrHi uytnueuiA copT IR 42 3Ha4YHO Npu-
CKOPIOBAB LUBMAKICTb poCTy cTebra Ta LWBKUAKICTb PO3TAry NUCTKIB Y NOPIBHSAHHI 3i CTilKUM cop-
TOM. BCTaHOBNEHO, L0 BMICT MirHiHy y ctebnax pucy Ta akTUBHICTb ABOX (DEPMEHTIB npouecy
nirHigikauii (koHidheponankoronbaeriaporeHasu Ta deHinanariHaMoHinmniasn) 6y sHUKEHI nic-
NS 3aTONSEHHS Y YYTAMBOrO [0 3aTONSIEHHS COPTY Ta B KOHTPOII. BUSBNEHO HEraTUBHWIA 38’'A30K
MiX BUAOBXEHHSIM cTebna, BMICTOM JirHiHy 11 akTMBHOCTAMM AOCIZKYBaHNX hepMEHTIB. Takox
MoKa3aHO HeraTMBHWIA 3B'I30K MiX BWCOTOK POCIMHK Ta BMICTOM CTPYKTYPHUX nonicaxapuais
(uentonosoto 1 remiyentoriozamu) (tabn. 2.5.4.1).

3a paHumu gocnigHukis (Tyree, Cheung 1977; Niklas 1992) nigBogHi opraHu pociuH 3a-
3HaOTb HaNPYyXeHHs BHACMIAOK Aii Barn BOASHOIO CTOBMA Ta MeXaHiyHoi Aii XBuib. MUTaHHS
o0 Ail HANpyr Ha CTPYKTYPY Ta (PYHKLIOHYBAHHS KMITUHHUX 060NOHOK 3aTONMEHNX POCIH
NULIAETHCS BIAKPUTUM. € faHi Woao Aii Hanpyru Ha KNiTUHHI 060MOHKM CyXOAINbHUX POCINH.
Tak, y ronoHaciHHUX peakuisi Hanpyru AEepPeBUHM BigOYBAETbCS HA PIiBHI KINMbKOX €NEMEHTIB
CYOMH, WO MatoTb HEBENWKWI fiameTep, TOBCTi 060MOHKM (hibpun, BMCOKWIA BMICT LieMtono3u
Ta HU3bkuiA BMICT nirHiny (Wilson, White, 1986). Taki 060n0HKM xapaKTepn3yoTbCs HEBEMUKO
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KiNbKICTIO rBasIKOMY, 3HAYHUM BMICTOM CUPUHTINy Ta TpULLApOBOK CTpykTypoio (Joseleau et
al., 2004), wo 6yno nokasaHo iMyHOLMTOXIMIYHMM METOAOM Ha KniTuHax Populus deltoides Ta
Liriodendron tulipifera (Yoshida et al., 2002). ¥ 6inbLuocTi Takux pobiT He NOSCHIOTLCS 3MiHM
B CKNaji MoHonirHinie. 3a AaHumMu iHwux gocnigHukie (Paux et al., 2005) 3HWXeHHS CuHTEe3y
NirHiHy rBasikonoBOro TUMy B yMOBAX HAsiBHOCTI HANPYrv AepeBnHN Npu opmMyBaHHi ibpu,
0YEBMAHO, MOXHA NOACHUTW audepeHuiansHo ekcnpecieto reHisB CCOAOMT ta COMT, ski
BiANOBIZAlOTH 3a (DEPMEHTU METUITIOBAHHS.

TABIIULA 2.5.4.1. BnnuB 3aTonneHHA Ha BMIiCT NirHiHy Ta nonicaxapuais y ctebnax pucy
(Panda, Sarkar, 2013)

l'emiuentonosm,
mr 7. cyxoi macu

TirHin,
mr-r." cyxoi macw

Llentonosw,
MrT." cyxoi macy

Bucota cTebna, cm

CopTt pucy

Mepepn 3aTonneHHsm /
Micns 3aTOMEHHAS

Mepep 3aTonneHHsm /
MicNs 3aTOMNMEHHS

[Nepen 3atonneHHsm /
Micnst 3aTONNEHHS

Mepep 3aTonneHHsm /
Micns 3aTOMMEHHS

FR13 230 +6.5/225+35 [138+5.3/108 +3.4|1,84+0,09/1,52+0,08 | 31,5 +1,2 /42,3 +1,1
IR 42 226 +8.2/195+53 [132+6.2/80+4.2 |2,75+0,12/1,90+0,13 (26,9 +2,3 /52,5 +2,1
Sabita 236 +7.3/227+7.3 |127+83/193+4.3 |2,35+0,11/1,95+0,11(30,2 m1,5 /58,3 +1,3

MpumiTka: FR 13 — copT pucy, CTikuit g0 3aTonneHHs; IR 42 — copT pucy, YyTnvBuiA B0 3aTOMNEHHS;
Sabita — copT pucy, aganToBaHuii 40 3aTOMMEHHS

[Mpn CTUCKaHHI AepeBuHN HAsiBHI HEBEMNWKI Ta OKPYrNi Tpaxeign 3 TOBCTUMM KIITUHHUMM
obonoHkamu, Wo MicTaTb 6arato nirHiHy, MeHLe Lenonosan, Ta XapakTepuayeTbCst MEHLIUM
KyTOM DOPMYyBaHHSI CiTKM LieMonoau Ta BigcyTHicTio wapy S3 (Donaldson, 2001; 2002; Yeh
et al., 2005). Y cknagi nirHiHy Takoi fepeBWHN NepeBaxaloTb rigpOKCMNPONaHONoBi OANHUL
(Monties, 1989), a y kcunemi Picea sitchensis xapakTpu3yloTbCsl MiABULLEHOK aKTUBHICTHH
nakasw Ta nonigpeHonnepokcngasu (McDougall, 2000), Togi sk keunema Pinus pinaster — nig-
BULLEHOW akTuBHICTIO depmeHTiB COMT 1a CCoAOMT (Plomion et al., 2000). Kpim Toro,
BMSIBMIEHA eKCrNpecis reHiB, NoB'sA3aHNX 3 aKTWBaLield PepMeHTIB CUHTE3Y MirHiHY, a came:
PAL, C4H, OMT, 4CL, CAD, aucheHonokcuaasw (nakasu) Ta nepokcugasu (Allona et al., 1998),
a TakoX nokasaHa ekcrnpecis TpaHckpunuinHux gaktopis R2R3-MYB, nos’asaHunx i3 CUHTE30M
nirHiHy (Bedon et al., 2007).

Binomo, L0 CMpUHTinoBuMiA (S) MOHOMITHIH B OCHOBHOMY BXOAWTb A0 CKNagy MirHiHy KBiT-
KOBMX POCAMH Ta TPaB'SHUCTKX CMOPOBMX POCIMH, TOAi SK rigpokcudeHinosun (H) Ta reas-
uunosuit (G) MOHONIrHIHM BXOAATbL 4O CKnady nirHiHy 6aratbox cyauHHux pocnuH (Weng et
al., 2010). MuTaHHs WOAO PO3NOAINY MirHiHY B Pi3HMX TKAHWHAX 3aTOMMEHWX OpraHis, poni
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MOHONIrHIHIB Ta IXHBOrO CMIBBIAHOLIEHHS B KNITUHHIUX 0BONOHKaX y NpoLeci NpupoaHoi agan-
TaUil POCAMH [0 3aTOMMEHHS 4O OCTaHbOrO Yacy Nuwanocs BigKpUTUM. ToMmy MW noyanu
NPOBOANTU MOPIBHANBHE AOCAIMKEHHS PO3NOLINY MirHiHy Ta NOr0 MOHOMIMHIHIB Y KMITUHHWX
oboroHKax 3aTonneHnx Ta HaaBogHWUX NUCTKIB. [ns uboro Gynu BUKOPUCTaHI NUCTKK, L0 3a-
KiIHUMNK pICT PO3TArOM, Y HACTYMHUX pocnuH: Sagittaria sagittifolia, Potamogeton perfoliatus
Ta Myriophyllum spicatum. [locnigxeHHs po3noginy Ta BiGHOCHOrO BMICTY MirHiHY B 060MOH-
Kax Pi3HWX TKaHWH nucTkiB npoBoaunu umtoxiMiyHum metopom (Nedukha, Kordyum, 2013).
BukopucTtaHHs cneyudiyHoro dnyopoxpomy — aypemiHy (auremine-0), skui 38'93yeTbCst 3
NirHiHOM i NIOMIHECLLILOE KOBTUM KOSbOPOM B ynbTpadiioneTi, LO3BONUAO JOCIAUTY KOT0 pO3-
nogin y 3anexHocCTi Bif TKAHUHM IUCTKA NO (hryopecLeHLii B na3epHOMY CKaHyH4YOMY KOHGO-
KanbHOMY MiKpOCKOTi.

Sagittaria sagittifolia, paza BereTaTUBHOro pocry.

Hads00Hi (cmpinosudHi) nucmku. LINTOXIMIYHMIA aHani3 MirHiHy B CTPINOBMAHWX nucTkax S.
sagittifolia nokasas CBITNO XOBTY (hNIOPECLEHLIiK0 NirHiHY B KMITMHHUX 0060MOHKaxX enigepmicy
Ta Me3oqiny (puc. 2.5.4.1, a, 6). PiHi iHTEHCMBHOCTI chnyopecLeHLii NirHiHy npeacTaBneHi B
Tabn. 2.5.4.2. TaHa puc. 2.5.4.1, d Ta 0'. AHani3 iHTEHCUBHOCTI (hyopecLeHLii Nok3as, Lo Bia-
HOCHMI BMICT RirHiHy B 060NI0HKaX BEPXHLOI enigepmu ByB BULLMM, Hix B 0BOMOHKAX HUKHBOI
enigepmu. BigHOCHWIA BMICT MirHiHY B KNiTMHHUX 060M10HKax Me3odiny 6yB y ABa-40oTupy pasu
MEHLUMIA, HiX B 060NOHKaX BEPXHLOI enigpmMu NUCTKIB. BUSBNEHO, WO MakcuMarnbHa iHTEH-
CMBHICTb (priyopecLeHLii NirHiHy B HUXHIKA enigepmi Ta Mme3ogini ctaHosuna 100000 nikcenei
(puc. 2.5.4.1, €; xoBTa giarpama), Toai sk aBTodnyopecueHLii xnopodiny — 800000 nikcenen,
BiANoBiaHO (puc. 2.5.4.1, €; YepBOHa Aiarpama).

BioximiuHuI aHani3 nokasas, Lo 3ararnbHWiA BMICT AirHiHY Y HAABOAHMX CTPINOBUAHUX IUCT-
kax S. sagittifolia ctaHoBuB 26,5 £ 3,1 Mr/r cyxoi macw.

[1ids00Hi nucmku. LiutoximiyHuin aHania komnnekcy aypemin-O + RirHiH y nigBogHUX IUCT-
kax CTpInonmcTa 3B1YanHoOro nokasas XOBTY NyOPECLEHLLI0 MirHiHY B KNITWHHNX 060M0OHKaxX
enigepmn Ta HOTOCUHTE3YI0UOI napeHxiMu (puc. 2.5.4.1, 8, 2). BiIMIHHOCTI B iHTEHCUBHOCTI
chnyopecueHLii NirHiHy B pi3HNX TKAHMHAX NpeacTaBneHi B Tabnuui 2.5.4.2. Ta puc. 2.5.4.1, ¢’
(rictorpama). BusieneHo, Lo MakcmanbHa iHTEHCUBHOCTI priyopecLeHLii nirHiHy B enigepmici
nigeogHux nuctkie 6yna BTpudi Buwor (300000 nikceneit), Hix Taka B HAABOAHWX NUCTKIB
(puc. 2.5.4.1, x; xoBTa Aiarpama), i BiANOBIAHO aBTOdyopecueHuii xnopodiny byna meH-
LU0, HiX Y HAgBOAHMX NUCTKax cTpinonucTa (puc. 2.5.4.1, x; yepBoHa fiarpama).

BioximiuHuI aHani3 nokasas, LU0 3aranbHUA BMICT NirHiHY y 3aTonneHux nuctkax S. sagittifolia
OyB BuLMM B 2,28 pasa, Hix HagBOAHMX NUCTKaX, | cTaHoBuB 60,4 + 4,7 mr/r cyxoi Macu.
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Puc. 2.5.4.1. MikpochoTorpadii LToximiyHoi conyopecLieHLji NirHiHY y KNiTMHax HaABOLHMX (puC. a,
6)TanigBooHMXnUCTKiB(8,2) Sagittaria sagittifolia. JlokanisavisinirHiHy MaexxoBTY ryopecueHLito. Tunm
TKaHUH: a—BepxHsienigepma, 6—nonepeyHuii3pianncTka, 8—enigepmic;2—oToCHTE3yo4anapeHxiMa;
0' Ta e' - rictorpamu iHTEHCMBHOCTI hyopecyeHLii NirHiHy (KoBTa niHis) Ta aBTodNyopecueHLii
xnopodiny (4epsoHa niHist). OpanHaTta — iHTEHCWBHICTb chnyopecLieHii, BigH. og. Abcumsa — Bigaans
(MKM), sika Byna npockaHOBaHa Ha puyHkax @, e. L Bignans nokasana 6inoto nixieto. Ha giarpamax € Ta
X — abComntoTHE 3HAYeHHs! IHTEHCUMBHOCTI (hyopecueHLii (B mikcensx) mirHiHy (KoBTWA rpadik) Ta
aBTodnyopecLeHuii xnopodiny (YepsoHui rpacik). Maciwtab = 50 mkm
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TABJTULA 2.5.4.2. BigHOCHMIA BMICT NirHiHy y HaABOAHUX Ta NifBOAHUX NMCTKAX
S. sagittifolia

[HTEHCMBHICTb (pryopecLeHLi
Bua / TkaHUHa / KNiTUHHA 0BOMOHKa NirHiHY B Pi3HUX NCTKaX, BiAH. Of.
Hapsopgi nuctku | MinBoaHi MUCTKM
AnakcianbHuit enigepmic (abo x enigepmic nigBoOAHNX
NUCTKIB)
nepukniHanbHa 060noHKa 90+59 242 + 11**
aHTUKNiHanNbHa 000MoHKa 160 + 11 191 +£9,1*
MMpoamnxu
060noHKa nopu 171 £ 14 BigcyTHi
nepukniHanbHa 0060MOHKa 3aMUKaKYMX KIITUH 8317
aTuKniHanbHa 0DOMOHKa 3aMUKaKYMX KMiTUH 136 £ 12
AbakcianbHuit enigepmic
nepukniHanbHa 060noHKa 27+39
aHTUKNiHanNbHa 000MoHKa 7057
MMpoamnxu BigcyTHi
obonoHka nopu 207 £ 21
nepukniHanbHa 060MOHKa 3aMUKaAKYMX KIITUH 53+5,3
aTuKniHanbHa 00OJNOHKa 3aMUKAKYUX KIITUH 65+5,2
ManicagHa napeHxima 55+ 3,7 BigcytHa
l'ybyacta napeHxima (41 hOTOCUHTE3YH0Yi KIITUHM
NiABOLHWX NUCTKIB) 34 +21 50 + 3,7*

Mpumitka: * - P < 0,05; ** - P < 0,001

TaKuM YHOM, MOKa3aHO HASIBHICTb JTiTHIHY B KIITWHHWX 0BOMOHKaX, 10r0 po3nogin no Tka-
HWHaX NiOBOAHMX Ta HAABOAHWX UCTKIB NOBITPSHO-BOAHOI pocnuun S. sagittifolia. BusisneHo
3BinbLUeHHs BMICTY MirHiHY Y NiABOAHUX NUCTKAX, L0 aHaMorivyHO AaHUM Mo 36iMbLUEHHIO NirHiHY
y 3atonneHux crebnax Ludvigia repens (Little, 2003). Nitne C. nokasas, WO Npu 3aTOMEHHI
cteben L. repens BMICT NirHiHy cTae B 1,6 pasa BULLWM, HiX y cTebnax, Lo BUALLAKM 3 BOAMW. Yomy
Le BinbyBaeTbCA? Binomo, Lo NirHiH € BUCOKOPO3ramnyXeHM noniMepom eHinnponaHoigHnX
CKMagoBuX, ki CUHTE3yThCS B CkmagHomy uykni (Rastogi, Dwivedi, 2008), npoxomKkeHHs siko-
ro 3aneXuTb Bif YUCMEHHUX EHOOMEHHNX (CDITOrOPMOHIB) Ta ek30reHHUX haKTopiB, BKMOYAKUM
OCBIT/IEHHSI, TEMNEPaTypy, KOHLEHTPALil0 OTOuYtouMX rasiB Ta 6iotuuHi ctpecn (Moura et al.,
2010). BeaxatoTb, LU0 (yHKLiOHAmNbHE 3HAYEHHS MirHiHY — Lie MEXaHiYHa NigTPUMKa TKaHUH, Ska
[03BOISE POCIMHI BTPUMYBATUCS Y BEPTUKAIIbHOMY MOMNOXKEHHI MO BiBHOLIEHHIO 40 3emni i He
napatu (Niklas, 1992). Y Toit xe yac, nigBOAHI OpraHK 3aTOMMeHMX pociuH (cTebna Ta nucTk)
MOBMHHI BUTPUMYBATK TuCK Boaw (ii Bary) Ta aito xaunb (Tyree, Cheung, 1977; Niklas, 1992), wo
BNNWBAE Ha PiCT Ta CTPYKTYPHO-PYHKLOHANBHI NapaMeTpy TKaHWH i KMITWH, SIK Le OnucaHo Ans
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Puc. 2.5.4.2. 3aranbHuii BUrMSA HAaaBOLHWX (a) Ta niaBogHWX () nucTkie Sagittaria sagittifolia. Lin-
TOXiMIYHa (pnyopecLieHLis cknagoBux NirHiHy B nuctkax. Komnnekc OOKK + cupuHrin y KniTMHHUX
obonoHkax dnyopecuitoe 6nakuTHUM konbopom; komnneke AOKK + reasumn dpnyopeclitoe 3eneHnm
KONMbOPOM; aBTONyopecLieHList Xnopodiny Mae YepBOHMIA Konip: 6, € - CUPWHriN+rBasuun; e, 0,
X — TBasuMI; @ — cupuHrin. Ha puc. @' - rictorpama iHTEHCMBHOCTI (hyopecLeHLii rasuuny (3eneHa
niHis) Ta aBTOhnyopecueHLii xnopodiny (YepsoHa niHisg). OpanHata — iHTEHCUBHICTb (PryopecLeH-
uii, BigH. op. Abcumsa — Bigpans (MkM), sika Oyna npockaHoBaHa Ha puc. d; U Bigdanb nokasa-
Ha Ginoto niHieto. Puc. 6-0 — HaaBOAHWI NUCTOK; €, X — NinBoaHUIA nucTok. Macwitab = 100 Mkm
(8, €, %) Ta 50 mkm (6, 2).

X1



O.M. HEQYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

3atonnenux nucTkis Veronica anagallis-aquatica (Boeger, Paulson 2003). 3 iHworo 6oky, Bigomo,
O MiABOAHI NCTKM N030aBneHi TPUXOM, MPOAVXIB Ta TOBCTOI KyTukymu (Hepyxa, 2011), Tomy
MOBEPXHS 3aHyPEHNX Y BOAY OpraHiB pOCNnHM cTae Binblu YyTANBOIO A0 iHBasii naToreHis. Mo-
ka3aHo, L0 CaMe IUCTKM Ta cTebna CUHTE3yt0Tb NirHiH y BiANoBiab HA aTaky natoreHis (6akTepii
Ta rpubis) (Hano et al., 2006; Moura et al., 2010). Moxn1Bo, WO BULLE3a3HAYEH] EK3OTEHHI YMH-
HVKW Ta fesiki eHAOreHHI hakTopy BUKMMUKAKOTb NOCUIIEHWI CUHTE3 MNirHiHY B NIBOAHWX JIMCTKaX
[OCTiIKYBaHOrO BUAY CTPINONNCTa 3BUYAMHOIO.

[ocnigxeHHs po3noainy Ta BMiCTy MOHONITHIHIB y nucTKax Sagittaria sagittifolia,
Myriophyllum spicatum Ta Potamogeton perfoliatus

[Ons BUSABNEHHS CKNagoBWX IirHiHY (MOHOMIMHIHIB CUPWMHTINY Ta rBasuuny) 3actocoByBanm
UMTOXIMIYHMA METOA (hapbyBaHHS TKaHWH PO3YUHOM 2-amiHoeTunedipy AudeHinkap6oHoBOI
kucnotn (AOKK) srigHo ctangapTHoro npotokony (Wuyts et al., 2006); gocnigxeHHs nposoau-
N Ha Na3epHOMY CKaHYH4OMY KOH(OKarbHOMY MIKpOCKOMi. BUSIBNEHHS CUPWHTiNY NpoBOAMH
nNpu QOBXWHI XxBUAi 30ymxeHHs 340-380 HM Ta raciHHsa — 430 HM, BUSBNIEHHS rBAsLUy — npu
450-490 Hm Ta 520 HM, BignosigHo. Komnnekc JPKK+cupuHrin nyopecutotoBas 61akutHUM
konbopoM, komnneke JOKK+reasauun — seneHum konbopom, BignoBigHO. BusHaueHHs BigHOC-
HOTO BMICTY CUPUHTifly Ta rBasiuuny B KNiTMHHUX 060SIOHKaX NMIUCTKIB NPOBOAWIIM 33 BOMNOMOTOK
nporpamn «PASCAL». [ina aHanisy bpanu nepLi HagBOAHI (y CTpinonucTa 3BUYaitHOM) Ta
JPYri-TpeTi NiABOAHI NMUCTKM, L0 3aKiHYMUIKM PICT PO3TAMOM.

Sagittaria sagittifolia. Ha0eo0Hi cmpinogudHi nucmku. LINTOXiMiYHWA aHani3 no-
kanisauii cupuHriny Ta reasuuny B TKaHWHaX HaABOAHWX NUCTKIB CTPINONWUCTa 3BUYANHOMO
(puc. 2.5.4.2, a) nokasas, L0 CUPWHTIN Ta rBasyui BUSBNSNNCh B KMITUHHUX 06OMNOHKaX BEpX-
HbOI Ta HWKHBOI enigepmu, nanicagHoi Ta rybyacToi napeHximu, a Takox B 06oNoHKax cyauH
npoBigHMX nyukis (puc. 2.5.4.2, 6-0). Komnnekc JOKK + cupunrin dryopecuitoBas 6nakutHnM
konbopom, JOKK + reasuun — 3eneHum KonbopoM. BigHOCHWIA BMICT CUPUHTiNy Ta reasiuuny
Bigpi3HsBCA B 0D0NOHKAX JOCAIHKYBAHUX TKaHWH (Tabn. 2.5.4.3): HalBULLi 3HAYEHHS rBasiLK-
ny 6ynu B obonoHkax 060x enigepm, nanicagHoi napeHxiMu Ta cyauH. Mo BenuYWHI BigHO-
LUEHHS BMICTY CUPMHTINY A0 BMicTy reasumny (S/G) KNiTMHW pisHUNUCS, HanbiNbLLi 3HAYEHHS
S/G BusiBneHi B 060noHkax nanicagHoi napeHximu. HeobxigHo BigMITUTH, WO NEpUKMiHanbHI
060M0HKN He3anexHo Big Tuny enigepmicy Manu GinbLui 3HauyeHHst S/G y NOPIBHSHHI 3 aHTUKNI-
HanbHUMKU 060M0HKaMK. MakcumarnbHa IHTEHCUBHICTb (hnyopecLEeHLii CUPUHTiNy B enigepmi
Ta NpoBiAHMX Myykax ctaHoeuna 280000 nikcenen, MakcumarnbHa iHTEHCUBHOCTI Ghnyopec-
LeHuii reasyuny — 370000 nikcenei, aBTognyopecyeHLi xnopodinis y kniTuHax Mesodiny —
430000 nikceneit, BifnoBigHO.

—210—



PO30IN OPYTUN

MideodHi nucmku (puc. 2.5.4.2, e). LinToxiMmiuHe AoCnimKeHHs CKNnagoBmx irHiHy B Kni-
TUHHUX 000NOHKaX MiaBoAHMX NUCTKiB S. sagittifolia nokasano, WO KNiTUHKM enigepmicy, BCiX
LapiB DOTOCMHTE3YIOYOT NAPEHXIMU Ta CYAMH NPOBIAHWX MYYKIB MICTUMWN CUPWHIIN Ta rBasiLmn,
AKi donyopecuitoBani 6nakuTHUM Ta 3eNEeHUMM KONbOpOM, BignosigHo (puc. 2.5.4.2, € Ta x).
Mo BenuUuMHI BiOHOLIEHHS BMICTY CMPWHIIN/MBAsSIUM KMiTUHW PO3MILLYKOTLCA B HACTYMHOMY
nopaaky: CyanHu > nepukniHanbHa 060MoHKa enigepmicy > aHTUKNiHaNbHa obonoHka enigep-
Micy > poTOCMHTe3ytoua napeHxima (Tabn. 2.5.4.3).

TABJNLA 2.5.4.3. BMicT cupuHriny Ta reasumny B HAABOAHMUX Ta NiABOAHWUX NUCTKAX
Sagittaria sagittifolia, paza BereTaTMBHOro pocTy

JIucTok/TkaHWHa/0000HKa

IHTEHCMBHICTL chnyopecLeHLii
CKNaAoBOI NirHiHy, BigH.0A.

BigHoLueHHs
BMICTY CUpUHrin/
rBasyun

HALIBOOHWA INCTOK

Enigepwmic apakciansHuii:
nepukniHanbHa 060mnoHka
aHTVKNiHanbHa 060oHKa

Nanicapa

'yBuacTuit me3odin

Eninepmic abakcianbHuii;
nepukniHanbHa 06omnoHka
aHTUKNiHanbHa 060mMoHKa

CyanHu

MIABOAHWA INCTOK
Enigepmic apgakcianbHuii:
nepukniHanbHa 06omnoHka
aHTWKniHanbHa 060moHKa
Eninepmic abakcianbHuit;
nepukniHanbHa 060omnoHka
aHTUKNiHanbHa 060oHKa
MapeHxima, 1-ui1 Wwap
2-4 \wapm napeHximu
Cyanxu

CUPWHriny reasuuny
(TBepAa cknagosa) | (M'sika cknagosa)
5317 9779
22+3)9 13+ 11
147 £ 11 125+ 15
3037 75+6,9
29+35 120+ 13
23+0,9 62+ 5,7
5517 237+ 21
42+41 4137
120 £ 17 200+ 19
70+8 60+ 7,1
305 45+5/1
71+59 145 + 14
68 +4,9 125+5/1
84 + 8,1 68 +7,2

0,54
0,19
1,18
04

0,24
0,37
0,23

1,02
0,6

117
0,67
0,49
0,54
1,23
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Myriophyllum spicatum. Ananis cknagoBux NirHiHy KNiTUHHUX OBOMOHOK PO3CiYeHMX
nucTkiB M. spicatum y pasi BereTaTMBHOrO POCTY MOKasaB, WO KAITWHK enigepmicy, ¢oTo-
CWMHTE3YI0YOI NapeHXimMm1 Ta CyAMUH MICTUIM CUPUHIIN Ta reasauyun, gryopecueHLis SKuxX B KOMM-
nekci i3 JOKK byna 6nakutHoro Ta 3eneHoro Konbopy, BignosiaHo (puc. 2.5.4.3). Buseneti
[OCUTb BUCOKI 3HAYEHHS SIK BMICTY rBasiLuily, TaK i CUPUHIiNY B KMNITUHHUX 0BOMOHKaxX CyAuH
Ta aHTUKMiHaNbHUX 000MOHKaX enigepmicy. Y KNiTUHHUX 060MOHKaX MapeHXiMu Li 3HAYeHHS
Bynu Hwkui (Tabn. 2.5.4.4). Cnig Big3HauMTy, WO B KyTax NapeHXiMHUX KNiTuH (puc. 2.5.4.3, &'
ykasaHO CTPIfKoK) priyopecLeHLis MOHOMITHIHIB Byna 3Ha4yHO BULLA, HIX Y340BX 0BOIOHOK.
Kpim Lboro, BigHOWEHHS BMICTY CUPUHTiNy 4O rBasumny B 06010HKax G)OTOCUHTE3YKOYOI Na-
peHximMu 6yno gocuTb BUCOKE, 0COONNBO B NepLIOMY Lwapi napeHximi (tabn. 2.5.4.4). Mo Benu-
YMHi BigHOLWEHHSI S/G KNITUHN PO3MILLYIOTBCS B TakoMy MOPSAKY: aHTUKIiHaNbHI 060OHKM
enigepmicy > 0BOMOHKM B KyTkax NapeHXiMu > CyauHu > napeHxima > nepukniHanbHi
06010oHKM enigepmicy.

TABINALA 2.5.4.4. BmicT cupuHriny Ta reasuuny B NigBOAHNX NMCTKaX

Myriophyllum spicatum
IHTEHCUBHICTb hyopecLeHuii BigHoLEHHS!
TkaHWHa/000s10HKa CKMagoBOi NirHiHy, BigH. of. BMiCTY
. CvpwHrin/
CUPWHriny reasuuny L
(TBepAa cknagosa) | (M'sika ckragosa) reasly
Enigepwmic:
nepukniHanbHa 060omnoHka 19+0,7 48 + 2.7 0,396
aHTVKNiHanbHa 0bonoHKa 140 + 17 80+7,9 1,75
MNapeHxima, 1-ui wap 65157 50+3,9 1,3
2-4-1in Wapu napexximm 30+£1,5 46 £2,7 0,65
OBonoHKM B KyTKax napeHximm 120+ 11 70+6,9 1,7
CyanHu 175+ 18 125+19 1,4

Potamogeton perfoliatus. MeTonoMm nasepHoi KOHOKamnbHOI MIKpOCKoMii MoKa3aHo, Lo
CUPWHIN Ta rBasikor, CKIagosi NirHiHy, BUSBMNSOTLCA B KITITUHHUX 0B0NOHKaX enigepmicy, hoToCHH-
TE3YHUOI NapeHxiM1 Ta CyanHax NpoBigHUX MyJkiB MUCTKiB P. perfoliatus y ¢hasi BereTaTMBHOO poc-
Ty. Komnneke JOKK+cupuHrin donyopecutoroBas 6nakuTHAM konbopom, komnnekc APKK+reasumn
— 3eMeHNM, BigNoBigHO (puc. 2.5.4.4). Y KNiTUHHUX 0BONOHKAX APYroro-4eTBEPTOrO LapiB NapeHXxi-
MW BUSIBIIEHI NWLLIE CiAM CKNagoBMX NirHiHY. BigHOCHWI BMICT rBasiuny B 4OCTIMKYBaHUX KIiTUHAX
OyB BULLMM, HiX BMICT cupuHriny (tabn. 2.5.4.5), BigHOWeEHHS cupuHriny go reasuuny Gyno Ham-
BMLLMM B 000MOHKaX KyTiB MapeHXiMm Ta CyauH, L0 CBIAYMTb MPO LOCTATHIO XOPCTKICTb KMITUHHIX
000MI0HOK MPOBIAHOMO NyYKa Yy MOPIBHSHHI i3 enigepManbHAMK KNiTUHaMW. 3a BEMYMHOK BigHO-
LEHHs1 BMICTY S/G KNiTUHM PO3MILLYKOTECS B TAKOMY MOpsiaKy: 0DOMOHKM B KyTKaX NapeHxiMn > cy-

AWHI > NepuKniHanbHi 0600HM enigepmicy > aHTUKNIHaNBHI 060MOHKM enigepmicy > napeHxiva.
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Puc. 2.5.4.3. 3aranbhuin Burnsg nigsogHux (a) nuctkis Myriophyllum spicatum Ta
LyuTOXiMiYHa pryopecLieHLis cknagoBux MirHiHy B NUCTKax: 6 — reasuuny; @ — Cupuriny;
2 1a 2' — reasuyun+cupunrin. Komnnekc OOKK + cupuHrin y KnituHHUX 0BOMOHKaX
cnyopecuitoe GnakutHum konbopom; komnneke AOKK + reasuun — 3eneHum. Ha puc.
0 — ricTorpama iHTEHCMBHOCTI (hryopecLeHLii reasuuny (3eneHa niHis), CupuHriny
(bnaknTHa niHia) Ta aBTOyopecueHii xnopodiny (4epBoHa niHig). OpanHaTta —
IHTEHCMBHICTb (hiyopecLieHLii, BigH. oa. Abcuuaa —Binaanb (Mkm), sika Gyna npockaHoBaHa
Ha pUYHKY; LS Bigaanb nokasaHa 6inoto ninieto. Macwrab = 100 mkm.
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Puc. 2.5.4.4. 3aranbHuii BUrNSA nigBogHux (a) nuctkiB Potamogeton perfolia-
tus Ta UMTOXiMiYHA (PryOpECLEHLLis CKNagoBKX NirHiHy B nucTkax: 6 — reasuuny, e —
cupuriny, e — reasuuntcupunrin. Komnnekc JOKK + cupuHrin y KniTuHHUX 060noHkax
(bnyopecuitoe 6nakutHUM Konbopom; komnneke OKK + rsasumn — 3eneHnm Konbopom,
aBTO(PNyopecLEeHLis XIOpoqiny — YePBOHUM KONbOPOM. @' — ricTorpama iHTEHCUBHOCTI
thnyopecueHuii reasuuny (3eneHa niHis), cupuHriny (bnakutHa niHi) B KNITUHHWX
obonoHkax. OpauHaTa — iHTEHCMBHICTL chryopecueHui, BigH. oa. Abcumsa — Bigaanb
(Mkm), sika Byna npockaHoBaHa Ha puyHky 0. MacwTab = 100 mkm.
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TABIMUA 2.5.4.5. BmicT cupmHriny Ta reasuuny B nigBOAHMX NIUCTKaX
Potamogeton perfoliatus

IHTEHCUBHICTb chnyopecLieHL BigHoLeHHs
TkaHuHa/obonoHka CKMaaoBOI NirHiHY, BigH.oA. BMICTY
CUPHHTIn rBasLmn cupuHrin/
(TBepaa cknanosa) | (M'ska cknagosa) | BaAUNn
Enigepmic apgakcianbHuii:
nepukniHansHa 06-ka 32+29 103+ 13 0,31
aHTUKMiHanbHa 06-ka 3037 176 £ 19 0,17
Eninepmic abakcianbHuit;
nepukniHanbHa 06-ka 47+ 39 120 £ 13 0,39
aHTUKMiHanbHa 06-ka 37145 25519 0,14
MapeHxima, 1-uit Wap 3033 25013 0,12
2—A4-nih Wapu napeHxiMm Cnign 25+ 3,1 -
OB6ONOHKM B KyTKax NapeHxiMu 147 £13 59+72 2,49
CyanHu 215122 255+ 21 0,84

OTxe, UMTOXIMIYHE BMBYEHHS CKITAZOBMX MirHiHY, iX Nokanisayis Ta BMICT y iMCTKax AOCHi-
[PKyBaHUX BUAIB NOBITPSHO-BOAHUX Ta CMPaBXHIX rigpodiTiB nokasano sk CrifbHi, Tak i BigMIHHi
03Haku. CninbHUMK 03Hakamu Bynn: 1) HasBHICTb CUPWHIINY Ta rBasLMNY y AOCMIGXYBaHNX BU-
[AiB HE3anexHo Bif YMOB POCTY NUCTKIB; 2) Maike OfHAKOBI (HEBWUCOKI) 3HAYEHHS BiJHOLLEHHS
BMiCTy S/G y KniTUHAX CyauH HaABOAHWX MMCTKIB CTPINONMCTa; 3) HalBWLLi 3HAYEHHS! BiAHOLUEH-
Ha BmicTy S/IG ans Myriophyllum spicatum; 4) neBHa NONAPHICTb BigHOLLEHHS BMiCTY S/G, LWo
XapakTepHa Ans KOXHOro Buay.

BigMiHHUMK 03Hakamu Gynu: BIGHOCHWUIA BMICT CUPWHTINY Ta rBasuuny, a Takox, BigHO-
LeHHs BMicTY S/G y KNiTUHHMX 0BOMNOHKaX NigBOAHUX | HAABOAHWX NUCTKIB CTpinonucTa 3su-
yaitHoro.

BeaxatoTb, WO 3i 36IMbLIEHHSM BEUYMHM BiGHOLWEHHS BMICTY $/G MOCUMIOETLCS XiMiy-
HUI Bap’ep Ans 3axuCTy KNiTUHW Bif NPOHWKHEHHS BOAM Ta iHBasii natoreHiB (Menden et al.,
2007). Kpim Lporo, Bigomo, Lo Ust 03Haka (S/G) cBiguuTb Npo NiABMULLEHHS MEXaHIYHOT MiLHOCTI
kniTuHHUX 0BonoHok (Christiernin, 2006). BpaxoBytoum, WO MUCTKK, 3aHypeHi y BOAy, NOCTIHO
3HaXo4ATbCA B KOHTAKTI i3 OTOYYHOHOK BOAHOK MIKPOGIOPOK Ta YACHEHHUMW BOJOPOCTAMM, a
TaKOX Te, WO TaKi NIMCTKW BUTPUMYKOTb NOCTIMHUIA TUCK BOAM Ta Lit0 XBUMb, MOXHA NPUNYyCTUTH,
O MepuKniHanbHi Ta aHTUKMiHAMBHI 000MOHKK enigepMicy NiABOAHUX NMUCTKIB rigpodiTiB 3axu-
LLatoTb MOBEPXHIO KNITUH BiJ €K30reHHOMO BMIUBY BOAHOTO OTOYEHHS CaMe perynauielo CUHTesy
CKMagoBWX NTirHIHY.
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To6T0, NOCTiNHE BOAHE OTOYEHHS € OAHUM 3 OCHOBHMX EK30reHHUX (hakTopiB MigBMLLEHOTO
CUHTE3Y CUPWHINY Ta rBasiuuy B IMCTKAX AOCMIAKyBaHWX rigpodiTie. Kpim Toro, M1 6aummo, Lo
HasBHICTb CUPWHINy Ta rBasuusy, a Takox iX BiGHOLEHHS B KNiTUHHUX 060MOHKax enigepmicy,
Me30dhiny Ta CyauHax NPOBIgHWX MyyKiB KOPEMIOE 3 JaHUMU, OTPUMAHUMM HA ABOAOMBHUX MO-
kputoHaciHHmx (Weng et al., 2008; Baucher et al., 1998). Mu He BuKnto4aemo, LLO KNiTUHHI 060-
NOHKI MiZABOSHWX NIMCTKIB JOCTILKYBAHUX POCMWH MICTATH | TPETI MOHOMIMHIH — heHinnponaHoig
(p-rinpokcueeHin), IKuiA Bigirpae CyTTEBY POfb Y CTPYKTYPI MirHIHY.

[TigcyMoBYyoUM LI po3ain npo BrIMB YMOB BOAHOMO PEXWUMY POCHWH, 30KpeMa, 3aTomnmeH-
HSl Ha CTPYKTYPHO-(PYHLIOHANbHI 3MiHM KNITWHHMX 0BOMOHOK, @ Came: Ha YnbTpacTpyKTypy 0bo-
MOHOK, CUHTE3 LIEStoN03n, Kanosu Ta NirHiHy, MOXHa cxeMaTWYHO NPEACTaBUTU Xif, OCHOBHUX
noain, siki BinbyBarTbCs B anonnacTi GinbwocTi KnituH (puc. 2.5.4.7), | cTBEpmMKyBaTH, LLIO Came
NNaCTUYHICTb MEeTaboNITUYHMX MPOLECIB, 3B'A3aHNX i3 KpUCTanisalielo Lienonosn, CUHTE30M
Kanosw Ta CKMagoBKX MirHiHy, BigirpaloTb CYTTEBY Ponb B apanTalii BULMX POCAWMH [0 3MiHU
BOAHOTO PEXMMY.

™
3MiHa CTPYKTYpH | ———| JIA 3ATOIUIEHHA | — 3biTsmenHs
KJIITHHHAX 00010HOK - BMICTy JIiTHIHY

@ U )

redie i3 poaunn Ces4 1a
3HIGKEHHA AKTHBHOCTI
HeTH/I030CHATETA3

Excnpecis renis CalS,
NOCH/IEHHA CHHTE3Y
eTuiIeHy Ta ABK

Po3puxienEa 3miHa CHHTE3y 3MiHA BYIIENEBOTO Ilepepo3noaiT CHATE3Y
Mikpodidpu HeTI0103H o 00MiHy, 3MEHIIEHHA MOHO.TITHIHIB:
HE/LTHI03H 90 [ {} BMICTYy acHMIIATIB CHPHHTITY T2 TEAAIHIY
YIMiTbHEHAS - — {1]
- MaTpHKCY 3mina kpHcTadi3ail . R— {];
- Mikpodi6pna nearoto3m:| | 30ibmenns BmicTy ionis AKTHEBAIIA epMeHTIB
IR IOVEaRHR < BMICTY KPHCTAIi4HO} Cas :%normacri; 3MiHa COMT, CCoAMT,
CHETE3Y BoCkY |=— nemtoozu, | | Kaablicsoro Galancy B JaKa3H T2 NEPOKCHIAIN
= = > BMicTy amopdgHoi OHTOIIAMI T2 A1pi
IeTI0/103H
YT1EOpEHHSA o o
e {]] | KTHBAIlIA KA1030CHHTETA3H
nop IaTiOyBaHEA ekcnpecil {}

Ercmpecig
TpaHCKpHITiiHOTO
parTopy R2ZR3-MYB

Puc. 2.5.4.7. CxematuuHe 306paxeHHs OCHOBHWX CTPYKTYPHO-CDYHKLIOHANBHUX 3MiH
KNITUHHWUX 06OMOHOK POCAMH NPK afanTaLii 4O 3aTOMMEHHS

— 216 —




PO30IN OPYTUN

2.6. i BIOTUMHUX ®AKTOPIB

[Jito naToreHiB Ha pocnuHK BMBYAE BOCKTL Benuka ranysb Bionorii — SAXWUCT POCIINH Big Bio-
TUYHWX OpraHi3miB, L0 NOCTIMHO OTOYYIOTL | CRIBICHYIOTb i3 POCIIMHHUMK OpraHisMamu. Bigomo,
LL|O 3aXMCT pOCMMH Big Aii BionoriYHMX naToreHis 3abesneyvyeTbCs Ha BCiX PIBHAX opraHisaiii: no-
NynsALiiHoMy, BUGOBOMY, OPraHHOMY, TKAHVUHHOMY, KITITMHHOMY Ta MOMeKynapHoMy. [locnimkeH-
HS1 6AraTOKOMMOHEHTHOI CUCTEMM 3aXMCTY POCIIMHM NPOTW NATOrEHIB BUKMALEHI B YNCIEHHNX
MOHorpadhiuHMX BUOaHHSX Ta nitepatypHux ornsagax (Omutpues, 2000; Agrois, 1988; Buchel,
Linthorst, 1999; Boller, 1995; Boller, Felix, 2009; Keen, 1990). Tomy B LibOMY po3gifii MU fnLLE KO-
POTKO 3YMMHUMOCS Ha FOMOBHUX NPUPOAHMX MeXaHi3Max CTIMKOCTi Ta aganTaLiiHoi poni KMiTuH-
HWUX 0BONOHOK, ki € OCHOBHUMI KOMMOHEHTaMM 3aXMCTY POCIUHI Bif BTOPTHEHHS NaTOreHiB.

Mg vac nogonaHHs MikpoopraHiaMamu—naToreHamm 30BHiLLHIX 6ap’epiB POCAUHHOI Kni-
TUHW (KyTUKYNSIPHOro, CybepnHOBOTO, LieMtono3HOro Ta iH. Wwapis 060MOHKM) POCAMHHA KNiTU-
Ha NOBWHHA BigYyTK HebEe3neky I BKIIOYNTK CUCTEMY pearyBaHHS. PocinHa po3nisHae nesHi
Monekynu (enicutopu), nputamanHi mikpooprarismam (MAMPs, microbe-associated molecular
patterns), sk curHan, Wo 3anyckae iMmyHHy cuctemy. [Jo ¢isionoriyHnx peakuiin pOCAnH Ha iH-
(hikyBaHHS NATOrEHOM BiHOCATb YTBOPEHHS HEKPOTUYHIX 30H Y MiCLi KOHTAKTY 3i 30Y4HNKOM,
LIBMAKMIA OKUCHWA BUOYX, Npu skOoMy BinbyBaeTbCA OKUCIEHHS NinigiB (ABepbsHOB, JlaHuko-
Ba, 1995). ®opmyBaHHs 3aXMCHOI BiAMNOBIgI NOB'A3AHO 3 YTBOPEHHSM CUTHAMBHUX MOSIEKY
B iH(hiKOBaHMX KMiTMHAX Ta nepefavetd LuX CUrHanis HeiHMIKOBAHUM KITiTUHAM, B SKUX BOHM
IHOYKYI0Tb 3aXMCHi peakuii. [lo curHanbHUX MOMEKYN BiBHOCATb MEPEKUC BOLHIO, CasniLmnoBy
KMCROTY, XaCMOHOBY KICMOTY Ta METUNOBMI eqhip KaCMOHOBOT KUCIOTK, €TUMEH, onirocaxa-
pUHK Ta cuctemid (Omutpures, 2000; 2003).

Ha Liel yac yxe BUSBMEHO PsiA PEYOBMH NATOrEHIB, SIKi TAKOX € CUrHANBbHUMMU MOMEKYNamu:
cbnarenid, haktop enoHrauii 6akTepin, XiTWH, rmiokaH, KeunaHasa, Aeski NinoinsHi pe4oBMHM,
Taki, 9K apaxigoHoBa kucroTa Ta eproctepos. CurHan Moxe nopomKyBaTUCS N PEYOBUHAMM,
SKi YTBOPIOKOTLCS B Pe3ynbTaTi pynHaLii pOCIIMHHOT KIiTUHWU NaToOreHoM, a came, pparMeHTamm
KYTWUKYSIA YY1 iHLIAMKM CKNapoBuUMKU KniTuHHOT obonoHku (DAMPSs, damage-associated molecular
patterns). CurHanu, wo noctynatoTb Big MAMPs/DAMPS, cnpuiiMatoTbes KIITUHOK 3a JONOMO-
roto peuentopis (PRRs, pattern recognition receptors), kiHa3, Lo 36arayeHi NOBTOPHOCTAMM Neii-
unny (LRR-RK, leucine-rich repeat-receptor kinase) Ta 3anyckatoumx CUCTEMY iMyHHOTO 3aX1CTy
(Boller, Felix , 2000).

Mpu iHchikyBaHHI POCAMH MaTOreHn BUAINSIOTH PepMEHTH: noniranakTypoHasu Ta nek-
TaTniasun, AKi Ni3ytoTb KNITMHHY 0BOMOHKY POCIMHK-Xa3siHa. Y POCIMHI CNpaLbOBYOTL 3aXMCHI
MexaHi3amMu, a caMme aKTUBYKOTbCS peLenTopu, cneundidHi Monekynu, siki Ha3saHi enicuTopamu.
[Mi3HaHHS enicMTOpiB NPU3BOANTL [0 aKTUBALLi 3aXMCHMX LLUASAXIB Y POCIIMHHINA KNITUHI, Hacamne-
pes 4o CuHTe3y iHribyloyoro epMeHTy noniranaktypoHasu (polygalacturonase inhibiting protein,
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PGIP), sikui € 3axucHuM Binkom, Lo BU3HaYae CuHTE3 oniroranaktypoHigis (Montesano et al.,
2003; Nurnberger et al., 2004).

Y GinbLUOCTI BUNAAKIB 3aXMCHI MEXaHI3MU POCIUHK € KOHCTUTYLiHUMK. Lle € kombiHauis
(i3nyHUX i XiMiYHUX Bap’epiB; Y POCTMHHINA KNITUHI CUHTE3YIOTbCS (iTOANEKCHHM, SKi peacTaB-
nsATb COBOK MOMEKYNK, WO AiloTb NPOTK iHBA3iii naToreHy B KNiTuHy. KpiM LbOro, y POCIUHHIN
0060rM0HLi NOYNHAETLCS YKPINMNEHHS, LU0 BUPXKAETLCS B MONEPEYHOMY 3B's13yBaHHi OCHOBHMX MO-
nicaxapuaiB 060MoHKK NirHiHamK, CUHTE3 iHribiTopiB NpoTeiHas Ta binkis, LWo iHribytoTb nonira-
nakTypoHasy natoreHy. Lle i € 3axucHuin mexaHiam, Sk iHayKyeTbCs Npu iHeKLii. Yepes kinbka
XBWIWH MICAS aTaki NaToreHOM, KNiTUHA, LLO KOHTaKTYe 3 HUM, MOXE 3ariHyTu, el MexaHism
Ha3BaHo rinepyyTnuMBoio Bignosiaat (GR), Toai sk 3axMcHa BigNOBIAb NOYMHAETLCS NULLE Yepe3
Kinbka roauH nicns iHeasii. MaToreHn YacTo NoKanbHO PO3HOCATL ehEKTOPU, SKi CIPUIAMAOTLCA
KNiTUHOM-Xa3siHa ABOMA LUNAXaMu:

1) ®opmMyBaHHSAM aBipyNEeHTHOrO reHy (Avr), Skui fie, K enicuTop, BiH € cneLmndiyHnM Ta
YHiKanbHUM 4715 NEBHOO NaToreHy; To4i po3suBacTbCs MikpobHa aganTauis. Bignosia-
HO [0 TEOpii «reH Ha reH» CTIMKICTb KIITUHM 3aneXuTb Bif HasBHOCTI crneundivHnX npo-
LYKTIB aBipyNEHTHOMO reHy naToreHy Ta cneumgiuHuX reHiB pe3UCTEHTHOCTI B POCMNHM-
xassiHa (Keen, 1990);

2) Akwo edheKTopK He € cneundivyHUMM enicuTopamu, SiKi aKTUBYHOTb Pi3HI TUMK KIiTUH, TO
Lie NpU3BOANTb SIK [0 aKTUBALi YMCNEHHUX CUCTEM NaTOreHy, Tak i 40 akTuBaLlii NeBHUX
PEYOBMH i MOMEKYN Yy POCIWHI, Ska, 3aXMLLaKYmnChb, akTuBYe CBOI 3axucHi (Boller, 1995).

Mpw iHBA3Ii rpubamu POCIMHHNX KMITWH, IPUOK CUHTE3YIOTb (hepMEHTH ANS Mi3nCy POCWH-
HOT KNiTMHHOT 060NOHKK, a came NekTUHa3y-noniranaktypoHasy (PG), ska Buknukae parmMeHTa-
LJit0 Ta PO3UYMHHICTb rOMOranakTypoHaHiB KniTMHHUX 060MOHOK pocnuHK-xa3siHa (De Lorenzo et
al., 2001). Kpim uboro, epmeHTn natoreHy (PG) MOXyb TakoX BUKNMKATK 3HAYHY KiNbKiCTb 3a-
XMCHUX BIgMOBIgen, Sk HakonnyeHHs ditoanekcuHis (Favaron et al., 1992), iHribiTopis npoTeiHa-
3n (Walker-Simmons, Ryan, 1984), dpopmysanHs nirniHy (Robertson, 1987), cuHTes i akTuBavito
nepokcnaas Ta 1-3-B-rmtokanas (Lafitte et al., 1993), abo x yTBOPEHHS CpaBXHiX enicuTopIB ANs
3axucHoi signosigi (Bruce, West, 1989).

Mpwu gii naToreHHoi noniranaktypoHasu (PG) pocnnHHa 060mnoHKa Ha paHHii cTagii 3axuc-
Ty cuHTesye 6inok, 36arayeHnii nerumHom (LRR leucine rich repeat protein), wo iHribye 6ak-
TepianbHy PG. binok, 36arayenunin rniuuHoM, Ha3BaHO noniranartypoHa3o-iHribytunm Binkom
(polygalacturonase inhibiting protein, PGIP), sikuit 38’a3yeTbCa 3 noniranakTypoHasot narore-
Hy. Y camiil POCIMHHII KNiTUHI Ll GinoK 3HWXye aerpagauiio NEKTUHIB Ta CNpUsie CUHTE3Y ak-
TUBHWX enicutopis (active elicitors, OGs) (Dixon, Lamb 1990). BctaHoBneHo, Lo 3axucHi Binku
LRR kogytTbcs poauHoto reHiB. Y Arabidopsis thaliana BusiBneHo aBa Takux renn (AtPGIP1
Ta AtPGIP2), siki akTMBYIOTbCA Y BignoBiab Ha iHdekwito Botrytis cinerea (Ferrari et al., 2003).
Y POCIMHHIN 0BONOHLi NpU LIbOMY TaKOX CWUHTE3YETbCA OMiroranakTypoHian, ki € enicutopo-
aKTUBHUMM peyvoBMHaMK (puc. 2.6.1), HecneumdiuHUMK eniLucopamu. Taki oniroranakTypoHigu
XapaKTepU3YKTbCA HEBUCOKMM CTyneHeM nonimepuaalii (10-15), sanyuytoTb akTMBaL,ito IOHHMX
MOTOKIB | BUKIMKAKOTb CYTTEBI 3MiHU (Di3NKO-XiMIYHWUX NapameTpiB MembpaH 3a LOMOMOroK Npu-
TOKy NpoTOHiB (H*) Ta BUTOKY ioHiB Kanito (K*).
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Kpim TOro, oniroranakTypoHiau TakoX BMAMBaloTb Ha BXi4 Ta BUXiA iOHIB KanbLjlo B ano-
nnact, BOH BUKNMKatoTb akTuBaLio Ca?*-AT®da3u Ta iHgyKytoTb OkucHUiA BUBYX (Romani et al.,
2004). [1o Toro x, Moxe BiaGysaTiCs (hOPMyBaHHS akTUBHIX hOPM KMCHIO B 0BonoHui (H,0, Ta
O, ), AKi Yepe3 CBOK TOKCUYHICTb Ta 3a PaxyHOK IX porii B HENpsMIl curHanisauii BUKMMKaKTb
rinepyyTnuBY BiANOBIAb POCMMHHOI KNITMHYM i HaBIiTb ii 3arnbenb. Lie Byno nokasaHo Ha cyc-
NeH3inHin KynbTypi KNiTuH coi (Legendre et al., 1993), TioTiony (Binet et al., 1998) Ta Tomaris
(Stennis et al., 1998).

T. bonep ta [ix. ®enikc (Boller, Felix, 2000) on1canu HacTynHy NOCAIROBHICTb MOAN B
POCAMHHIN KNITUHI NpK 4ii enicuTopiB. FAK TiNbKK KNiTWHA BRi3HAE enicuTop naToreHy, Yepes
Kinbka XBWMWH 3MIHIOOTbCS MOTOKM iOHIB Yepes uutonnasmatuyHy MembpaHy, BinbyBaeTbcs
NiABMLLEHHS BMICTY iOHIB KanbLilo B UMTONMA3Mi, O aKTUBYE Kanbliii-3anexHi NpoTeiHKiHa3w
(MAPKs, mitogen-associated protein kinases) (Suarez-Rodriguez, et al., 2010), ski nepegatoTb
CUrHanu B npoLeci poccopuntoBaHHsi/gedocdopuntoBarHs. Micns Lsoro NiaBULLYETLCS piBEHb
aKTUBHMX )OPM KUCHIO, 5IKi, IK aHTUBIOTUYHI areHTW, MOXYTb BUCTYNATH BXXE BTOPUHHUMM CTPEC-
curHanamu, Lo iHAYKYTb 3aXMCHI peakLii POCIIMHHOI KNITUHN.

Plant cell
Fungal
hypha Plasma
o membrane
YY) e
W £
_H"fr '-{ Nucleus
Oligogalactur-
@ - 3;"% o Receptor
| 4
F B L ] \ Phytoalexins -— --\j o
hypha . 1 Glucanase «——mRNAs
~ Chitinase
Cell wall Cytosol

Puc. 2.6.1. Mogenb poboTu noniranakTypoHasu naToreHy, ik KOMMOHEHTa CUrHanbHOI
CUCTEMU KIITUHHOI OBOMOHKW, LLO BUKMMKAE (DOPMYBaHHS enicUTOp-aKTUBOBAHMX Ofii-
roranaktypoHigis (Spadoni, 2005). Mo3sHaueHHs: PGIP-noniranaktypoHasa, iHribytouuii
Binok pocnMHHOI KNTUHKM-Xa3siHa, PG —noniranakTypoHasa naTorexa
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Ha pocnuHax apabigoncicy nokasaHo, Lo nicns ixHboi 06po6Kku naToreHHUM oniroranak-
TYPOHIAOM, Y KMiTUHHUX 0BONOHKAX POCAMHU CUHTE3YTbCs Taki binku: At4g37800 enpokcu-
norntokaHTpaHcgepasa, Atdg78820 kypkyniHnogioHun Ginok, At4g37800 kcunorntokaHeHgo-
1,4-rntokaHasa, At3g32980 nepokcupoasa Ta At4g39260 Ginok, 3b6araveHuit rmiuuHom. Kpim
TOr0, NOKa3aHo Ha apabigoncuci, Wo HeeTepudikoBaHi NeKTUHK 3gaTHi 38'a3yBaTi PGIP npu
KMCNOMY 3HaueHHi pH, i TOAi iOHM KanbLjito TakoxX 3AaTHI A0 38'A3yBaHHs. Ca?* notpebye onTu-
ManbHOro 38'A3yBaHHs 3 PG, BKa3ytoum Ha po3nogin HeraTMBHWX 3MiH rOMOranakTypoHaHy
(Spadoni, 2005).

Yyacmb nieHiHy @ 3axucmi knimuHu. JlirHiH Ta NirHiHNOAIGHI heHONM cnyxaTb 3axuc-
TOM POCTVMHM NpU Pi3HUX XBOpoOaX, BUKMMKaHMX gieto naToreHis (Lattanzio et al., 2006). JlirHiH
CTBOPIOE MeXxaHiYHuiA Bap’ep Npu aTali naToreHiB, Wo iHAikytoTb pocrmHm (Vance et al., 1980;
Nicholson, Hammerschmidt, 1992; Zeyen et al., 2002). MaTorexu ni3ytoTb NirHiH KNiTUHHUX 060-
MOHOK POCHMHK-Xa3siiHa, i K BBaXatOTb AOCMIAHWKW, CaMe Lie NPUCKOPIOE TPaHCMopT BOAM Ta
PO3YMHHMX PEYOBWH Bif KNiTMHM-Xa3siiHa 4o natoreHy (Vincenzo Lattanzio, Cardinali, 2006).

Kinbka aBTOpIB MOKa3anu 3mMiHy y BMICTi RirHiHy npu rpubHii aTtaui. IHdikyBaHHs Pinus nigra
natoreHoMm Sphaeropsis sapinea iHaykyano 30inblieHHs BMICTy nirHiHy (Bonello, Blodgett,
2003). Bigknagm nirHiHy crnocTepiratoTbCa 1y HEKPOTUYHINA NepuaepMi Ha paHHix cTagisx iHi-
KyBaHHs ekcnnaHTiB Mycosphaerella i3 Benukoto cTinkicTio fo E. nitens. ®i3ionoro-MonekynspHi
[OCRImKEHHS KennemHol TkaHuHu Ulmus minor Ta Ulmus minor x Ulmus pumila nicns iHokynsuji
natoreHom Ophiostoma ulmi nokasanu, LWo ribpug Mae CUnbHY 3aXMCHY peakLito, ka CynpoBo-
pxyBanacs 3BinbLUEeHHAM BMICTY NirHiHY, KW ranbMyBaB iHBa3ito NaToreHy B KNiTUHY-XassiHa
(Martin et al., 2007).

Ha cborofHsILUHii AeHb BCTAHOBIIEHO, LLLO NepOKCMAa3mn anonnacta MOXyTb 3B’3yBaTics
i3 nonicaxapugamu 06oNOHKN IOHHUMK Ta KOBaNEHTUMM 3B’A3kami. PaHiwe BBaxanu, Lo ne-
pOKCMAA3N KNiTMHHUX 06NOHOK 6epyThb y4acTb NULLE B CUHTESI NirHiHY, NONepeyHo 3LUMBaLOYH
MoHonirHiHK. Tpote C. BecTBikoMm 3i CniBaBTOpaMK BUSIBMEHA Cekpellis Nepokcuaasn B K-
TUHHUX 0B0ONOHKAX NUCTKIB TIOTIOHY npw rpubHin iHdekuii (Bestwick et al., 1997). B 1998 poui
UNTOXIMIYHMMI METOAaMM HAMK BYNo nokasaHO Nokaniaallist NepPOKCMAA3HOI aKTUBHOCTI B Kni-
TUHHUX 06OMOHKaX HEIHOKYNbOBAHMX TKAHWH IUCTKIB canaTy Ta B TKaHWHaXx, o Oynu BpaxeHi
BakTepiansHum natoreHom (Bestwick et al., 1998). XK. bongen 3i cniBaBTopamu nokasanu, Lo
nepokcuaasn KNiTMHHUX 0BOMNOHOK BIAMNOBIAAKTL 3@ YTBOPEHHS NEPEKICY BOAHIO NP PO3BYU-
TKy OkucHoro Bubyxy y BiZnoBiAb Ha Aito enicuTopa 3 NaToreHHoro rpuba B KNiTUHaX KBaconi
(Bolwell et al., 1998).

BvBYeHHS NirHiHY Ta MOro CKnagoBMX Npu naToreHesi OAHOAONbHMX, 30KpeMa, Npu naTo-
reHesi Blumeria graminis sp. tritici (Bgt) nucTkiB ANNNOIAHOT NLWEHWLi noka3ano, Wo Y Bigno-
BiAib Ha Ait0 NATOrEHy B KNITUHAX NIMCTKIB NOYMHAETLCS EKCNPECist BIOCMHTETUYHNX TeHiB, SKi iH-
BYKyOTbCS iHiKyBaHHAM. Bukopuctosytoun metog RNAI reHy, wo mo4uTh (gene-silencing),
aBTOPM Mokasanu, Lo BioCUHTE3 MOHOMIMHIHIB Bigirpae KPUTUYHY Porb Y Bigknagax KniTMHHOI
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000NOHKM NpU BPaXXEHHi LWeHNLi rpubHOt pocoto. Mpu BpaeHHi NaToreHoM Micus-ataku Kii-
TUHHUX OBOMOHOK XapaKTepu3yBanmucs 3HWKEHHSM aBTodnyopecueHuii 060noHkM. ABTOpK
nokasanu, WO MOBYa3Hi reHn MOHOMITHIHY NPOHMKAKTL Y CTilki dhopmun nwenudi (Bhuiyan et
al., 2009).

PaHiwe 6yno BCTaHOBMEHO, WO CTpecopHi reHn F&H un CAOMT, ski nuwaroTbes npu
nepeTBOPeHHi reasuuny (G) y CMpUHinoBi oanHML (S), 3HAYHO 3HWXYIOTb BigHOWEHHS S/G,
ane mano BMMBaloTh Ha 3aranbHui BMICT RirHiHy (Li et al., 2008; Franke et al., 2002). 3rigHo
rinotesn H. bysiHa 3i cniBaBTopamut: MoBYasHuiA reH TmMCAOMT maB BinbLlu epeKTUBHNIA LWASX
cepeq yCix iHAMBIOyanbHUX reHiB, WO NigBULLYBaNK NPOHUKHEHICTb Y CepeauHy CTiNKuX 00
naToreHy MiHii nweHuLi, Ans KOTPUX XapakTepHa HasBHICTb METUMIOBAHHIO NPy (hOPMYBaHHI
kniTuHHOI 06onoHkK (Bhuiyan et al. , 2009). BeraHoeneHo (Bhuiyan et al., 2007; 2009), wo
CAOMT kaTanisye CMHTE3 CUHAMOBOrO CMPTY, KU € NONEPEAHNKOM CUPUHIiNoBuX (S) oaun-
Huub (Boerjan et al., 2003; Li et al., 2008), Togi sk CCoOAOMT, o4yeBugHO, HeobXigHMI Ans
CuHTesy reasumnosux (G) oguHULb, Hix ans cuHtedy cupuuriny (Li et al., 2008). JocnigHuku
nokasanu, Lo moB4asHui reH TmCAOMT 36inbLuye NPOHUKHEHICTL NaToreHy Byt y peancTeHT-
HWX NiHIN NWeHuLi. Yce Le NiaTBepaXye rinoTesy, WO CUPUHTINOBWIA NirHiH (S-nirHiH) Bigirpae
rONoBHy ponb Y Bigknagax KniTMHHOI 0B0NOHKK Npw 3axucTi Big Aii natoreHy (Bhuiyan et al.,
2009).

Y OBOZONbHMX, 30KpeMa, y MyTaHTa A. thaliana, npw BTpaTi okpemux renis (C3H ref8), wo
BiAMNOBIAAlOTb 3a CUHTE3 MOHOMIHIHIB, MPK IH(IKYBAHHA NaToreHamu CrnocTepirany 3HWKEHHS
BMiCTY nirHiHy (Ha 20-40%) (Franke et al., 2002).

Y4yacmb kano3u e 3axucmi KimuHu. [pn BpaXeHHi naToreHaMu Y MexaHiyHoMy nopa-
HeHHi NIUCTKIB Ta cTeben yxe Yyepes Kinbka XBUMWUH B enigepmarnbHUX KMiTUHax CUHTE3YEThCS
nonicaxapug kanosa (Nakashima et al., 2003). [HTeHCUBHICTb (HOPMYBaHHS Kano3au 3anexuTb
Bif} BUAY naToreHy, TUNy TKaHWH Ta opraHa pocnuHu-xassiHa (Saheed et al., 2007). Mpu na-
TOreHesi kano3a hopMye Ha MOBEPXHi KMiTUHM KamnosHy naniny, Wwo sense cobow, y nepLy
yepry, MexaHiyHuin 6ap’ep Mix 0OOMOHKOK Ta nnasmanemoro. Kpim Uboro, y KniTHax noyu-
HaKTb CUHTE3YBATUCA (iTOANEKCUHU, aHTUMIKPOOHI TOKCUHIW, (PEHOMbHI PEYOBUHM, NEKTUHM,
Lentono3sa, cybepuH, ninign ta cneyudivHi 4na obonoHkm Ginkv (Omutpues, 2000; 2003). Ka-
o3a BigknagaeTbes He Tinbku B3AOBX 000MOHKK, ane i y nnasmogecmax, 3akpuBatyn LWsx
TPaHCMOPTY naTtoreHy i3 knituHu B knituHy (Li et al., 2012). Kpim Uboro, iHTEHCKBHI Bigknaam
Kanosu cnocrepiralTbca 1y 060MoHKax CUTOBUAHMX nnacTuHok (Hao et al., 2008). Y Takui
cnoci6 kanosa 3anobirae NpoHukHeHHo BakTepiit (Yun et al., 2006), natoreHHnx rpubis (Xu,
Jackson, 2010), komax (Kus nierczyk et al., 2008), HemaTtog (Hofmann et al., 2010) un Bipycis
(Li etal., 2012) y kniTnHy-xa3siHa.

CuHTe3 kanoan npw iHikyBaHHI MOXe BigbyBaTucs Ayxe WBMAKO. Tak, y NcTkax sume-
HI0, iH(iKOBaHMX TNeto, BXe Micns nepLioi 46w iHgiKyBaHHS BUSIBUNM 3HAYHI Bigknaam kanosu
B CUTOBMOHMX Tpybkax, nnasmogecMax Ta 060M0HKax MpoBigHMX MyykiB nucTkie (Saheed et

—221—



O.M. HEQYXA KMITUHHA OBOJTOHKA POCITVH | ®AKTOPY CEPE[JOBMLLA

al., 2007). Mpwu naToreHesi 36inbLyeTbcs KOHUEHTpaLis ABK, Lo ranbmye TpaHCKpULito reHiB
B-rntokaHa3u, akTUBYE TPAHCMOPT Kal030CUHTETa3N 40 MiCLs, [je NaToreH atakye KniTuHy, Ta
BUKMMKAE aKTMBALLil iHLUMX 3aXMCHIX MexaHiamiB pocninkum (Clay et al., 2009). Mpwu natoreHe-
3i B KNiTWHI-Xxa3siHa CUHTE3YETbCS OniroranakTypoHigHUA enicuTop, SKWIA CNPUYNHSE 3MIHW B
yuTonnasmi: 3HWKeHHs pH yuTonnasmu Ta 3binblieHHs BMICTY ioHiB kanblito (Mathieu et al.,
1991), wo akTuBylOTb KanosocuHTeTasy (Kauss, 1985).

MigcyMoByrOUM pesynbTaTh BULLEHABEAEHNX YUCTIEHHX eKCriepyMeHTanbHUX pobiT no Bu-
BYEHHIO 3aXMCHOI PO KIMiTUHHIMX 0BONIOHOK POCIIMH MpW Aii NaTOreHiB, M1 MOXEMO CXEMATUYHO
npencTaBnTi nepebir OCHOBHUX NOAiN Y KNiTUHI-Xa3siHa (puc. 2.6.2).

AxTHRaNiA reqie FSH . CHHTe3
|
1a CAOMT, mo depyTs ;[lﬂ lIaTDFEH'y Ht MOMTATAKTYPOHA3R
V43¢Th B CHETe3 POCTHHHY KIITHHY Ta (opMyBaHAL
CHPHHTITY 0/1irOTaTaKTYPOHIB

U

Hocntenns cuHTEIyY
JiTHIHY T2 MOHOIrHIHY 3miHa Ka/IbNicBOrO
CHPHHILTY UopaLA _CHF.H“I’H"" Lo 0a1aHCY B AMONIACTI T2
<7 MoaeKya B iH(ikoBAHHX | IHTOMTA3Mi, 3MiHa
EITHHAT —=| akTHBHOCTI Ca-AT®a3m
I143MATeMH

CuuTe3 OiTKa,
30arageHoro e —— U U

aefinnaom (LRT)

& & ARTHEAHIS ‘Y1BOpeHHs
: AKTHBHHAX Qopm
i ; : CHHTE3Y
AKTHBANIA [EHIB AKTHBADIS : : KHCHI0 B AM0MTACTI
APGIPITa | | axrmpan e i ’
= OKHCHHIl BEOYX
APGIP2 eJTicHTOopiE

Puc. 2.6.2. Cxema 0CHOBHWX BionoriyHnx epekTiB Ta MOXUBIX MEXaHi3MiB BNAMBY
naToreHiB Ha KniTMHHI 060MNOHKM POCIINHK-Xa3siHa

[Mpn NOCUMEHiI NATOreHHOCTi POCAMHHOT KNiTUHWM, POCIINHA-XA3SiH MOXEe 3arnHyTH, Kii-
TUHHI 060NOHKM Ti TKAHWH BXe He 3[aTHi BUCTynaTW NnaHkolo 3axucTy. Mpuknagom nato-
reHHOCTi, TOOTO 34aTHOCTI maToreHy BUKNMKaTK XBOpPoOy (KopeHeBy i cTeb0BY rHUMb) Ta
3arnbenb pocnuHu, € ais dakynbTaTMBHOrO canpodity Phytophthora sojae, skuin Buginse
NaTOTOKCUHW, WO PYAHYIOTH KNiTHU. EkcnepuMeHTanbHi gaHi JocnigkeHHs gii canpodity
Phytophthora sojae Ha ynbTpacTpyKTypHOMY PiBHIi MW HaBOLMMO HUX4e. Ha naToreHHicTb
MOXYTb BMIMBATW OTOYYHOYI YMOBM POCTY POCIMHM, Y TOMY Ynchi it MikporpasiTtayist (Nedukha
et al., 1999; Kopatom, Yenmen, 2007). BctaHoBneHO, L0 HaBiTb KOPOTKOTpUBArNa 4is Mikpo-
rpagitauii 3Ha4HO MOCWITHOBaNa NaTOreHHICTb canpodity. B ekcnepumeHTax no BUBYEHHIO
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Puc. 2.6.3. ToB3aoBxHi (a, 6) Ta NONEpeYHi 3pian Pi3HMX 30H KOPEHS COi: @ — YOXIUK
Ta Mepuctema, 6 — 30Ha kopeHeBux BonockiB (3KB), Bonocku BkasaHi CTpinkamu;
8 —LieHTpanbHuit uuniiap y 3KB ta e — knituHu kopu y 3KB; a, 6 — HeiHdhikoBaHi KOpeHi,
Ha3eMHWUA KOHTPOIb; 8, & — iHdikoBaHi maToreHoM (¢piTopTOPOD) KOPEHI, KOCMIYHWN
BapiaHT. Mo3HaveHHs: I.¢b. — ricom itocptopu (Nedukha et al., 1999; Leach et al., 2001)
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_ ™ e - 4ok aras e 2 1M
Puc. 2.6.4. ®parMeHTH KNiTWH KOpM (a, 8, &) B 30Hi KOPEHEBMX BOJMIOCKIB Ta KMiTUH
enigepmicy (6) y ancTanbHi 30Hi po3Tary NPOPOCTKIB COi: @ — HA3eMHUIA HeiHdiKoBaHWN
KOHTPOSb; 6 - Ha3eMHUIA iHIKOBAHMI KOHTPOSb; 8 Ta @ — NOMbOTHI iHGIKOBaHI 3pasky, B
KNITUHAX SAKUX BUHO IHTaKTHI ricou matoreHy (I.¢h.) Ta NOBHICTIO 3pyHOBAHY LuTONNaamy

KNiTUH-xa3siHa. MosHaveHHs: I.¢h. — ricom ditodhTopw, K.c. — kanbuiesi cantn (Nedukha et
al., 1999; Leach et al., 2001)
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BNNUBY MiKporpasiTaLii Ha naToreHe3 Ta 3axucHi peakLii TkaHuH kopeHiB Glycine max (copT
Williams 82), wo 6ynu iHdikoBaHi P. sojae (paca R25) B ymoBax peanbHOro KOCMIYHOMO no-
nbOTY, NOKa3aHo, Lo Ha 6-Ty Ta 7-my goby nicns iHoKynayii natoreHom 71 % npopocTkis,
L0 pOCMM B YMOBAX MikporpaBiTaLii, xapakTepuayBanncb HasiBHICTIO 03HaK XBOPOOW, TOA
SK Y Ha3eMHUX NPOPOCTKIB, iHOKYNbOBAHWUX NaTOreHoM, Tiflbku 56 % poChnMH Manu 03HaKu
XBOPOOM. Y KOpEHsX COi BUSIBMIEHI 00CNOpw Ta raycTopii P. sojae, WinbHicTb skux 6yna go-
CTOBIPHO BULLA Y NOMNbOTHUX 3pa3kax B 30Hi po3TAry Ta 3oHi kopeHesux Bonockis (Nedukha
et al., 1999; Ryba-White et al., 2001; Leach et al., 2001). BcTaHOBNEHO 3anexHiCTb iHBa3il
naToreHy Bif TKaHUHK KopeHs (Tabn. 2.6.1).

TABITULUA 2.6.1. KinbkicTb KniTUH KOpeHiB col, iHikoBaHUX naToreHoM P. sojae nicns
wecTy Ai6 iHokynauii (Ryba-White, Nedukha, et al., 2001)

BigcoToK KniTUH KOpEHIB COi, B AKX BUSIBNIEHO NaToreH, %*
30Ha/TKaHWHa KopeHst : : :
Yy KOCMiYHOMY MOMbOTi Yy Ha3eMHOMY KOHTPOSi
Anekc
konymena 34* 0
MepucTema 33 0
30Ha po3Tdry
enigepmic 21* 0
eksogepma 31* 0
kopa 22¢ 0
30Ha KOpeBWX BONOCKIB
enigepmic 4* 4
eksogepma 0* 0*
kopa 100* 13
tbnoema 100* 9
kcunema 50* 5

*- MatoreH OyB BUSBNEHWI Y KNiTUHAX abo MiXKIITMHHOMY NPOCTOPI;
** - KNiTWHY ek3oaepmu Oynu NOBHICTIO 3pyiHOBaHI, ane ridhy naToreHy B TakUX KNiTUHaX He BUSIBMEHI.

BcTaHOBIEHO, WO Y KOPEHSIX, iHOKYIIbOBAHWX MATOreHOM, BiACOTOK iH(IKOBAHMX KIITUH
NpW NOPIBHSHHI 3 TaKUMKW Y BIANOBIAHMX HAa3eMHWX 3paskax OyB 3Ha4YHO BULMM. HanbinbLu
YpasnuBo A0 Ail NaToreHy BUSBIUIACL 30Ha KOPEHEBMX BOSIOCKIB. basylounch Ha AaHWX CBiT-
noBoi (puc. 2.6.3) Ta €NEeKTPOHHOT MIKPOCKOMii, MU BUSIBUAW Y BCIX 30HAaX KOPEHIB pyrHaLito
UMTONNA3MM KIiTUH-xasstiHa (puc. 2.6.4), NOTOHLWEHHS KIITUHHUX OBOMOHOK, PO3NYLIEHHS Mi-
Kpochibpun Lientonosn, a Takox HasBHICTb ridiB y LuTONna3mi 3pynHOBaHuUX KNiTWH-XassiHa
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Ta B MIKKMITUHHUKAX. HasBHICTL raycTopiit y TakoMy 3B'A3Ky NaTOreH-pocnuHHA KNiTWHA €
03HaKOK napaautuamy rpubis. [JocnimkeHHs yNbTPACTPYKTYPKU KIiTUH MEPUCTEMM FOSIOBHOTO
KopeHs, iH(IKOBAHOTO NaTOreHoM B YMOBAX KOCMIYHOTO MOMbOTY Mokasarno, Wo npu nopis-
HAHHI 3i CTPYKTYPOK MEPUCTEMMW KOPEHSI POCIMH, iHGIKOBAHOI B YMOBaX 3€MHOMO KOHTPOTO,
BMSABNEHI 3HAYHI ECTPYKLINHI 3MiHW KNiTWH, @ came, pyiHaLlis 060MOHOK, 36inbLUeHHs 06’eMy
nepunIasmMaTMyHOro MpoCTopy, AECTPYKLiS LMTONnasMaTuYHUX opraHen (puc. 2.6.4, s, 2),
TOAI 5K B MEPUCTEMATUYHUX KIMITUHAX Ta KNITUHAX 30HU PO3TATY KOPEHIB POCIMH, IH(iKOBaHMX
naToOreHOM POCAMH, B HA3EMHOMY KOHTPOMI CNocTepirany nuwe YacTKoBY AECTPYKLit0 KIiTHH
Ta HasBHICTb KanbLieBWX CaiTiB, 3B'A3aHUX 3 UMTONMA3MaTUYHOK MeMBPaHOL0 Ta eHaoMeMO-
paHamu (puc. 2.6.4, 6). Takox nokasaHO HasBHICTb YaCTKOBOI AECTPYKLii MeMBpaH y KniTuHax
MEPUCTEMU Ta 30HW PO3TArY KOPEHIB COI, iHGikoBaHUX naToreHoM (B ymoBax 3emni), Lo € Tu-
NoBUMM 03HaKaMu XxBopoby Ta noyaTky Hekpo3y. OCTaHHE XapaKTEPHO ANS POCIUHHUX KITITUH
MpW iHWKUX cTpecax, a TakoX CBILYNTb MPO NOSBY O3HaK, AKi BiLOMI, SK O3HAKM «KamnbLieBOi»
cmepTi (bensieckas, 1994). OueBmaHo, npy iHBasii KNITUH NPOPOCTKIB COi natoreHoM P. sojae
BinbyBaeTbCA cepist NOAIN, NEPLUi i3 AKUX — Lie Ni3UC KMITUHHUX 0BONOHOK, NOPYLIEHHS KanbLyi-
€B0ro 6anaHcy anonnacty Ta LMTONIa3mMu, a Takox 3MiHU TPAHCMOPTHMX PYHKLIN LmTonnas-
MaTU4HOI MeMOpaHu KNiTUHK-Xa3siHa.
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2.7. EOEKTU MIKPOIPABITALII,
KNIHOCTATYBAHHS TA MNEPrPABITALJI

2.7.1. Mikpozpasimayis

Bigomo, wo rpasiTayia 3emni BNnMBae Ha BCi XWBi opraHiamu. Lleit BnMB nposiBNSeETbCA Ha
BCiX PIBHSX OpraHisadii: KniTMHHOMY, TKaHUHHOMY Ta opraHiameHomy (dy6uHuH, BaynuHa, 1976).
OpraHu, TKaHWHW Ta KIITUHMK, LLO 3MiHIOTb CBOK CTPYKTYpY Ta MeTaboniam nig fieto rpasiTaji
Ha3BaHi «aHTUrpasiTayinHuMny (benkanus, 1982). Y TBapuH — Le KNiTUHW Ta TKAHWHW CKENETHO-
M’5130BOI Ta KPOBOHOCHOI CCTEM, Y POCTIMH — Lie KMITUHU MEXaHIYHMX, enigepManbHuX Ta npo-
BiOHWX TKaHWH, SKi BiANOBIAAOTL 3a LYMNKICTb Ta NPOCTOPOBY OPIEHTALit0 | € aHTUrpaBiTaLiHUMK
(OyOvHuH, BaynuHa, 1976; Monotkosckui, 1961; Pasgopckuii, 1955). Ha kniTuHHOMY piBHI came
KNiTWHHa 060NOHKA POCHMH BiAMOBILAE 32 MEXaHIYHY MILHICTb, PO3TAr Ta eNacTUYHICTb KNITUH
i TKaHWH. TOMY NOrYHO, SIKLLO CUHTE3 Ta OpieHTALlis KNITMHHUX 060MOHOK BiAOYBaETHCA NiA No-
CTINHUM BMIMBOM rpaBiTaliiHnX cun 3emni, TO 3MiHW y BENMYMHI Ljiel Cunn NOBUHHI BNNWBATU Ha
KMITWHHI 0BONOHKN POCTIMHHMX OpraHiamiB. Tak sk rpasiTavis Ha 3emni € NoCTiHOW, TO Ti BB
un T BiACYTHICTb B 3BMYAMHNX 3EMHIX YMOBAX A0 OCTAHHLOTO Yacy HEMOXIMBO Byro BUBYATH.
3 pO3BMTKOM KOCMIYHUX JOCTIZKEeHb Ta BUXOAY NIOANHM No3a 3eMHy opbiTy Taki 4OCTipKEeHHS
cTanu peansHuUMu.

3a oCTaHHi IecATMpIYYS JOCArHYTO 3HAYHUX YCniXiB B ranysi kocMivHoi Gionorii. OcHoBHa MeTa
KOCMi4HOi 6OTaHiKu NOB'sA3aHa i3 CTBOPEHHAM 6ioNoriYHNX CUCTEM XKUTTE3abe3Me4eHHs KOCMOHaB-
TiB MPY TPUBANMX MOMbOTAX, O € OAHUM 3 OCHOBHUX 3aBAaHb KOCMiYHOI dpitoBionorii (CbITHMK,
Kopatom, 1986; Kopatom n ap., 1994: YeperueHko, 3aimeHko, 1998; 2003). B ymoBax kocmiuHOro
nonbOTy Ha OpraHiam Jie KOMNNEKC Takux YMHHWKIB: BibpaLjisi, nepeBaHTaxeHHs, KOCMIYHI BUNPO-
MIHIOBaHHS (pafiaLlisi, MPOTOHM, BaXKO3APSMKEHI YaCTUHKN) i MikporpasiTauis. [is umx dakTopis
nia Yac KOCMiYHOro NonboTy 6e3nepepBHa i NPaKTUMHO HE3MIHHA, @ POCIMHI Y OHTO- i (hiNOreHes
He 3ycTpivanmncs 3 HUMW. TOMy BUBYEHHS Al HEBArOMOCTI Ha XUTTERISNBHICTb KUBUX CUCTEM Y Bid-
KPUTOMY KOCMOCI Ma€ i TEOPEeTUYHE 3HaYeHHs! Ans NisHaHHS posi rpaBiTaLiAHMX CUM Y BUHUKHEHHI i
eBonioLii XMBOro Ha 3emni i peanisauii xuTTeBnx npoLiecis (Myposckui u gp., 1979).

Bigomo, Lo Ha opbiTanbHuX CTaHLUisix HeBaromicTb He € abcontoTHOK. BennuunHa rpasita-
LiHOro NpuckopeHHst Ha opbiTi cTaHoBKTb Big 10° go 107 g. Lis BenuunHa B 10-100 pasiB meH-
LUe, HiX rpasiTauiiHa JyTnmeicTb pocnnhm (Mepkuc, 1973). Tak, SK KNiTUHHI 060MOHKN POCIUH €
aHTUrpaBIiTaLiiHAMK CTPYKTYpamu, L0 34aTHI 3MiHIOBATUCS Y BIANOBIAb HA MikporpasiTaLito, T0
BOCTIMKEHHS X CTPYKTYPHO-(YHKLIOHAMBHUX XapaKTEPUCTHK Mig Yac POCTY KMiTUH, a Takox Bi-
BYEHHSI POCIINHM, SIK OQHOTO 3 OCHOBHUX KOMMOHEHTIB BionoriYHmnx cuctem xutte3abesneyeHHs
aCTPOHaBTIB Ha OpOITi Ta KOCMIYHKMX MOMbOTAX, CTano OAHUM i3 FONOBHMX 3aBAaHb KOCMIYHOI
hitobionorii.
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MepBUHHI 060NOHKK

Bimomo, 1o neperHHa KNiTMHHA 0BOMNOHKA YTBOPHOETLCA B MPOLIEC LIMTOKIHE3Y. [oChimKeHHS
hopMyBaHHS NEPBMHHOI 0BOMOHKM MOXHA MPOCMiAKYBaTW Ha MOZENbHI CUCTEMI — i30MbO-
BaHWX npoTonnacTax, siki BUKOPUCTOBYIOTb Y YUCTIEHHUX LUTOI3IONOMNYHMX Ta FEeHETUYHMX
AOCNIMKEHHSIX, @ TaKOX NS BUBYEHHS pPereHepauii KniTnHHOi 060onoHku. MpoTtonnactu otpu-
MYI0Tb LLSIIXOM (PEPMEHTATUBHOrO Mi3nCy KNITWHHOI 0BoroHkuK. MokasaHo, Lo B NpoLeci pere-
HepaLii 060M0OHKM NpoTonacTamMu CnoYaTky CUHTE3YI0THCA Nosicaxapuay MaTpukea, nisHille
LLeNioN03a; nosicaxapuais MaTpykca B pereHepoBaHux 000MoHax 3Ha4yHo Binblue, HiX Lento-
nosu (Ilososas, 1987).

Pezenepayis knimuHHoi 060m0HKU npomonnacmamu. baratbma gocnigHukamm no-
Ka3aHO MOXIMBICTb BUKOPUCTAHHS B KOCMIYHUX eKCrepuMeHTax KynbTypu npoTtonnactis. B
ekcnepumeHTi «Protodyn» gocnimkyeanacst ponb rpaeitauii y ¢opMyBaHHi KNiTHHOT 060MOH-
kn npotonnactamu Daucus carrota Ta Brassica napus, ski KynbTuyBanu npotsrom 14 gi6
Ha GopTy GiocynyTHuka «Biokosmos 9» (BepeceHb 1989) (Iversen et al., 1992; Klimchuk et
al., 1992; Rasmussem et al., 1992; Tanpbekos n ap., 1992). MpoTonnactn iHWKX BKAiB, a
came Nicotiana tabacum Ta N. rustica, ski Takox kynbTusyeanu 10 gi6 Ha 6opTi D-2 Spacelab
Mission (kBiTeHb-TpaBeHb 1993) Ta B nabopaTopHux ymoBax Ha 3emni (Hoffmann et al., 1994),
nokasanu XMTTE30aTHICTb Ta CMPOMOXHICTb pereHepaLii KniTMHHUX 060MOHOK sk Ha opbiTi B
yMoBax MikporpasiTaLi, Tak i B yMOBax Ha3eMHOro KoHTposio (npu 1 g).

MapanencHo Byno BCTAHOBMIEHO 3HKEHHS POCTY i30MbOBaHNX NpoTONnacTiB Ha 44 Ta
18 % nig gieto mikporpasiTauii B Daucus carota Ta Brassica napus, BignosigHo. Metogom
TPAHCMICIHOT €NeKTPOHHOT MiKpOCKOMii NoKa3aHo, Lo KniTuHHa 0060M0HKa, ska pereHepyBana-
Csl B NPOTONNAcTiB, 3a CTPYKTYpoto Byna nogibHa Takiin y KOHTPOMbHNX 3paskax, xo4ya TOBLLM-
Ha NepBUHHMX 0BOMOHOK, Lo copmyBanucst Ha opbiTi Gyna yaBivi MEHLIOK, HiX Y KOHTPOTI
(Klimchuk et al., 1992; Tanpbekos 1 ap., 1992). MOpiBHAHHS IHTEHCUBHOCTI BKMIOYEHHs "C-
rMI0KO3W B HOBOCMHTE30BaHi 060MOHKM HABKOMO NPOTONACTIB NOKA3ano He3HayHe iHribyBaH-
HS BKITIOMEHHS padioakTMBHOI MITKM B LIENON03Y Ta reMilentonosn B nofbOTHUX 3paskax Y
NOPIBHSAHHI 3 Ha3eMHUM KoHTponewm (Fopkosa u Ap., 1985). bioxiMiyHnmu meTogamm BCTa-
HOBMEHO, LLO BMICT L|eNtoN031 B pereHepoBaHux 060noHkax Mopkeu 6yB B 3,5 pasa MeHLuMm,
remiuentonos — B 1,5-1,6 pasa y 060x BuAiB, TOAI K BMICT NEKTUHY He 3MIHWUBCS i A€o Mi-
kporpasiTauii (Klimchuk et al., 1992). Lieit dheHOMEH aBTOPYM NOSICHIOKTb MOXIMBUM BNIMBOM
MikporpagiTaLjii Ha nponichepaTMBHY akTUBHICTb Ta IHTEHCMBHICTL PpOCTY npoTonnacTis. Bigo-
MO, L0 CMHTE3 LieSTH031 3aNeXmnThb Bif aKTUBHOCTI LIEN0N030CMHTETa3, a akKTUBHICTb reMille-
MNIoN03 — Bifl aKTUBHOCTI KcunaHocuHTeTas (Aloni et al., 1982). Lie aae amory npunyctuTy, Lo
iHriOyBaHHS CMHTE3Y NepBMHHOI 0BOMOHKM NPOTONMACcTaMi B YMOBAX pearnbHOro KOCMiYHOro
nonboTy 06YMOBNEHE MOPYLUEHHAMI CUHTE3Y UM 3MiHAMU akTUBHOCTI (pepMeHTiB, Lo 6epyTb
y4yacTb Y CMHTE3Ii noficaxapuaiB MaTpukca Ta Liesionosu.
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BukopucTaHHs ropusoHTanbHOro kniHoctaty (2 06/xB.) Ans BUBYEHHS (hopMyBaHHs 060-
NOHKKM npoTtonnactamu (Brassica oleracea ta Solanum tuberosum) nokasano, o TpuBanicTb
LbOro npouecy 3anexana Bif B4y Ta TpuUBanocTi KynbTueyBaHHs (Hegyxa v gp., 1996).

¥ 4 T

-

Puc. 2.7.1.1. ®parMeHTW KMiTWH NepLIOro Lapy anikanbHOi MepucTeMn (TyHiku)
BEreTaTMBHOrO naroHa 6anb3amiHy: a, 6 — KOHTPOrb; 8 — KOCMiYHUIA NONIT. [o3HaYEeHHS:
B — Bakyonb, KO — knituHHa o6onoHka, K — kyTukyna, A — aapo

LinoximiuHumm meTogamu (i3 BUKOPUCTAHHSAM Kanbkodnyopy Ta aHifiHOBOrO CUHLOTO — MapKepiB-
hryopoxpomiB Ans igeHTudikaLii Lentonosu Ta kanoan) nokasaHo, Wo Ha 7-My foby KynbTusy-
BaHHS npoTonnacTis Brassica oleracea Ha kniHoctari Tinbku y 50,5 % npoTtonnacTis Biabysanacs
pereHepayis 060M0HKM, WO MiCTUNa Lentonoay, Toai K kanosa BuseneHa maimxe y 87 % npo-
TOMNAcCTIB; B TOM Xe Yac, Y KOHTPOMbHUX 3pa3kax Ui AaHi Oynn Buwmmy i ctaHoBumim 91,2 Ta
85,2 %, BianoB.iaHo.
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OTpumaHi pesynbTaTu cBigyaTth Npo Te, WO B yMOBaX iMiTOBaHOT MikporpasiTaLlii CUHTe3
Kano3au B HOBOCGOPMOBAHMX KMITMHHWUX 0BOMOHKaX NPOXOANTb 3HAYHO iIHTEHCUBHILLE, HiX CUH-
T€3 Lentonosn. HoBocdopmoBaHi kniTuHHI 060n0HKK B npoTonnacTiB 060x BuAiB Oynn 3Ha4HO
TOHLUWUMW, HiX Y KOHTpONi. MexaHiaMm Takoro heHOMEHyY MOXHa NOSICHUTU TakuM YuHOM. Ekc-
rnepuMeHTanbHO BUSBMEHO, WO 3aCTOCYBaHHS iHribiTopy MembpanHoi TekyyocTi (0,25 mgl/l,
cholesteryl hemisuccinate) y gocnigax i3 pereHepadii 060n0oHku npotonnactamu Boergesenia
forbesii npu ix KNiHOCTaTyBaHHi, NOKa3ano NpsiMy 3aNeXHICTb CUHTE3y pereHepyoyoi 060M0oH-
ku Big TekyvocTi nnasmanemu (Legge, Brown, 1988). Lle nigTBepaxye AymMKy npo Te, Lo npu
KniHocTaTyBaHHi BiaOyBalTbCA 3MiHM (Di3VUKO-XIMIYHUX BBNACTMBOCTEN LMUTONMA3MaTUYHOI
MeMbpaHW NPOTONNACTIB Ta NPUTHIYEHHS NPOLECY eK30LMTO3y NOonepeaHuKiB nonicaxapuais
MaTpuKCy 0BOMOHKM, @ TaKOX MONEPELHVKIB CUHTE3Y LIEN0N03n, WO 1 BNIMBANO Ha CUHTE3
nonicaxapuais NePBUHHOI KNITMHHOT 0BONOHKM.

060510HKU MepucmemMamuy4HuX KnimuH. PobiT No BUBYEHHK KNITUHHWUX 0DOMOHOK Me-
pUCTEMATUYHNX TKAHUH Y POCAMH, L0 pocnK 3a Aii MikporpaBiTaLlii noku HegocTaTHbo. focni-
[PKEHHS KNITUH anikanbHOi MepucTeMu KopeHiB Ta cteben npopocTkiB Zea mays, L0 pocnv Ha
kocmiyHomy kopabni «Columbia» (61C), nokasano, Wo KNiTUHHI 060NOHKK BynK 3HAYHO TOH-
LIKMK, HIX Y Ha3eMHUX koHTponiB (Moore, 1988). Lli BigxuneHHs CynpoBOAXyBanmcs 3aMmiHamu
BiAHOCHOrO 06’eMy LMTONNA3MaTUYHUX OpraHen, BKIKYaKuM AUKTIOCOMW anapaty [onbaxi,
o 6epyTb y4yacTb y CMHTE3i Ta TPAHCNOPTi NONEPEHNKIB nosicaxapuais 0B0NOHKN.

MoTOHLLEHHS 060NOHOK BUSIBNIEHO B NEPLLOMY LUapi TyHiKM (anikanbHoi Mepuctemu) cteben
npopocTkiB Impatiens balsamina, wo pocnu 13 gi6 Ha BiocynyTHuky («Kocmoc-1887») (Hegyxa u
ap., 1991, a; 1992). MopiBHsinbHe JOCRIgXeEHHs YNbTPaCTPYKTYpK anikanbHoi MepucTeMu TyHiku
cteben napocTkiB 6anb3amiHy B Ha3eMHOMY KOHTPORi Ta NOSIbOTHOMY BapiaHTi 4O3BOMIIO TAKOX
BUSIBUTYU MOCUIEHHS BaKyorisawji KNiTH NepLIoro Ta Apyroro LwapiB TYHIKK, 3MiHW B CTPYKTYPI
faep i KNiTMHHUX 060M0HOK (puc. 2.7.1.1). FAKLLO B KOHTPOMBHIX KIiTUHAX OKPYrol hopMu S4p0
3aiiMano LeHTpasnbHe NOSIOXEHHS, MICTUIO HEBEMMKI FMMOKK LLiNbHOrO XpoMatuHy (puc. 2.7.1.1,
a), TO B NMOMbOTHMX 3pa3kax — sapa Manu nonatesy opMy i XapakTepu3yBanuch 36inbLeHHSM
BMICTY LLiNbHOTO XpOMaTUHY Ta 3MeHLLEHHAM po3mipy sigepeupb (Hepyxa v ap., 1991, a). Okpim
LbOro, HanbinbL nabinbHAMK 3a gii MiKporpasiTawii BUSBUNMNCE 30BHILUHI KMITUHHI 0BOMNOHKM
NepLIoro psay TYHiKK, SKi XapaKkTepu3yBanuchb NOTOHLLEHHAM SK CaMuX 0BOMOHOK, TakK i KyTHKY-
NSPHOTO LUAPY, 3HKEHHSAM MOr0 €NEKTPOHHOI LWinbHocTi (puc. 2.7.1.1, 6, 8) (Heayxa n ap., 1991,
a). Lle no3Bonuno 3pobuti BUCHOBKM NPO HAsIBHICTb 03HAK rPaBivyTAMBOCTI JOCTIZKyBaHNX Me-
PUCTEMATUYHMX KMITUH NaroHiB.

TakuM YMHOM, AOCTIIKEHHS MOKa3anu, L0 30BHILUHI KNiTUHHI OBONOHKN KNITUH TYHiKK
cteben € QOoCUTb YYTNMBUMK CTPYKTYpami KRiTWH OO 3MiHW TPaBiTaLiiHOTO HaBaHTAXEHHS
(Hepyxa u gp., 1991, a; 1992).

[esiki aBTOpK BBaXatoTb, LU0 3@ YMOB MiKporpaBiTalii BigOyBatTbCs 3MiHM HaTary obo-
TNOHKM B KMiTUHAX KOPEHEBOT MepucTeMU NpopocTkiB Zea mays Ta Crepis capillaries, Lo pocnu
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o 2 o AR MM

P i : gl .
Puc. 2.7.1.2. ®parmeHTV KNiTUH agakcianbHOT NOBEPXHI enigepMicy CiMsaonen npopocTkis
Banb3amiHy, siKi pocn B Ha3eMHOMY KOHTPOTI (@) Ta KOCMiYHOMY NoNbOTi (6). Mo3HaYeHHS:

K — kytukyna, KO — kniTuHHa oboroHka.

Fow

Puc. 2.7.1.3. OparmeHTu knituH Me3odoiny (a, 6) Ta agakcianbHOro enigepmicy NMCTKOBKX
NNaCTUHOK NEHML: a, 8, 2 — HAa3eMHUI KOHTPONb; 6, @ — KOCMiYHMIA NONIT. MO3HAYEHHS:
B — Bakyonb, K - kytukyna, KO — kniTuhHa obonoHka, M — MiToxoHAapis, X1 — xnoponnacr.
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18,5 pi6 Ha BiocynyTHUKy «KocMoc-936» (Taupbekos v ap., 1979). Lii gocniaHukv npunyckanu,
L0 came 3MiHM B HaTA3i 0O0MOHKN NPU3BOASATL 4O OKPYIMEHHS KNiTUH MepucTemu. MogibHy
OKPYrMiCTb KMITUH BUSIBNEHO | Y NPOTOHEMI MOXY (PyHapis BONOroMipHa, Ky supollysanu 96
6 Ha opbiti (CbITHUK 1 gp., 1984).

BTopuHHi 060noHku. EnidepmanbHi ma napeHXiMHi KnimuHu

Bimomo, 1o BTOpMHHI 06010HKM hOPMYHOTLCA Mif Yac ANdEPEHLitOBAHHS TKAHWH. 3MiHN
B Cknagi nonicaxapuais Ta ynbTpacTpykTypi 06010HOK BigbyBatoThCs Nig yac pocTy KNiTuH
Ta iX AndepeHuitoBaHHSA. Taki 0DOMOHKM, SK BiAOMO, XapaKTepU3yKTbCs 3YNUHKOK CUHTE-
3y NEKTUHIB, 30iMbLUEHHAM CUHTE3Y reMILEeNtono3 Ta KpUCTanivyHoi Lentomnosu, a Takox CUH-
TE€30M RirHiHy, BOCKy Ta iHWwWxX cknagosux (Bolwell, 1988). 3rigHO 3 AaHMMWK paHHix pobiT
(Pasgopckuin, 1955), MiLHICTb BTOPUHHKX 0BGOIOHOK NUCTKIB AyKEe CTika A0 Aii rpasiTauii
3emni. Mexa 06MeXEHHS enacTUYHOCTI BTOPUHHIX ODOMOHOK ANst KOMeHXiMu Ta enigepmi-
Cy CTaHOBMTb 1,78 kr/Mm? nnowli TkaHWHW, a ans mesodiny — 0,42-0,47 kr/MM2, BigNOBIAHO.
B. Pasgopcbkuii BigMITUB 3Ha4YHE MOTOBLUEHHS 06OMOHOK CTeben Ta 3MiHKU B eNacTUYHOCTI
060M0HOK Micns Toro, sk 4o ctebna npue’sasyBanu LOAATKOBY Bary NpoOTAroM WecTu Aib.
3miHu BigbyBanucs, i Le CBiguMno npo CTiikicTb cTeben go Aii rpasitauii. Tomy 3a yMOB Mi-
kporpasiTayii KMiTUHHI 0BONOHKN NOBWHHI 3MIHIOBATW CBOKD MEXaHiYHy MILHICTb Ta FHyYKiCTb
Y 3aNEXHOCTI Big TKAHWMHW POCNMHU. [Joka3oM Lboro € poboTi AMOHCHKMX AOCMIAHWKIB, SKi
nokasanu nigBuLLEHHS B'A3KOCTI Ta €nacTUYHOCTI KNITUHHUX 0BOSIOHOK KOPEHIB MPOPOCTKIB
pucy Oryza sativa, Wo pocnu Ha kocMiyHomy kopabni Watn (STS 95) npotsarom 68,5; 91,5 Ta
136 roguH (Hoson et al., 2003).

CmpykmypHul aHani3. MeTogoM TpaHCMICIHHOT eneKTPOHHOI Mikpockonii nokasa-
Ho, Wwo 13-T gobosa Aig MikporpasiTalii NpoBOKyBana cepilo 3MiH y npopocTkax Impatiens
balsamina, siki BUpoLlyBanucst B yMoBax eTionsilii Ha biocynyTHuky «Kocmoc-1887», a Ta-
KOX Y NUCTKax nweHnui Triticum durum, WO BUpOLLyBanacs Ha CBiTni npoTarom 16-Tu go-
6oBoro nonboTy Ha opbitanbHin cTaHuii «Mup». 3apeectpysanu Taki amiHu (puc. 2.7.1.2 Ta
2.71.3):

- MOTOHLUEHHS 30BHILLHIX (NepukniHanbHUX) enigepmanbHux 060OHOK CiM’ aaone, rino-
KOTWUNIB Ta NUCTKIB;

- 3MiHa nepexpecHo-baraToLapoBoi CTPYKTYpU NepuKniHanbHUX 060I0HOK Ha 3BUYAIHY
namensipHy CTpykTypy;

- PO3MYLIEHHS Ta YTBOPEHHS MOP i «NPOCBITAEHbY Y NEpPUKNiHANBHUX Ta aHTUKMiHaMb-
HUX 0BONOHKaX enigepmu; 3HUKEHHS eNEKTPOHHOI LLiNbHOCTI Ta 3MEHLLEHHS TOBLLYWHM

KyTUKYNSIPHOTO LUapy B enigepMici B NOPiBHAHHI 3 0600HKaMW Ha3eMHUX KOHTPOMbHUX
pocnuH (Heaoyxa v ap., 1991, a, b; 1992; 1994).
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MpOCBITNEHHS B NEBHUX AinsHkax 0OONOHKM, WO no3baBneHi Mikpodibpun uentonosu,
3HaxoaaTbea 6e3nocepeaHbo SK Mif KYTUKYNOH, Tak i B iHLWIMX YaCcTUHAX 30BHILIHBOI 0BOMOHKM
enigepmicy cim'sgonei ta rinokotunis 6anb3amina. Kpim Toro, NpoCBITNIEHHs BUSBREH: 1 Y Yac-
TUHW aHTUKNIHaNBHUX 0BOMOHOK enifepMn NONbOTHIX 3pasiB. Y TOM Ke Yac KNiTUHHI 0BONOHKM
napeHxiMn AOCTIMKYBaHUX OpraHiB 6anb3amiHy Ta BHYTPILUHI 0BONOHKM KNiTUH enigepmu, siki
napanenbHi 30BHILLHIM NepukniHanbHUX 0BornoHKaM, He pearyanu Ha Aito Mikporpasitauii. He
BMSIBIIEHO 3MiH i B YNbTPACTPYKTYpi LMTONMNa3MaTUYHIUX OpraHen enigepMicy Ta napeHxiMHuX
KNITWH KOPW TINOKOTINI0, 32 BUKMIOYEHHAM 3HKEHHS BMICTY KPOXMaIo B nnacTugax nonboTHUX
KNiTVH. JocnigXeHHs CTPYKTYpU APYroro Ta TPETLOrO LIAPiB KOPW TaKoX HE NoKa3ano SBHUX 3MiH
KNiTUHHUX 060NOHOK NpU Aii MikporpasiTaLii.

YnbTpacTpykTypa OOCimpKyBaHWX KMITUH Me30qifly NMMUCTKIB MWeEHWL, Wwo pocnmn 16 46 y
KOCMiYHOMY MOMbOTi B OCHOBHOMY MOAIGHA 40 BigMOBIgHUX KNiTUH KOHTporio. [NpoTe nnowa no-
nepeyHnX 3pisiB KNiTMH Me3odiny B AocnigHux pocnuH byna meHworo (146 + 17 MkM2), HixX y
KOHTponi (263 + 122 MKM?), 3HM3uNacb W NONyNAUiHA LWiNbHICTb XNIOPONNacTiB, 3MiHWNACH |
iIXHS CTPYKTYpa: 36inbluMnack KinbkicTb TMNAakoigiB y rpaHax (puc. 2.7.1.3, 6) Ta 3HU3MBCS BMICT
kpoxmanto (Hegyxa v ap., 1991, 6; Heayxa v ap., 1996; Nedukha, 1995, a, b). MogibHe 3HWKEH-
HS pPO3MIpIB KNITUH BUSIBNEHO i Y NucTKax Epidendrum radicans, Lo TpuBanuii Yac pic B yMoBax
peanbHoro kocMivHoro nonboty (Cherevehenko et al., 1998).

Bigomo, Lo nepexpecHa (snuHkonogibHa uu renikoigHa) CTPYKTypa € XapakTepHOK 03Ha-
KOK BTOPUHHWX KniTUHHUX 060moHoK (Neville, Levy, 1984; Roland, Vian, 1979) Ta 060n0HOK Mix-
BY3niB nig yac ixHboro pocty (Levy, 1991). MpoTe renikoigHy CTPYKTYpy HE cnocTtepiralTb y
KniTuHaX, ski wemako poctyTb (Morrison et al., 1993). 3 iHworo 6oky, BpaxoByouH, LU0 30BHILLHI
0060MoHKM OpraHiB POCIMHY BigirpatoTb CYTTEBY ponb Y pocTi opray (Kutschera, 1992), a ixHe
PO3MYLUEHHS MOB'SA3aHO 3 aKTUBHICTIO hiToropmonis (Bret-Harte, Talbott, 1993), My moxemo go-
nycTUTW, LWO NiA Aieto MikporpasiTaLii 3MiHW B CTPYKTypi 0BOMIOHOK enigepmu CimM'sgonei npo-
poCTKiB 6anb3amiHy 6ynu Hacnigkom 3MiH LBMAKOCTI POCTOBMX MPOLIECIB HAA3EMHMX OpraHiB B
yMOBax pearnbHoI MikporpasiTavii.

BusiBneHi Takox 3MiHW 1y CTPYKTYpi BOCKOBOTO HaNbOTYy Ha MepukniHanbHuX 060MoHKax
enigepmy nucTkiB 16-Tn JoOOBKX NPOPOCTKIB MLUEHWL, WO POCMM B KOCMIYHOMY MonboTi. Me-
TOAOM CKaHYHUOi €NeKTPOHHOI MIKPOCKOMiT NOKa3aHo, WO LWibHICTb BOCKOBWUX COCKOMOLIOHMX
YTBOPEHb Ha MOBEPXHi eniaepmicy NUCTKIB NiueHuyi 6yna Ha nopsiaoK MEHLUO, HiX Y KOHTPOT
(Y KOHTPONi WiNbHICTb BOCKY CTaHOBWNa 22,4 + 3,1 cOCOYKIB/MKM? oL, Npu Aii MikporpasiTauii
- 2,8 + 0,3 cocoukiB/MKM? NoLLi), po3Mip BOCKOBMX COCOYKIB abo ropbukie OyB yagidi MEHLIMM,
Hix y koHTponi (Nedukha, Mashinskiy, 1992; Hegyxa u ap., 1994).

Taknm YMHOM, KOCMIYHI JOCIIMKEHHS NOKasamu, Lo CTPYKTYpa NepUKNiHanbHUX Ta aHTK-
KniHanbHUX 0BONOHOK KNITUH afaKcianbHOro enigepmicy CiM’'sgonen, enigepmu rinokoTuniB Npo-
pOCTKiB Ganb3amiHy, a Takox enigepmn IUCTKIB NLUEHNLi € 4OCKUTb NabinbHO NPy 3MiHi rpasiTa-
LiNHOrO HaBaHTaxeHHs. basylounch Ha AaHux, WO MynbTUaMenspHa 060M0HKa € XapaKTepHOI0
LN POCIIMHHKX KNiTUH, Wo pocTyTh (Roland, Vian, 1979), Mu npunycTunum, LWo 3a yMOB MIKpO-
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rpasiTayii BinbyBaeTbCA NPUCKOPEHHSI POCTY CiM'AAONBHUX NUCTKIB Ta FMOKOTWIIB NPOPOCTKIB
Ganb3amiy.

Bigomo, wwo enigepmanbHi 060M0HkM BepyTb y4acTb y KyTUKynspHii TpaHcnipawii (Mupoc-
nasos, 1974; Kollatukudy, 1996) ta B pocrTi opraHis (Kutchera, 1992; Kutchera, Briggs, 1987),
WBUAKICTb AKUX 3aNEXMTb, K Bif TOBLUMHA KyTWUKYNW, Ti CTPYKTYpW, CKnagy ninidis, TaK i Big
TOBLUMHM enikyTukynspHoro Bocky (Mupocnasos, 1974; Rentschler 1971; Haass, Schoherr 1979;
Svenningson 1988). lMpu pi3HOMaHITHWUX cTpecax, a came npu BogHOMY AediumTi abo X 3aco-
NEHHi, WBMAKICTb KyTUKYNSPHOT TpaHcnipayii 3HuxyeTbes (go 9,0-102 monb/cek.”) abo 30BCimM
3YNUHSETLCA, LLO CYNPOBOAXKYETLCA MOTOBLUEHHAM BOCKOBOIO HamnboTy Ta wwapy KyTukynu (Ky-
maxoBa, 1987; Kollatukudy et al., 1981; Kollatukudy, 1996). Kpim TOro, Bigomo, W0 pO3UMHHI
ninigy € ocHoBHUM Bap’epom Ans TpaHCnopTy Boau Yepes kyTukyny (Schonherr, 1976). Bpaxosy-
04N OJEpXKaHi HaMW AaHi WOJO 3MiH CTPYKTYpM enigepmansHux 060MOHOK POCInH 3a Aii Mikpo-
rpasiTauii Ta BULLe3a3HaueHi JaHi nitepaTypy, MOXHa NpUNyCTUTK, LLO 3a YMOB MikporpasiTaLlii
BinbYyBa€eTLCS NOCUNEHHS KyTUKYNSPHOI TpaHcnipaLlii pocnnHami, 06yMOBREHE 3MiHaMK Y Cknagi
ninigis enigepmarnbHnX 060MOHOK.

M. TaipbekoB 3i cniBaBTOpamn BUSBUNM 30iNbLIEHHS KyTUKYMSIPHOI Ta NPOAMXOBOI TpaH-
cnipauii B npopoctkax Zea mays (Taupbekos u ap., 1988), wo pocnm 7 4i6 Ha GiocynyTHuKy
«Kocmoc-1667». BoHn BcTaHOBWW, O BMICT BOAM, SKy BUNAPOBYBAn MPOPOCTKK Y KOCMOCI,
craHoBuna 39,9 rp, To4i SK y KOHTPONbHUX 3paskax — 25,1 Ta 24,8 rp. KinbkicTb Boaw, Ky poc-
MIMHM MOTNMHAMM B KOCMOCI, CTaHoBuna 58,6 rp., y HaseMHux KoHTponsx — 46,7 ta 47,3 rp.,
BignosigHo (Taupbekos u ap., 1988). Yce Le CBiguMTL NPO 3MiHW BOGHOTO CTaTyCy POCIMH, SKi
POCTYTb B YMOBaX MikporpaiTaLlii. XeHapuke Ta beikep HenpsMumu METOAaMM TakoX NoKa3asm
3MiHW BOAHOTO GanaHcy KOCMiYHWX pocnnH. 30Kkpema, BOHM BUSIBUIM 3HAYHE 30iNbLUEHHS BMICTY
FTI0KO3MW, aMifio3n Ta caxapoan B 3pidax MyxIMH MOpkBM, Lo 3poctanu 19,5 gib Ha GiocynyTHu-
Ky «Kocmoc-782». ABTOpU BBaXaloTb, LU0 3MiHW Y BYrneBogHoOMy 0BMiHi 6ynn Hacnigkom 3miH
OCMOTWYHOTO MOTEHLjany y BiAnoBigb Ha BOgHWA AediunT 3a ymoB MmikporpasiTadii (Khendriks,
Baker, 1979).

BupoLuyBaHHs opxigern npoTsroM 4BOX MICALIB Ha rOPU3OHTaNbHOMY KNiHOCTaTi nokasano
BNMB iIMITOBaHOI MikporpaBiTayii Ha KniTuHHI 0GONOHKM NUCTKIB. BCTaHOBNEHO 3MiHY BUCOTH
BOCKOBOIO LUapy, LIO MOMITHO 3MEHLLYBaBCS B NEPUKIiHANbHUX 06OMNOHKaX BEPXHBOI Ta HK-
HbOI enigepmu, a TakoX B NepUKIiHanbHYX 060NOHKaX 3aMUKaKoUMX KNITUH NPOAMXIB B UCTKaX
Angraecum distichum, Cymbidium hybridum, Dendrobium crumenatum, Paphiopedium insigne,
Doritis pulcherrimma ta Vanda sp. (Cherevchenko et al., 1994; 1995). Taki nepefynosu B CTpyk-
Typi 060MOHOK enigepManbHUX KMiTUH CyNpOBOMQKYBANMCS 3MiHaMK B CKnagi Ta BMICTi cpitorop-
MoHiB: IOK 6yna BigcyTHsl, a BMICT ribepenitiB 36inbWMBCS B NOPIBHSAHHI 3 BiANOBIGHUMM KOHTP-
OMNbHUMM 3paskamMut. YpaxoByroum faHi, oTpumMani T.M. YepeBUeHKo 3i cniBaBTOpamu, MOXHa 3po-
BUTV NPUNYLLEHHS, O 3HWKEHHS BOCKOBOrO HanbOTY B €MifepMi NCTKIB OpXiaen, O4EBUAHO, €
HaCnigkoM 3MiH BOGHOrO Ta minigHoro 6anaHcy B KAiTMHAX NICTKIB.
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Puc. 2.7.1.4. 3aranbHuii BUrMS, KNiTUH NPOTOHEMM MOXY ¢hyHapis BOnoromipHa (a, B).
MonepeyHi 3pian kniTMH NpoToHemm (O, T): @, 6 — KOHTPOIb; 8, & — KOCMiYHWUIA MONIT.
MosHaueHHs: KO — knituHHa o6omnoHka, Kp — kpoxmanb, Xn — xnoponnact.

Puc. 2.7.1.5. ®parMeHTV KNiTUH NPOTOHEMU MOXY (hyHapis BOMOrOMIpHA: @ — KOHTPOIb;
6, 8 — kocMiyHWi noniT. Mo3HaveHHs: KO — kniTuHHa o6onoHka, M — MiToxoHapis, Xn —
Xnoponnacr.
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Mwu 6aunmo, Lo KNiTUHHI 060MOHKW Ta NNacTUAM NepLUMMM pearyBanu Ha MiKporpasiTauito.
FAK BiJOMO, NpW Pi3HOMaHITHUX eKCTPEeMasbHIX BNAMBaX 3MIHIOKTLCA CTPYKTYpA i Cknag KniThH-
HOi 0B0MOHKY, LLIO MOXeE NPUBECTU O NOPYLUEHHS Ti DYHKLIOHYBaHHS SIK OMOPHOI, TPAHCMOPTHOI,
HaKoMMuyo4oi 11 cekpeTopHOT cTpykTypu (TapyeBcbkuid, MapueHko, 1985), a Takox A0 3MiH
UMTONMasMaTNiHMX opraHen. Bigomo, Lo ogHa 3 FOMOBHMX (DYHKLA 30BHILLHIX 0GOMOHOK
enigepmarbHUX KNITWH — y4acTb Y KyTUKYNSPHIN TpaHcnipauii, iHTEHCUBHICTb SKOI 3anexuTb
Bif TOBLUWMHW i CKNady KYTWUKYNW, LNbHOCTI Ta pO3MipiB BOCKOBOMO HanboTy. Bpaxosyloum Le,
Ta OfepXaHi Hamu pesynbTaT KOCMIYHUX EKCNEPUMEHTIB MPO 3HWKEHHS BMICTY Ta LiNbHOCTI
BOCKOBMX HAmnbOTiB, 3HWXKEHHS TOBLUMHW KYTUKYASIDHOTO LUAPY Ta PO3PUXIIEHHS MIKpodibpun
Lientonoan, MoxxHa 3pobuTi npunyLLeHHs, Wo B yMOBax MikporpasiTaLlii BinbyBaeTbCs He Tinbku
3HUKXEHHS MeXaHi4HOT MILIHOCTi POCTIMHHIX OpraHiB, arne 1 NOCUEHHS KyTUKYNSPHOT TpaHcnipaLii
HesanexHo Big suay. O4eBMAHO, WO Taki Nogii MOXyTb BigOyBaTUCA 3@ paxyHOK BiACYTHOCTI
rpasiTayinHux cun 3emni, siki He NOTPIGHO AONATU KCUNEMHOMY TPAHCNOPTY BOAM.

doTocuHTE3Yy0Yi KNiITUHM NpPOTOHeMM MOXy pyHapia BonoromipHa (Funaria
hygrometrica). [ocnipxenHs Tpusanoi Aii (96 Ai6) peanbHOro KOCMIYHOTO MONLOTY Ha
KMiTMHU NpOTOHeMW MOXy Funaria hygrometrica, Wo Bupocna i3 cnop Ha opbiTi, nokasano
CYTTEBWI BMAWB MiKpOrpaBiTalii Ha CTPYKTYPY KIITUHHUX OBOMOHOK, LMUTOMNasMaTUYHMX
opraHen Ta ¢opMy KnituH (puc. 2.7.1.4). YactuHa KniTH NPOTOHEMM B KOCMIYHOMY MOMbLOTI
oKkpyrnanacs i mana rpywenogioHy dopmy. BusBneHi 3miHW KniTuHHMX 060MOHOK 6ynn
HacTynHummu: 060noHkK Bynu BTpwdi (i Ginblue) ToHWKUMK (puc. 2.7.1.4, 2), HiX Y KOHTpOI,
XapaKTepu3yBanucb NiABULLEHOI0 €NEKTPOHHOK LWiNbHICTIO (puc. 2.7.1.5) abo X HasBHICTO
€MEKTPOHHOMPO30PKX 30H Mi3UCY; MIKPOMIOpUNM B iHWMX YacTUHAX O0BOMOHKM Bynn CUMbHO
PO3MYLLEHi B MOPIBHAHHI i3 060M0OHKaMM KOHTPOMBHMX 3paskiB NPOTOHEMMU MOXY (CbITHUK K Ap.,
1980; 1984; Kordyum et al., 1981).

3MiHK CTpYKTYpK 060MOHOK CYNpPOBOMDKYBANNCA OECTPYKLIEK XNIOPONacTiB, 30iNbLEHHAM
KiNbKOCTI Ta PO3Mipy MEPOKCUCOM. YCe Le CBIAYUTb MPO MPUCKOPEHHS KIITUHHOMO CTapiHHA B
ymoBax Tpusaroi gii mikporpasitauii (Nedukha, 1984; Hegyxa, 1986). 3HWXeHHS TOBLYWUHM Kni-
TUHHUX 0BONOHOK MOXE CBIZYNTYM MPO iHribyBaHHS CMHTE3Y Monicaxapuaie 0BONOHOK, IHTEHCHB-
HWR X nisuc, abo X nNpo Te, Wo obuasa Li npoLecy Manu MicLe B KiTUHAX 3@ YMOB KOCMIYHOMO
nonboTy.

KniTuHHi 060n0HKM NPOBigHMX NyykKiB

HocnimkeHHs KNiTMHHUX 060NOHOK NPOBIAHNX MyYKiB Yy HAZ3EMHUX OpraHax PoCnuH Mae
CYTTEBE 3HAYEHHS, Tak, SK Lji KNiTWHK BiANOBI4aKTb 3a BOLHUI TPAHCMOPT Bif KOPEHIB 40 NNCT-
KiB. Y NOOAMHOKMX NpaLsX OnucaHa CTPYKTypa NPOBIAHWX MyYKiB NEpPLUMX IUCTKIB NPOPOCTKIB
nwenuui Triticum durum, wo 3poctanu 16 ai6 Ha opGitanbHii cTaHuii «Mup» (Hegyxa v ap.,
1991, 6). JlucTkm MicTUNK ABa-TPU TpaxeamnbHUX MPOBIAHWX MyYKM, TPU-HOTUPN CUTOBUOHUX
€MeMEHTH, CETMEHTW CUTOBMAHWX TPYOOK Ta KNITUHW, WO iX CynpOBOMXKYIOTh. Y Tpaxeans-
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HWX enemeHTax yutonnasma byna BigcyTHbOK. TpaxeanbHi €NEMEHTU MICTUNN NNLLE KNITUHHI
o6onoHkn. B obonoHui 6yno BuaHO HaniBobmexeHi nopu. BTopuHHI 060MOHKN TpaxeanbHux
€MeMEHTIB Manu eneKTPOHHO-LLINIbHY CTPYKTYPY, B AKIN pO3PisHANMcs Mikpodibpunu uentono-
3u. O6onoHka mana ToBLuHy 6ins 0,8 MkM. MapeHXiMHi KNiTUHM NPOBILHOMO Ny4ka XapakTepu-
3yBaNNCs HasiBHICTIO MOTOBLLEHb Y NpoTybepaHLax i3 nnasmoaecmamu. KniTuHu Manu Benuky
LeHTpanbHy Bakyonb, rpaHynsapHuid EP, Heeenuki aminonnactu, B MiToxoHapisix 6ynu gobpe
PO3BUHEHI KpucTW. CTPYKTYpa cUTOBUAHNX TPYDBOK Byna TMNOBOK ANs LbOro Ty KNiTUH: 060-
noxka 6yna tosctot (= 0,49 MKM). BTOPUHHI NOTOBLLEHHS 0BOMNOHKN MICTUIX €NEKTPOHHO-
npo3opy CTPYKTYpY (kanosy), Mikpodibpunum Lentonosn B Takux 0BOMOHKaxX He BUSIBMISIUCA.
[MapeHximMHi KNiTUHM NPOBIAHOIO Ny4ka CyAWUH AeMOHCTPyBanu gobpe po3suHyTuin EP Ta cTpyk-
Typu anapaty Fonbaxi. BMiCT nnasmogecm 36inbwmscs, i B NOTOHLEHWX 060M0HKax cnocTe-
piranu poanyweHHs mikpodiopun (Nedukha, 1995, a; e).

dopmyBaHHS Kano3w y BTOPUHHIUX 060M0HKax Tpaxeig nig Aieto MikporpasiTayii — Likasui
(heHOMeH, Lo BKa3ye Ha LWBMAKICTb AudepeHuialii Tpaxeid Ta/um Ha 3MiHW y BOQHOMY TpaH-
cnopTi, abo X Ha 3MiHM KanbLieBoro 6anaHcy B knituHax (Kauss, 1986). Ak Bigomo, Habyxna
Kanosa perynoe TpaHCMopT BOAM Yepe3 060MOHKM Ta KMiTUHKM (N0 anonnacTy Ta cumnnacty)
(KypcaHog, 1976).

Bigomo, Lo BOAHWIA NOTIK Yepes KNiTUHU 3anexuTb Bif HasBHOCTI akBamnopUHIB y nnas-
manewmi ta ToHonnacrti (Chrispeels, Mauer, 1994). Mu He BMKNIOYAEMO MOXNUBOCTI 3MiH TPaH-
CMOPTHUX (PYHKLI aKBANMOPUHIB (BKITHOYAKOUM TXHE 3aKPUTTS UM BIKPUTTS, MPUCKOPEHHS CUH-
Te3y uM iHribyBaHHA) SK y nnasmanemi, Tak i ToHonnacTi B yMoBax MikporpasiTauii. OueBnaHo,
L0 TPaHCMOpT acUMInATiB Yepes proemy 3HWXKYETbCA NpW Ail MiKporpasiTauii, ToMy WO Ha
opOiTi BigCYTHS rpasiTayinHa cuna, sika Ha 3emsli fonomarae pyxy acuMInsTiB B34OBX BEKTOPa
rpasiTauii (Big NMMCTKIB 4O KOPEHIB).

Kapronb (Kargol, 1994) npeactaBuna rinotesy rpasioCMOTUYHOTO (DEHOMEHY, BiZMNOBIAHO
[0 KOI B pPOCAMHAX iCHYE KOHBEKLiS rpaBiocMOCy Ta rpasignddysii, Toai sk rpaBioCMOTUYHUIA
TPaHCNOPT Y POCAMHAX MILCUKETLECA Aieto rpaeiTauii 3emni. Lien deHomeH 3anyyae ocobnm-
BY 3AaTHICTb MeMOpaHHWX CUCTEM NigHIMATK BOLY Ha NEBHY BUCOTY, TOBTO BUKOPUCTOBYBAHHS
Hacoca, Lo Kavyae BOAY NpoTu Cuiu rpasiTauii 3emni. Kapronb BBaxae, WO rpaBioOCMOTUYHMIA
MeXaHi3M MOXe (DYHKLIOHYBATM Ha paHHiX CTagisx pO3BUTKY CyOMH KCUIEMM, MOXIIMBO, LU0 BiH
Moxe ByTn NoB’s3aHuI i3 TUCKOM BOAM B KOPEHEBII cucTeMi Ta TpaHcnipauieto (Kargol, 1994).

BioximiyHi gocnimxeHHs

Pe3ynbmamu KocMiyHuUx ekcnepumeHmie. YMOBM peasnibHOr0 KOCMIYHOMO NOMbOTY BMMBa-
t0Tb Ha CMHTE3 MoficaxapuaiB KNiTMHHIUX 060MNOHOK. BCTaHOBNEHO, L0 B YyMOBaX MikporpasiTa-
uii (Ha op6itanbHin cTaHuji «CantoT-4») nicns 24 ai6 BMpOLLYBaHHSA NPOPOCTKIB rOpoxy (copT
[MioHep) BMICT LEeNNoan y nnucTkax Ta crebnax 6yB MEHLWUM, HiX Y BigMOBIHUX KOHTPOMbHNX
pocnnHax. BmicT Lentonosu B koHTponi ctaHosmB 113,9 mkr/1073 r cyxoi macu, B NONbOTHKX 3pas-
kax — 52,1 mkr/10- r cyxoi, BignoBigHO. Kpim LbOro, AOCAIAHUKN BiAMITUAN HE3HAYHE SHKEHHS
BMICTY remiLeniono3 y NonboTHNX 3paskax ([laypuHasuyyc u gp., 1984).
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MogibHy 3aKOHOMIPHICTb BUSIBUIM | AMOHCHKI AOCNIAHMKYA, LLO BUBYaANM BNAWB MiKpOrpaBiTa-
Lii Ha npopocTkun Arabidopsis thaliana (exotvn Konymbist) Ta npopocTku MyTaHTy no reHy (etr-1),
ctinkoro o aii etunery (Hoson et al., 2002; Soga et al., 2002). MpopocTku BUpOLLYBanu Ha Koc-
MiyHoMy kopabni LLatn (STS 95) npotsrom 68,5; 91,5 Ta 136 roguH. BetaHoBneHi 3MiHM B pOCTi
riNOKOTUNIB, 30KPEMA BUSINIEHO MPUCKOPEHHS IXHBOIO POCTY, LU0 CYNPOBOMAKYBANOCh 3HMKEHHSAM
BMICTy mosiicaxapuais 060MOHOK Ha OAMHULIO JOBXUHW TNOKOTUMS, @ CaMe 3HWKEHHSM Macy
remiLesnionos — KCUNormiokaHiB y pakLii remientonos I1. MokasaHo, Lo akTUBHICTb (hepMEHTIB,
o 6epyTb y4acTb y pO3LLENIIEHHI KCUMOrMOKaHIB 36inbluMnack 3a yMOB MikporpasiTauii, T06T0
BinbyBanacs mogudikayis metaboniamy KCUNormtoKaHiB, L0 CPUANO NPUCKOPEHHIO POCTY rino-
KOTWUNS B yMOBAX KOCMIYHOMO NOMbOTY.

LocnimkeHHs, NpoBeAeH: Ha KopeHsix cemmaob0BKX NPOPOCTKIB Zea mays, nokasanu, Lo
yMOBW Mikporpasitauii (Ha BiocynyTHukax «Kocmoc-1514» Ta «Kocmoc-1667» ) cnpuynHsanm
CYTTEBI 3MiHU Y BMICTi OCHOBHOrO nonicaxapugy — Lentonoan. MonsoTHi KopeHi NpopocTkiB Mic-
Tunm 31,6 % uenonoan, ToAI K KOPEHi KOHTPONBHMX NpopocTkiB — 26,8 Ta 17,4 %, BignoBsigHO
(Tanpbekos u ap., 1988). AsTopamu BigMIYEHO, LLO NOMLOTHI KoneonTuni 6ynu JOBLUMMM, KO-
PEHi KOPOTLIMMM, @ Bara KNiTMHHUX 0BOMOHOK — BinbLUO, HiX Y KOHTpOni. MOXnnBO, WO Taki
3MiHKM Bynn NOB'A3aHi 3 NOPYLIEHHAMM LWBWAKOCTi POCTOBMX MPOLIECIB Y MPOPOCTKIB KYKYpYyA3W.

Taki BUCHOBKM Y3rofpKytoTbCa 3 pesynbTaTtaMmu, OTpuHaHUMKM 3aboTiHOW 3i CniBaBTOpaMu
(3aboTuHa v ap., 1985; 3aboTuHa, 1987), Aki BUsBMNM He3HauHe 36inblueHHs (Ha 2,9 %) BMiCTy
NirHiHY Y KOPeHsIX KyKypyaam nicnst 7 b nepebyeaHHs MpopocTkiB Ha opbiTi.

Llikai gocnimkeHHs No LOCILKEHHIO CUHTE3Y Lientonosu, nposeseHi bpayHom 3i cnisas-
Topamu (Brown et al., 1992) Ha mogenbHin cuctemi Acetobacter xylinum. [locnigHukw BcTaHo-
BWIN BNJIMB KOPOTKOYACHOI MiKpOrpaBgiTaLlii Ha CUHTE3 LIeNTiN03m Mig Yac n'atv napabonivyHmx
nonboTtiB Ha KC-135 (aerocraft). BussneHo, Wo cuHTe3 Lientonosu BigbyBaeTbcs Ha BCiX ¢ha-
3ax NonbOoTy aepocyaHa. KOHTpOrbHI Ta NONbOTHI OpraHiaMu Manu 3Bu4aiiHi komnakTHi ¢ibpu-
nm MikpobianbHoi Lentonosn. YMoeu nonboTy 6ynu HactynHumu: 20 cek — MikporpasiTauis,
20 cek — hasa 2 g, Ta kombiHaLis Lux da3. ABTOpK NpunyckatoTb, Lo koMBiHOBaHa 4ist Mikpo-
rpasitaujii Ta rineprpasitayii TakoX MOXyTb BNAMBATK HA (DOPMyBaHHSA LIENONO3HUX ibpun
(Brown et al., 1992).

OcobnuBoi yBaru 3acnyrosytoTb poBOTH MO BUBYEHHIO BMICTY NirHiHY Ta )epMeHTiB (heHi-
namoHinniasn Ta nepokcugasm), Wwo GepyTb y4acTb Yy nonimepusadii MOHOMITHIHIB, y B Npopoc-
TKax COCHM, KBaconi mMaLl Ta BiBca nicnsg 194 roguH Ha TPETbOMY KOCMIYHOMY TpaHCNOPTHOMY
kopabni (Third Space Transport) (Cowles et al., 1984). [locnigHWku BUSBUIN 3MEHLLEHHS BMICTY
nirHivy (Ha 1-4 %) y npopocTkax COCHU, @ TaKOX 3HaYHE 3HWKEHHS NirHiHY Ha 3pidax KNiTH (Ha
15-24 %) npw NOPIBHSAHHI 3 BiANOBIAHNMW KOHTPONSAMK, LLO 3pocTanu Ha 3emni npu 1 g (Cowles
etal., 1984).

BignogigHo 40 TeOpPETUYHMX NONOXeHb, onucaHux B Nnitepatypi (Siegel et al., 1972; Chen et
al., 1980) biocrHTe3 NirHiHy B 3eMHIX YyMOBaX PErymneTbCA Aieto rpasiTaLlinHmnx cun. MisHiwe us
rinotesa Gyna nepesipeHa onibepom Ha BOAHMX pocnnHax Hippuris vulgaris (Goliber, 1986).

— 236 —



PO30IN OPYTUN

3MiHv BMICTY nirHiHY nig Aieto mMikporpasiTauii He € cneumndiYHMMK, OCKiNbKK nogibHe 3Hu-
KEHHS NirHiHY Ta 3MEeHLUEHHS aKTUBHOCTI (heHinanaHiHaMOoHiiria3un, a Takox i nepokcuaasm Big-
MIYEHO Npu NOpYLLEHHI BOAHOro BanaHcy (MigBWLLEHHI BOMOrOCTi) Y POCAMH Y 3BUYAMHIX NOMbO-
BuX Ta nabopatopHux ymosax (Kevers, Gaspar, 1985).

NaypiHaBiuyc 3i cniBaBTOPaMM BUSBYUB, LLO Micns 24 fib pocTy pocnuH ropoxy Ha opbitanb-
HiN cTaHuii «CantoT 4» BMICT remiLentono3 y hoTOCMHTE3YIUMX OpraHax MigBULLMBCS: SKLIO B
KOHTpONi BiH CTaHOBMB 50,8 MKI/MI Cyx0i Macu, B NONbOTHUX 3paskax — 54,3 MKr/Mr cyxoi Macu
(NMaypunasmyyc n ap., 1984). Kpim UpOro AoCnigHMKKM nokasanu, Lo MOHOCaXapuaHWiA cknag
remiLesnionos3 Ta NeKTUHIB 3MIHIOETLCA Nif Aieto MikporpasiTauii (3ab6oTtuHa u ap., 1985; 'poasos-
ckas, 1986; Tampbekos v ap., 1988). HUMW BCTAHOBMEHO 3HWKEHHS YPOHOBUX KUCIOT Y NEKTU-
HOBI chpaKLjii KopeHiB Kykypyasu Ha 3,5 %,  Tiil e pakyii i3 koneonTtunis — Ha 9,5 %, Togi fK
BMICT pamMHO3¥ 36inbLUyBaBCs Ha 2 % B KOPEHsX Ta 3MeHLLyBaBcs Ha 3-4 % y koneontunsx. Kpim
L4bOro, BUSIBMEHO, LU0 BMICT ranakTo3w B NEKTUHOBIN (pakLii 3HKyBaBcs Ha 3,5 % Yy NOMbOTHUX
KopeHsix pocnuH Ta 36inbLyBaBcs Ha 10-12 % y BignoBigHiN dpakLii 3 KoneonTunie Kykypyasm,
BiANOBIZHO. Y hpakuii remilentonos Takox Bigbynucs 3MiHW: BMICT FAIOKO3M Ta ranaktosn go-
CTOBIpHO 3BiNbLUMBCS Y KOPEHsX Ta KoneonTunsx Kykypyasm (Ipogsosckas, 1986; Tanpbekos u
ap., 1988). Lli pesynbTatyi cBigYaTh NPO BaXIMBY POSib YPOHOBKX KMCMOT Ta pamMHO3M B 3MiHAX
MeTaboniamy KNiTMHHUX 060MNOHOK Y BiANOBIAgb HA 3MiHY CUAK rpasiTaLji.

Bigomo, wo perynsuis metaboniamy pocnuH Ha 3emni 3HaX0AUTbCS Mif NOCTIHOK Aieto
rpasiTauii, Lo 06yMOBITIOE HAsIBHICTb rPaBITALIMHOTO rpadieHTa LWoa0 OCMOTUYHOTO TUCKY, BENW-
4nHW pH, BMICTY acuMInATiB, KOHLEHTpaLii iOHiB, TpAHCMOPTY ITOrOPMOHIB Ta hepMeHTaTUBHOT
aktusHocTi (Monotkosckui, 1961; Monesoin, 1986). Taki nonspHi rpagieHT HanpaBnAKTb BCi
PEYOBWHM B3OOBX BEKTOPA rpaBiTaLii abo X B NpoTUnexHoMy Hanpsamky. Mu npunyckaemo, o
3a Aii MikporpasiTaLii (y peanbHOMY KOCMIYHOMY MONbOTI) rpagieHTH Takoi NOMSPHOCTI MOXYTb
3MiHIOBaTW HAaNPAMOK Ta/abo X i BEMUYMHM TaKnX NONSPHIX rpagieHTis. Lii 3MiHu MOXyTb Npu3go-
AUTU [0 MOPYLUEHHS CTPYKTYpU Ta MeTaboniamy B opraHax, TKaHuHax Ta knituHax. O4yeBuaHo,
L0 3MiHW NONSPHOCTI Mg Aieto MikporpasiTaLii MOXYTb NPU3BECTY i 40 36iNbLUEHHS LWBWAKOCTI
KCUIIEMHOTO TPaHCMOPTY Ta 3HWXEHHS WBWUAKOCT (DrI0EMHOr0 TPaHCNOPTY aCUMINATIB, a Takox
3MiH LUBMAKOCTI POCTY Ta CTaPiHHS KIITUH, OCKINbKW B peanbHOMY KOCMIYHOMY NOMbOTI BESUYK-
Ha rpaBiTaLiiHMX cun 3BeAeHa NPaKTUYHO 40 «Hyns». MOXnMBO, WO NOPYLUEHHS BOAHOrO Ta
IOHHOrO TPAHCMOPTY MO KCWUMEeMi Ta anonnacty KNiTMH MOXe NpU3BOAUTY 4O 36inbLUEHHS TpaH-
cnipauii 32 paxyHOK 3HVKEHHS! KyTUKYMSIPHOTO Liapy (30inbLUEHHS KYTUKYNSIPHOI TpaHcnipauii) y
KNITUHHUX 0BOMOHKaX, 3MiH (DYHKLIOHYBaHHS NPOAMXIB, @ TaKOX CTPYKTYpU Ta (hyHKLiOHANbHNX
HaBaHTaXeHb Ha KNiTWHHI 060MOHKK. Taki 3MiHM MOXYTb BiAOyBATMCA OBHOYACHO 3i 3MiHaMM
Bmicty [Ca”].

[eski aBTOpn BBAXAOTh, LLUO KPiM iOHIB KarbLjto, y4acHUKamMmu nepegadi 30BHLLHIX CurHa-
niB 40 NpOTONNACTy KNiTUHN MOXYTb ByTh, sk iToropmonn (IOK, umTokiHiHu, ABK Ta iH.), nino-
hinbHi BNACTUBOCTI AKX JO3BONAOTL 3B'A3YBATUCh FOPMOHAM 3 rigpoOoOHUMM KOMMOHEHTaMM
MemBpaHun Ta cneuudivHumn peuentopamu (Guern 1987; Owen, Napier, 1988), Tak i cuctema
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akTueauii pocopunioanHs Ginkis (Exton, 1987; binsscbka, 2001). Y kniTuH TBapuH y BignoBiab
Ha NO3aKMiTUHHWIA CUTHAMN-CTVUMYN CNPaLbOBYIOTH ABI cucTemMU: 1) NpsiMa akTvBaLlis NiraHaoM pe-
LilenTopa aaeHinaTumknasu, Lo Beae oo niasuileHHs pisHs CAMP Ta aktuauii CAMP-3anexHunx
NpoTeiHkiHa3; 2) akTuBaLis niraHaoM peLenTopis, fKi 3'€QHaHi 3 KanbLieBAMW KaHanamu, Lo
NPM3BOANTbL 40 NIABULLEHHS BHYTPILUHBOKIITUHHOI KOHLEHTPaLl KanbLjilo, Oro 38’a3yBaHHS 3
kanbMOAYNIHOM Ta akTWBaLii kanbLiin-3anexHux npoTeiHkiHa3 (Exton, 1987). Bpaxosytouu BuLLe-
HaBefeHi faHi Ans TBAPUHHUX KNITUH Ta pe3ynbTaTh eKCnepuMeHTanbHUX pobiT No BUSBNEHHIO
iHribyBaHHs Ca?*-ATda3 Ha nnasmanemi Ta ixHbOi akTMBaLlii Ha eHgoMeMOpaHax KNiTUH POCTH,
LL|0 3pOCTanyt 3a yMOB MiKporpasiTayii, MOxHa 3p0buTY NpUNYyLLEHHS, Lo MikporpasiTaLlis Bnu-
BaE Ha peLenTopu, SKi NoeaHaHi 3 kKanbLieBUMI KaHanaMmu nrasmanemu.

[ns 3’acyBaHHs CNPUAHATTS MIKpPOrpaBiTaLiiHOro CUrHany Ta Moro nepedadi B KniTuHy,
Ha Hall nornsa, NeBHOI yBaru 3acnyroBye Mogenb, 3anponoHoBaHa 1. PeisepTom (Reisert,
1981), 3a sKkot0 Nepeiaya 30BHILUHBOTO CUrHany B POCAWHHY KNITUHY MOXeE NPOXOAUTY TPbOMA
LAsxamu:

1) curHanbHWi cTumyn (abo Monekyna) NPOXOAUTb Yepe3 KNITUHHY 0BOMOHKY, He 3MiHKYK
il CTPYKTYpH, i BXOAWUTb Y NPOTONAACT KNITUHMK;

2) cUrHanbHa Monekyna 3B'a3yeTbCs 3i cneundivyHnM peLenTtopom 0BOoNOHKM it MOXe BU-
KnuKaTth Noro 3aMiHy, a NoTimM AocaraTi LuTonnasmaTuyHoi membpanu. Takum peuento-
poM Moxe ByTu mMonekyna rnikonpoTeiHa abo x ByrneBogy MaTpuKcy, Ska 3aaTtHa Bu-
KnukaTh HabpsikaHHS 0600HKKM abo i Aerpagallito, yTBOPIOIOYM «KOMiO» TPAHCMOPTY
curHany;

3) curHan Moxe i3 30BHiLLIHLOrO BOKY KNITUHHOT 0GOIOHKM BiAKPUBATH Y Hill Opu abo X po3-
puBaTW 3B'A3KM | 3AIMCHIOBATM NEperpynoByBaHHs MONEKyN, BiaKpUBatoum BXig Ao 0bo-
NOHKK. Taki nopu CTalTb 4OCTYNHUMM NS iOHIB | HEBENMKNX MOSIEKYTT.

M. Peii3epT BBaXae, L0 NOCUNEHHS NEPBUHHOIO CUrHamy MoXe BigbyBaTuCs LUNSXOM B3a-
EMOZji KOMMIEKCY MEPBUHHMIA CUrHan — BiNoK 3 HACTYMHOHK GINKOBOK MONEKYIIOK i Tak Aani MOKM
He YTBOPUTLCA «Kackagy, Lo Jocsrae LuTonnasmaTniHoi membpanu. Micns Lboro nounHaeTbCs
TPaHCMeMBpaHHUI 3B'A30K i3 30BHILLHIM CTUMYNOM. O4eBMaHO, CyasuN 3 pe3ynbTaTiB ekcne-
PUMEHTIB MO BUBYEHHIO il MiKporpasiTaLii Ha KniTuHY, B 000MOHLi POCTIMHHOI KIITUHI MOXYTb
BiAbyBaTUCS 3MiHW 3a OpYruM i TPETiM TUNOM curHanisauii 3a PersepTtom. Arne octaToyHe BU-
PILLEHHS LIbOrO NUTaHHA BiROYAETLCA TiNbKK NiCNs PO3KPUTTS (hidnkamu NPUPOAM rpaBiTaLliiHMX
XBWIb i [PaBiTOHY.

/IMOBIPHO, 110 MIKPOrPaBITOHI BIANBAIOTH Ha MEXaHOUYTMMBI KanbLiieBi kaHan nnasmane-
MW, iKi NOYMHAOTb BIAKPUBATICS, Y PE3YnbTaTi YOro niaBuLLyeTbCA piBeHb Ca* B KOPTUKANbHOMY
Lwapi uutonnasmu Ta anonnacrti. [uTaHHs npo Te, sKi TUNK KanbLieBKUX KaHanie € peLenTopHo-
3anexHumu, e HeobxigHo gocnigutn. O4eBMAHO, L0 (PYHKLIOHYBAHHS MEXaHOUYTINBUX Kanb-
LlieBMX KaHaniB NOB'A3aHO i3 rpafieHTOM KanbLito Ha NONoCax BUAOBXKEHNX KNITUH (LLO POCTYTh)
B YMOBaXx NOCTINHOI Aii 3eMHOT rpasiTaLil.
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Takum YMHOM, Yy LbOMY pO34ini MpeAcTaBneHi poboTy No AOCMIMKEHHIO CTPYKTYPHO-
(DYHKLIOHANBHOMO CTaHy KMiTUHHUX 0BOMNOHOK POCIIMH, L0 POCAM 32 YMOB pearnbHOro KOCMIYHOTO
nonboTy (ais MikporpasiTalii). [is MikporpasiTaLlii BUKNMKalOe CyTTEBI 3MiHW B CTPYKTYpi Ta Ckna-
i KMITMHHMX 0BOTOHOK POCIIMHHIX OPraHiamiB, NPOSIBASIYN CBO NabINbHICTb, WO MOXHA Npes-
CTaBUTU CXeMaTUyHO (puc. 2.7.1.6). BcTaHOBNEHO, LLO rpaBiTaLiiHO-4yTIUBI TaHKW MeTabonismy
KMITWHHUX 0BOMNOHOK HOCATL 3aranbHuiA XxapakTep i, MabyTb, BACTUBI BiNbLIOCTI BULLMX POCTIVH.
AHani3 ekcnepuMeHTanbHUX npaub, NPOBEAEHNX LUTONOTIYHAMMI Ta LMTOXIMIYHUMU METOAaMM,
[03BONMB HABMM3NTUCL 4O PO3YMIHHS MPOLLECIB, SIKi BiAOYBaKOTbCS Y KMITUHHIA 060MOHL, BCTa-
HOBMTM SK CMiMbHi PUCKW, TaK i NEBHI BIAMIHHOCTI B CTPYKTYPI KIiTUHHIUX 0OOMOHOK 3aMnexHO Bif
TUMY i CTaHY KNiTUH. Y1cneHHuMM poboTaMn nokasaHo, LU0 3MiHWU B CTPYKTYPI KMITUHHWX 060-
FIOHOK, CKNagi monicaxapuais, akTuBaLii rigponas 38'a3aHi 3 NEBHAMM TUNaM KRITUH Ta TKaHWH,
TPUBANICTIO Ai0 MikporpasiTauii: Yum Ginblua TpUBanicTb MikporpaeiTauii Ha pocnuHy, TUm na-
BinbHiLLi Lii NOKa3HUKH.

NIIKPO]E{’ABITA i 3Mina YIBTPACTPYKTYPH 030/ T0HKH, TIMOBipRICTE: 3HAKEHHA CHATE3Y
IT IMENTEHHL IFTORIHEH, —————_| moIicaxapuiiB B 00010HKAX,
PO3NYMeHHS 260 YIIIbHEHHA HOCHIeHHA AKTHBHOCTI
MikpoQidpa1 menr1034, Ji3HC JITHUHHEYX (ePMEHTIE,
O8'ekT AJANTHBHOIO CTAPIHHA KIITHH
s
KJIITHHHL 00010HKH
‘ TIpoToHEMa MOXY
3MiHA YIBTPACTPYKTYPH, ﬁ}[OBipHi(Tbt 3HH:KEHHA CHHTE3Y
3MeHIeHHA TOBMAHH 06010HKH Ta Ne/110/103H, KYTHKY.IH Ta BOCKIB;
TOBMHHH KYTHKYJIAPHOTO MAPY, |—————|aKTHBANIA NEKTO- TA METHI030-
po3NymEHHA, 3MEHIMEHHA PO3MIpiB JiTHYHHX (epMeHTIB; MOCHICHHA
Ta MiTLHOCTI BOCKY KYTHKY/IspHoI TpaBcmipanii
Daoema ———————  |ToaifHicTs YILTPACTPYKTYPH i3 MoxETHBiCTL aTanTanii Ta 3mina
KOHTpo/IeM abo K 3MiHa ————_] MBHIKOCTi POCTY KJIITHH
VABTPACTPYKTYPH 060T0HOK PO3TATOM
AnikaabHA MEpHCTEMA = g r ? = =
€p ?  — CxOBiCTE yIRTPACTPYRTYPE 3 | | Mosmeicts azantanii
Me30gin KOHTPOJIEM

Puc. 2.7.1.6. Cxema OCHOBHMX BionoriYHMx edekTiB Ta MOXIUBIMX MeXaHi3MiB BMnBY
TpVBanoi Aii MikporpasiTaLii Ha KNiTUHHI 060MOHKW BULLMX POCIUH
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2.7.2. KninocmamyeaHHs

BcTtaHoBneHo, Lo YacTuHa BionoriyHnx edekTis MikporpasiTaLii Ha POCAUHHI KINITUHHI 06010H-
kv NOAIOHI 0O TaKuX, WO BUHMKAKOTL MPU BUPOLLYBAHHI POCIIMHM Ha TOPU3OHTaNbHUX KIiHOCTa-
Tax (CoITHUK 1 gp., 1984). Mpu ropu3oHTanbHOMY KMiHOCTATYBaHHI (3i WBWAKICTIO 0bepTaHHs
2 00/xB.) Ha pPOCMKHY, WO pOCTe, [i€ BiALEHTPOBA CUMa, BEMUYMHA SKOI MEHLLA 32 BEMNYMHY,
Wwo cnpuitmaeTbes kopeHem (10— 102 g) ta crebnom (10° g) (Mepkuc, 1973), To6T0 pocnu-
Ha He 3daTHa CnpuiMaTK rpasiTaliiHe NogpasHeHHs NpW BUPOLLYBAHHI T Ha KniHoCTaTi, LWo
obepTaeTbea 3i LWBMAKICTIO 2 06/XB.

KniHocTaT € npunag ans obepTaHHs POCIMH Nig NPSIMAM KYTOM MO BiAHOLLEHHIO 4O BEPTU-
kanbHOT CKNagoBOi rpasiTaLiHux cun 3emni. IcTopis CTBOPEHHS i NPUHLMNK X po6OoTY BUCBITIE-
Ho y MoHorpadii A. Mepkuca (1973). Bicb kniHoCTaTa BCTAHOBIIOETLCS TaKUM YMHOM, LOD BEk-
TOp rpasiTauii 6yB HanpasneHui NoNepeyHo NO3[OBKHLOI OCi POCMMHW. Ha pocnnHy, sika pocTe
Ha KniHOCTaTi, Ai€ Kinbka CuM: BigLEHTPOBA, KOMMNOHEHTY CUN TSHKIHHA abo X ix kombiHauis. Ha
rOPU30OHTANbHO PO3MILLEHY POCIIMHY FOPU3OHTaNbHA CKNafoBa rpasitauii He fie, TOMY Lo BOHa
[OPIBHIOE HYIHO, @ BEPTUKaNbHa cuna 3a ogvH 0bept Byae amiHoBaTUCh Mix +1 i -1g BignoBigHo
CUHYCOIAanbHOT PYHKLIT, cepeHe 3HaYEHHs SKOT ANs KOXHOO iHTerpansHoro yucna obeprtis
MOBMHHO JOPIBHIOBATM HYMIO, Lie TaK 3BaHa «Hynidikauis BekTopa cunmn TsxiHHs» (Brown et al.,
1976, a; 1976, b). He 3Baxatouu Ha e, YCYHYTU CUNY TSOKIHHS Ha 3eMni (Ha TpUBanuid Yyac) noku
L0 NPaKTUYHO HEMOXNMBO. BrkopucTaHHs aepokpadiTiB (aMB Nigpo3ain — Ais rineprpasiTaii)
NuLLEe He Tak JaBHO 4ano MOXMWBICTL CTBOPKOBATK MIKpOrpaBiTaLlilo NPOTArOM KinbkOX CeKyHA.
HanBaxnmeilLmMmM Kputepiem OLiHKM MOXMMBOCTI MOLENIOBAHHS 3a AOMNOMOrOH0 KniHocTaTa € no-
PIBHSIHHS pe3ynbTaTiB eKCNEPUMEHTIB, OAEPKaHMUX B YMOBAX peanbHOro KOCMIYHOMO MonboTy 3
TaKUMK Ha kniHocTaTax (CoITHUK v ap., 1984).

BcTaHoBneHo, Wwo 6inbLuicTs pocnnH Jobpe NepeHOCTL KOPOTKOYACHE KIIHOCTaTyBaHHS,
X04a Y YacTUHM POCIUH Npw 36iNbLUEHHI TPWUBAMOCTI Aji ckanspuaalii BekTopa rpasiTalii (4o
33 £ib) nopyLysBanucs MopchoreHes i picT, BHACNiAOK HYOro BOHW XOBTINM Ta ruHynn (Mepkuc,
1973). BiasHaueHo TaKoX i NOpYLIEHHS opieHTauii pocnuH (MnatoHosa u ap., 1979). binbLicTb
[OCTiIKEHb, NPOBEAEHNX i3 BUKOPUCTAHHSAM KNIHOCTATIB, NPUCBSYEHa BUBYEHHIO CTPYKTYPHO-
(DYHKLIOHarbHI opraHisaLlii rpaBipeLlenTOPHUX KNITUH KONYMENW Ta KIiTUH MEPUCTEMI KOPEHIB,
KNITWH y KynbTYpi in vitro (aue moHorpadii: Mepkuc, 1973; CoitHuk v gp, 1984; Kopatom 1 ap.,
1994). MokasaHo, Lo HETPUBANe KNiHOCTATyBaHHS HE BUKIMKAE MOMITHUX MOPONOTIYHIX 3MiH
OpraHis, NpOTe Ha KNITMHHOMY PiBHI TaKi 3MiHU YiTKO BUpaXeHi. Y CTaToLMTIB KOTyMEnM KopeHiB
MOPYLWYETHLCS MOMSPHICTb aminonnacri, 30inbWwyeTbCs 06'eM NITUYHOTO KOMMAPTMEHTY KIiTHH,
BinOyBaeTbCs ABHWA Nisnc obonoHok (benkanus, 1982; benssckas, 1983; TapaceHko, 1983).
HocnigHnkn BBaXatoTb, LLO CTATONITU NPOXOAATL NPUCKOPEHY nporpamy AUGEPEHLLIOBaHHS 1
CTapiHHS.

EdbekT ropu3oHTanbHOrO KiHOCTATyBaHHS Ha CTPYKTYPY KMiTUHHMX OOOMOHOK BUMBYe-
HO Ha KMiTMHaX MPOTOHEMM MOXY hyHapis BOMOromipHa. BupollysaHHs npoToHemu Funaria
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Puc. 2.7.2.1. ®parMeHTV KNiTUH NPOTOHEMW MOXY (pyHapisi BONIOTOMipHa 3 MNi3yrunMMm
KNiTUHHUMK 0BonoHkamu. Bnnue 30-Tv 00BOBOrO roOpU3OHTANBbHOTO KMIHOCTAaTyBaHHA
(Hemyxa, 1986). MosHayeHHs: M — miToxoHapis, Md — mikpodibpunu uentonosu, KO —
KniTMHHA 0bonoHka, Xn — xnoponnacT, A — aapo, A — agepue.
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hygrometrica npotsrom 30 gi6 Ha ropusoHTansbHOMy KniHocTaTi (2 06/XB.) NPOSBAANO Pi3HY Aito
Ha KniTuHHI obonoHku (Nedukha, 1984; Hegyxa, 1986). OnucaHo Tpu TUnK peakwuin KniTuH, Wo
POCAN Ha KMiHOCTaTi. Y NepLIoMy TUMi BigMiYeHa BiACYTHICTb BiAMIHHOCTE Y CTPYKTYPI KNITUHHIX
0000HOK Ta YuTONNa3MaTUyHUX opraHenax. [pyruii Tun BKOYas 3MiHu, LLO Bigbynmucs B CTPykK-
Typi 0DOMOHOK, SKi CTanW y ABa-TPU Pa3n TOHLUMMM; Y TPETbOMY TUMi KNiTUHHI 0B0oMnoHKK Bynn
TOHLLI Y ABa-LWiCTb pa3iB Y NOPIBHSHHI 3 KOHTPOMbHUMI 3paskamMi, a LMTonnasMaThyHi opraHenu
Manu o3Haku pectpykuii (Hepgyxa, 1986) (puc. 2.7.2.1). Y KniTMHax NpoTOHEMWU MOXY ApYroro
TUMY BBUSIBUNM HACTYMHI 3MiHM B KNITUHHUX 0OO0MOHKaX, a came, PO3nyLUeHHs Mikpodibpun Le-
101031 Ta KapTUHK Ni3ncy BMICTy 060M0HOK (puc. 2.7.2.1, 6, 8).

Y Bakyonsix 6yno BUAHO 3anmLKK KOPOTKMX MiKpodhibpun Lemonosu. BigmivyeHo 3HmKEHHS
PO3MIpIB KNITUH Ta 3MiHU B YNbTPACTPYKTYpi opraHen, noyunHatouu i3 10-of 4obu kniHocTaTyBaH-
HS: y XMoponnacTax TUnakoiam rpaH Ta ctpomu Bynn Habpsknumu. Ha 30-Ty goby — BusIBNeHo
ni3nC KNITUHHUX OBOMOHOK, 3HaYHe Po3byXxaHHs TWUNaKOIGIB XNOPOMNACTIB, 3HWKEHHS BMICTY
NePBUHHOMO Kpoxmanto, 36inbLueHHs nonynsuii nepokcucom (Hegyxa, 1986). OcTaHHin deHo-
MEH, OY4EBMAHO, CBIOYNTL NPO iHTeHCKUdiKaLito NpoLeciB (OTOAMXaHHS B KNiTWHAX, LU0 BUPOC-
nn Ha ropuaoHTaneHoMy kniHocTaTi (Nedukha, 1984). BusisneHi 3MiHu ynbTpacTpyKTypy KniTWH
Aanu 3mory 3pobuti BUCHOBOK, LLO B MepLLY Yepry MikporpasiTayjis BNiMBae Ha ynbTpacTpyKTy-
py opraHen, siki 6epyTb yyacTb y BYrneBogHOMY 06MiHi. MeHLLi poamipy KIiTUH NPOTOHEMI MOXY
CBigyYaTh NpOo iHribyBaHHS POCTY KNITUH PO3TATOM, WO BKa3ye Ha 3MiHM Typropy Ta nyny Byrne-
BOAIB, HEODXiaHMX Ans nobyaoBK KNiTMHHUX 060M0HOK. Bigomo, Wo Ans cuHTe3y nonicaxapuais
0BO0SOHKM KPUTUYHOLO € HEObXiAHA HAasiBHICTb MOHOLIYKPIB (FeKCO3, NEHTO3, YPOHOBMX KUCHOT), SIKi
YTBOPIOKOTLCA B npoueci poTocuHTesy (Tapuesckuin MapueHko, 1997).

TaK1M YMHOM, BCTAHOBIIEHO, LLO CTPYKTYPHI 3MiHU Ha KNITUHHOMY Ta CyBKITITUHHOM PiBHSIX,
SKi BUHWKAIOTb B YMOBaX pearnbHOro KOCMIYHOO NOMbOTY Y BETETAaTUBHIX OpraHax YacTKOBO CXO-
Xi 3 nepebynoBamu KiTMH NpU MOZENOBaHHI ePeKTiB MiKporpasiTaLlii Ha KrniHocTaTax.

BioximiuHi docnidxeHHs.. Pesynbmamu excnepumeHmie Ha 20pU30OHMANbHUX KJli-
Hocmamax. Ckanspuaalisi BekTopa rpasiTalii, Lo 3abeaneyyeTbest KNiHOCTaTyBaHHSAM, TaKoX
BMKIMMUKAE 3MiHU B KMITUHHUX 0BOMOHKaX poCrnuH. [aHi no BUBYEHHIO BMAMBY KIIHOCTATYBaHHS
Ha KNiTUHHI 0DONOHKN MaKTb HEOAHO3HAYHWIA XapakTep. Y paHHiX poboTi 3irens nokasaHo, Lo
FOPU30HTaSbHE KIIHOCTATyBaHHS MPOTArOM TPbOX HEeZiflb MPOBOKYBANO 3HKEHHS BMICTY Liento-
1031, NEKTUHY Ta NirHiHy, a TakoxX 3BiNbLUEHHs remiLentonos B npopoctkax Helianthus annuus
(Siegel et al., 1972; Siegel 1979).

[MpoTunexHi gaHi OTpUMaHi poCINCbKUMU JOCTIiAHWMKaMK. BOHM BCTAHOBWNK, WO Maca Khii-
TUHHWUX 0BONOHOK NIUCTKIB, CTe6en Ta KOPEHIB y 7-Mu1 AeHHUX NPOpOCTKiB Zea mays 30inbLuyBa-
nacs nig gieto KNiHoCTaTyBaHHs! B MOPIBHSHHI 3 KOHTPOMEM, BMICT LIESHONIO3M Ta MirHiHy Takox
36inblyBanmcs B 0BONMOHKax AOCTIMKYBaHMX OpraHiB Kykypyasw (Ipoasosckas w gp., 1985;
3abotuHa, 1987). 3aboTiHa BUSBMNA, WO B NPOPOCTKIB iHLLOrO BUAY OAHOLOMBHMX — MLUIEHNL|,
nicnst 24 noboBoro KniHOCTaTyBaHHs, Maca KIiTMHHWX 0BONOHOK 36inbluyBanacs nuie B Ko-
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PEHsIX, TOAI SIK BMICT LIEMNioNo3mn y KOPeHsIX 3HUKyBaBCs, a B cTebnax BiH 3nerka 3binbLuyBaBcs
(3abotuHa, 1987).

BukopucTaHHs pagioaktuHOI MiTk (**C-rmiokoai) npu 4OCHimKEHHI POCTY NPOPOCTKIB KyKy-
PYZ3W Ha KNiHOCTaTi Noka3ano, L0 BKIHOYEHHS MiYEHOT TTKO3M BiabyBaeTbCs Y hpaKyjito remi-
Lientonoa Ta Lentonoan B nucTkax, ctebnax ta kopeHsix. Togi sK KniHOCTaTyBaHHS NPOBOKYBaso
3HKEHHS BMICTY YPOHOBKX KUCTOT y cTebnax Ta KOpeHsiX, KpiM Toro, BMICT apabiHo3u Ta Kcu-
1031 3HWXKYBABCA, TOAI K BMICT ranaktosu y pakLii remiLientonos ycix AoCnimKyBaHuX opraHis
36inbLyBaBcs (3ab60TuHa, 1987). BUBYEHHS BMICTY HENTPanbHUX LKPIB Y KIIHOCTATOBaHMX Npo-
POCTKIB Pisum sativum noka3sano 36ifbLLeHHs ranakTo3n Ta paMHO3u, 3MEHLLEHHS — apabiHo3u B
KopeHsix Ta ctebnax ropoxy. [oaibHi 3MiHW aBTOp BUSBMNA SK Y OAHOLONBHUX, TaK i 4BOAOMNBHMX
POCINH; yCe L CBIgUMTb NpO Te, WO B POCMMH NPK KMIHOCTAaTyBaHHI BiabyBaeTbCS 3HUKEHHS
BMICTY kcunaHy B obonoHkax (3abotuHa, 1987).

Tpueane kniHocTaTyBaHHs (8o 30 Ai6) BNnMBano Ha nonicaxapuaHui cknag y NpoTOHeMi
Moxy Funaria hygrometrica (Nedukha, 1997). HanbinbLui BigMiHHOCTI CTOCYBanucs BMICTY Kpuc-
TanivyHoT Lientonosu, remMilentonos Ta nektuHy (tabn. 2.7.2.1). Bigomo, Wwo cTyniHb kpucTaniaawii
Mikpohibpun Lenionosn noB's3aHunii i3 NOCUNEHO yTunidauiero ypuanHandocdaTriokosm Ta
iHribyBaHHAM yTunisauji ryaHiHgudocdatrnokosn (Tapyesckuit, MapueHko,1985). 3 apyroro
BoKy, BigMIYEHO 3HMKEHHS 3ararnbHOro BMICTY Lientonosn B 1,5 pasa Ta 3binbLueHHs BTpuYi BMic-
Ty remilerntornos.

TABNALUA 2.7.2.1. BmicT nonicaxapuais y knituHax 30-t1 fo60BOi NpOTOHEMU MOXY
Funaria hygrometrica (Nedukha, 1997)

BwmicT nonicaxapuais (%/rp. cupoi Macu) B NPOTOHEMI MOXY
Monicaxapua :
KOHTPOMb KniHOCTaTyBaHHAS

Llentonosa

KpucTaniyHa 42,48 17,29

amopghHa 15,77 22,08
l'emiLentonosu 7,18 21,60
[MeKTUHM

PO3YUHHWIA NEKTUH 0,33 0,67

MPOTONEKTUH 1,34 0,38

Ha ocHOBI pe3ynbTaTiB eKcnepUMEHTanbHUX [OCHiMKEHb Ta [faHux nitepaTypu Mu
(Nedukha, 1997) BCYHYNM HACTYMHi NPUMYLLEHHS:
— 33 yYMOB iMITOBaHOI MiKporpasiTaLjii (ropu30OHTanbHOro KNiHOCTaTYBaHHS) LNKICTb KITiTWH-
HUX 0GOMOHOK 3HAYHO 3HWXKYETLCS, NPOTe 36iMbLUYETHCA iX BOAOYTPUMYOYA 3AaTHICTL
3a paxyHOK aMOpGHOT LIENN03M, MONEKYNN SIKOI 34aTHI YTpUMYBaTK BOAHI MOMEKYIX;
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— nig BNAWBOM YaCTKOBO iMITOBAHOI MiKporpaBiTaLii CUHTE3 ypuauHAUGOCHAaTIMOKO3M
(UDPG) 3HmxKyeTbCS;

— TpaHcnopt UDPG 3miHioeTbes, ocHoBHa YacTuHa UDPG HanpaBnseTbcs [0 anapaty
Fonbaxi AN CUHTE3y nonepeaHuUKiB (CKNagoBmx) nonicaxapuiis MaTpukca, BKIHOYaum
CWHTE3 reMiLlentonos, ans skux goHopom came € UDPG.

OcTaHHE NpUNyLiEHHs Y3romKyeTbes 3 AaHumK poasoscbkoi (1986) no BKMOYEHHHO
"C-rntoko3n B 0O6OMOHKM MPOPOCTKIB MWweHMLi, Wwo 3poctanu 14 aib Ha kniHocTaTi. ABTOp
BUSIBMNA 36iNblUEHHS WIBWMAKOCTI BKMKOYEHHS PadiOaKTUBHOI MITKM B reMilenionosu, Todi sk
BKMIOYEHHS! MITKM Y (hpaKkLito LEonos Marke He 3MiHBanocs.

36inbLUeHHs BMICTY remiLentonos Ta amopdHoi Lenonosn y npotoHeMi Moxy Funaria
hygrometrica 3a yMOB TpUBanoro KNiHOCTaTyBaHHA MOXHa MOSICHUTI MOXIMBUMU 3MiHaMK BO-
Horo 6anaHcy knituH npu kniHoctatyeaHHi (Nedukha, 1997). Bigomo, Lo came remilentonosn Ta
amopdhHa Lientonosa 3aaTHi yTpumyeaTh Bogy B anonnacti (foHyaposa, bantura, 1971; Czihak
et al., 1999; Nilsson Martin, 2006). 3okpema, remiLentonoan (KcunaHu) xapakTepusyrTbes 4o-
CUTb BENWKOK TigpodinbHOK NMOBEPXHEKD B MOPIBHSHHI 3 iHWMMKM nosicaxapugamn 060M0HOK
(Ress, Stenberg, 1988).

HocnimkerHs snnmsy 10-T £0OOBOro KIiHOCTATYBaHHS Ha BMICT Kanoan B 060M0oHkax npo-
TOHeMW MOXy Funaria hygrometrica nokasano, L0 3a YMOB CKanspu3alii Bektopa rpasiTaLii
BMICT Kanosu B nonepeyHunx KnituHH1X 060MO0HKaX, WO 3'€4HYIOTb KIiTUHWA B OAHOLIAPOBY AOBrY
«HUTKY» NPOTOHEMM, 36iNbLUMBCS BTPUI, TOAI SK Y NO3AO0BXKHIX (30BHILLHIX) 0B0NOHKaX Taki 3Mi-
Hu Bynu neab nomiTHumK (Hegyxa, Kopatom, flaHesny, 1988). IHAYKTOPOM Takoro 3BifbLUeHHS
BMICTY Kano3u MOXyTb ByTi iOHM KanbLito, LLO aKTUBYIOTb [3-1-3-TMoOKaHCUHTETa3Y, Ta ayKCUHM
(B-IOK) (Nevins et al., 1977; Kauss, 1985).

Ponb cepmenTiB. [Nepwwi po6oTh, NpUCBAYEHi BUBYEHHIO aKTUBHOCTI PepMeHTIB ano-
nnacty 3a gii MikporpagiTauii, 6ynu ony6nikosani e B 70-nx pokax MUHYNOro cTonitTs. bapa
 T'opooH nokasanu, wo Hetpueane (5 gib) kniHocTaTyBaHHs NpopocCTkiB Helianthus annuus
3nerka 3HWXyBano akTUBHICTb Lenonasu Ta [-1-3-rnokaHcuHTeTasu B rinokotunsx (Bara,
Gordon, 1972; Siegel, 1979). Kosnec 3i cniBaBTOpamMy BUSBUII 3HUKEHHS aKTUBHOCTI (peHina-
naHiHamoninniasu (K®.4.3.1.5, PAL), wo 6epe y4acTb y CUHTESI NiTHiHY, Ta 3MEHLLEHHS BMICTY
nirHiHy B NpopocTkax COCHW, Wwo pocnu 194 roguHu B kocmiyHoMy nonboTi (Cowles et al.,
1984). JocnigHuku nokasanu, Wo 3aranbHa akTuBHICTb PAL y NONbOTHWX 3paskax cTaHOBMNA
31503,05 Hmonb/rog " (Ha cTebno), Togi SK y KOHTPONbHKX 3paskax — 40495,04 Hmonb/rog. ™.

lonibep, BuBYaKOUM NirHigikallito B MiABOAHMX Ta HaABOAHWX cTebnax i nuctkax Hippurus
vulgaris, o 3a3HaBanu pisHe 3a BENUYMHOK rPpaBiTaLiiHe HABAHTAXEHHS 3a Pi3HMX YMOB, BU-
SIBWB, LU0 aKTUBHICTb (hepMeHTY (peHinanaHiHaMoHilnia3n B opraHax, 3aHypeHux y Bogy, cTa-
Houna 0,083 Ta 0,037 oguHuub Mr Ginka™ (BignoBigHo y ctebnax Ta nuUCTkax), Togi sK y noBi-
TPsIHUX OpraHax BoHa cTaHoBuna 0,64 Ta 0,15 oguHuup (Mr Ginka'). Kpim Toro, nigBoaHi 3pasku
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Bipi3HANMCA Big HALBOAHMX pisHUMKM i30cpopmamu nepokeugasu (Goliber, 1986), BigMIHHOCTI
SKIUX TaKoX Oy BUSIBNEHI NPy NOPIBHANBHOMY AOCHIMKEHHI POCTWH, LU0 3pOCTanu Ha KniHocTa-
Tax Ta y BiAnoBigHUX KoHTponax (Py6uH u ap., 1979).

®eHOMEHM, BMSBMEHI Ha KNIHOCTATOBaHWX KIMiTUHAaXx MPOTOHEMU MOXY (yHapis BO-
NoroMipHa, a came, MOTOHWEHHS KMITUHHUX ODOMOHOK, YacTKOBMM iX Mi3NC Ta 3HWXEHHS
BMICTY KpuCTaniyHoi hopMn Lientonosn, CynpoBOAKYBaNMCS akTuUBaLield ABOX (PepMeHTIB
(eHpo-1-4-B-rniokaHasu, KO 3.2.1.4 Ta ek3o-1-4-p-rnokaHasu, KO 3.2.1.74), akTUBHICTb SAKMX
ctaHoBuna 1,54 mikpomonb X8 Mn" y KOHTPONbHMX 3paskax Ta 7,04 mikpomonb X" mn' -y
KniHoCTaTOBaHWX 3paskax, BignosigHo (Hegyxa, TpytHesaa, 1988; Nedukha, 1992). 36inb-
LIEHHS aKTUBHOCTI (hePMEHTIB LietoNI030MNiTMYHOIO KOMMIEKCY MOXe BKa3yBaTh Ha NOCUIIEHHS
raponi3y SiK BHYTPILLHIX 3B'A3KIB Y LieSonosi, Tak i TepMiHanbHKUX 38’a3kiB. [1o TOro X Bigo-
MO, WO aKTMBALlis Taknx )epMEHTIB NPU3BOAUTL 4O 3HKEHHS KPUCTANIYHOCTI LENnosn Ta
BKOPOYEHHs! Monekyn amopdHoi uenonosu (Knecos, 1986; Knecos, CuHuubiH, 1981). Yce
L|e BKa3ye Ha BUCOKY NabinbHICTb (YHKLIOHANBHOrO CTaHy KNiTMHHMX GOMOHOK POCAWH 3a Aii
MikporpasiTauii uu ii imiTawii.

[locnimxeHHs akTUBHOCTI MEKTUHA3 y KniTMHax NpoTOHemMu Moxy Funaria hygrometrica,
wo pocna 30 gi6 Ha kniHocTaTi (2 06/xB.), NOKa3ano MeBHi BiAMIHHOCTI NPY NOPIBHSAHHI 3 Bid-
noeigHUM koHTponem (Hepyxa, TpytHesa, 1988; Nedukha, 1997). EnekTpoHHOLMTOXIMIYHE
DOCTIIKEHHS Nokaniayii NeKTMHa3HOT aKTUBHOCTI BUSBMNO, LLO NPOAYKT LMTOXIMIYHOI peakuii,
SKUA MapKyBaB MEKTMHA3Yy, NMOKanisyBaBCA NULIE B KMITUHHUX 0BOMOHKaX. Y KniHOCTaTOBaHMX
KNiTWHaX BUSIBMEHA 3HAYHO BMLLA IHTEHCUBHICTb LMTOXIMIYHOI peakLii B MOPIBHSIHHI 3 KOHTP-
Ornem Ta JOCWUTb BUCOKA LUINbHICTb NpeLuniTaTy B anonnacTi, npeyunitaT Takox BUABMSBCS
y nepunna3maTu4yHoMy MPOCTOpi MiX Mikpodiibpunamu uenonosu. MapanensHo gocnigHnkamm
Byno npoBegeHo GioxiMiYHMIA aHani3 Woao iAeHTUdiKaLii NekTUHA3 y JOCMimKYBaHUX KNITUHAX.
Bynn ipeHTudpikoBaHi ABi nekTuHasw: noniranaktyporasa (K® 3.2.1.15) ta nektuHecTepasa
(K® 3.1.1.11) y KOHTPONBHMX Ta KNiHOCTAaTOBaHMX 3paskax (Heayxa, TpyTHeBa, 1988). OgHak, ex-
3ononiranaktypoHasa (K®. 3.2.1.67) He 6yna BusiBeHa B JOCAimKYBaHUX 3paskaX. Y MpoTOHeMI
MOXY, LU0 3pocTana 3a YMOB iMiTOBaHOI MIKpOrpasiTaLii akTUBHICTb noniranakTypoHasw byna
Ginbwa y 50 pasie Ha 20-Ty goby pocTy, Ta B 1,5 pasa — Ha 30 406y y NOPIBHSIHHI i3 KOHTPOMEM,
TOLi 51K aKTUBHICTb NEKTUHeCTepaan 36irbLuyBanacs B KIMIHOCTATOBaHMX KNiTuHax Ha 20-Ty foby
B 10 pasig, a Ha 30-Ty foby -y 13 pasiB y NOPIBHSAHHI 3 BiNOBIAHVMI KOHTPOIBHUMM 3pa3kamu
(Nedukha, 1997).

OTpumaHi pesynbTaTit BKasytoTb, WO MOfiranakTypoHasa Ta nektuHecTepasa 30inbLuyoTh
CBOI0 aKTMBHICTb 3a YMOB iMiTaujii MikporpasiTauii. Binomo, Lo noniranakrypoHasa rigposniaye
MEKTMHM B YMOBAX 3HKEHHS pH anonnacTy, Konm Mae MiCLie HasiBHOCTI BiTbHUX KapBOKCUITbHNX
rpyn, 3a ki KOHKYPYHOTb 5K iOHM KanbLito, Tak i npoToHu (Demarty et al., 1984; Rushing, Huber,
1987). Yce ue aae 3Mory BUCYHYTU NPUNYLLEHHS, WO iOHM KanbLiito, SKi 38'A3aHi 3 kapOoKcuIb-
HAMW rpynamu BUBINBHSKOTLCS, i, TAKUM YMHOM, KanbLii B anonniacTi i3 38’a3aHOro cTaHy nepe-
xopuTb Yy BinbHWA (Nedukha 1989; 1995, b).
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Binomo, wo Ca?-ATda3a nnasmanemu Bigirpae Kn4oBYy porib, SK kanbuiesa nomna. Lis
AT®a3za KOHTPOME KOHLEHTPALi0 BifbHOTO KanbLjito B KMiTUHI Ta TPAHCNOPT KanbLjito i3 uuTo-
nnasmu 4o obonoHkm (Roux, Slocum, 1982; Dieter, 1984). BusuenHs Ca2-AT®asn yutonnaama-
TUYHOI MeMBpaHu € Aye BaXMBUM ANS LOCTIMKEHHS KanbLieBoro 6anaHcy B anonnacri.

EnekTpoHHOUMTOXIMIYHE AocnimKeHHst nokanisauii akTueHocTi Ca?*-AT®a3n B cTaTouun-
Tax KMiTUH KOPEHS TOPOXY, WO pic 7 fib Ha ropusoHTanbHOMY KniHocTaTti (2 06/xB.) nokasano
CYTTEBI 3MiHM B LMTOXIMiYHIN peakuii (Benssckas u ap., 1988; binasceka, 2001; Kopatom u
ap., 1994) y nopiBHAHHI 3 KNiITMHAMK CTATOLMTIB KOHTPONBHMX 3paskiB. Y KOHTPOMNbHMX 3pa3kax
npeuuniTaT NPOAYKTY peakyii 6yB NnokanisoBaHWin NuLe B3LOBX LMTONMNA3MaTU4HOI Membpa-
HW; TOAI AK y KNIHOCTATOBaHMX KNiTUHAX NPOAYKT peakwii OyB BiacyTHi 6ins nnasmanemu, ane
BiH BUSIBMSIBCS B SiAEPHIN 000NOHLi, MembpaHax nnactug, eHAonNasMaTiHoOro peTuKynyma
Ta CTPYKTYp anapaty Fonbaxi. ABTOpU PO3rnsaatoTb Li 3MiHM K HACMiZOK 3MiH (hYHKLiOHY-
BaHHs Ca?*-nomnu eHgomembpaH CTaTouuTiB, y pesynbTaTi Yoro BigbyBaeTbCs 36inbLUEHHS
KOHLeHTpaLlii KanbLjito B UMTONMa3Mi Ta 3MiHM KanbLjieBoro 6anaHcy B anonnacri 3a gii kniHoc-
TaTyBaHHs (benssckas u gp., 1988).

EnektpoHHouuTOXIMiYHE AocnimkeHHs Ca?-AT®da3n B KniTMHax NpoToHeMW Moxy Funaria
hygrometrica, W0 3pocTana Ha KniHocTaTi, Noka3arno aHanorivHi 3MiHu, SK y BULLEHaBeAeHin npa-
Li: BiACYTHICTb NpewmniTaTy 6ins nnasmanemm KnituH MOXY Ta iHTEHCMBHA peakList Ha TOHONNACTI
Ta eHgomembpaHax (Heayxa, 1987).

Bigomo, L0 ioHu KanbLito, SiKi € BTOPUHHUMM NOCepeHUKaMu B KITiTUHAX, BigirpatoTb nes-
HY pPOnb Yy NPOSIBi re0TPONI3MY KNITWH, Y 3AUTTI KNiTUH, cTabiniallii cTpykTypu 0BOMOHOK, iOHHO-
My 0OMiHi, B perynsuii akTuBHocTi hepmeHTiB anonnacta (Demarty et al., 1984). Y kniTWHHMX
o6onoHkax, BiANOBIAHO A0 MOZEN, 3anponoHoBaHow Byintek Ta Xune (Wuytack, Gillet, 1978),
iOHY KarnbLiito ikCyTbCS B anonnacTi ENeKTPOCTaTUYHUMM 3B'S3Kamu 3 KapBoKCUIbHUMY Tpy-
namn NeKTUHIB. BuBYEHHS kanbLieBoro 6anaHcy y KNiTMHHUX 0BOMOHKaX POCIMH, WO POCHM
B HEBaroMOoCTi YM 3a YMOB CUMYbOBaHOI MiKporpasiTaLil, € BaXnI1BUM AN1s MidHaHHS posi Ta
Oii MikporpasiTayii Ha POCAWHHI KAITUHK. 3MiHW KanbLieBoro 6anaHcy pocnuH 3a yMOB peanb-
HOr0 KOCMi4YHOro NONbOTY MoKasaHi B kinbkox pobotax (IlaypuHasuyyc v ap., 1984; Kordyum
et al., 1984). IlaypuHaBiuyc 3i cniBaBTOpaMn BUSIBAIN 3HVKEHHS BMICTY Karbllil0 B JIMCTKaX
Ta cTebnax npopocTiB ropoxy, Lo 3poctanu 24 [obw Ha opbitanbHin cTaHuii «CanoT-4»:
B MOJSIbOTHMX (KOCMIYHMX) 3pa3kax BMICT Kanblito ctaHosus 0,23 % (cyxoi macu), ToAi aK y
koHTponi — 1,79 % , BigNoBiaHo, Lii aBTOpK NpunyckatoTb, LU0 3HKEHHS BMICTY KanbLjit y no-
NbOTHUX 3p3Kax MOB’A3aHO i3 NOPYLLIEHHAMW NPOLECY TpaHCNopTY ioHiB. MpoTe ponb KanbLito
B KNITMHHWUX 060NOHKaX OpraHiB POCIAMH 3a YMOB MiKpOrpaBiTaLlii NMLLAETHLCS LLe HeJoCTaTHBO
BMBYEHOI0.

MpoTunexHi gaxi 6ynu oTpuMaHi B eKCrepuMeHTax i3 npopoctkamu Pisum sativum npu
BMPOLLyBaHHs poCinH Ha opbitanbHii cTaHuii «Cantot» (benssckas v ap., 1988; Belyavskaya,
1995). BusiBneHa HasiBHICTb YMCTIEHHNX Kanblliii-38'A3yH04MX CANTIB y CTATOLMTAX KOPEHIB ropo-
Xy. ABTOpYW BBaxat0Tb, WO Lie BiAOYBaETHCA 3a paxyHOK aKTMBALLiT MEXaHOUYTNMBUX KarbLlieBuUX
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KaHanis nnasmanemm nig Yac npusemrneHHs kocmivHoro kopabns (Kordyum et al., 1984; binss-
cbka, 2001). Ha pymKy aBTOpIB KarbLjii BUBIMLHAETHCA i3 BHYTPILUIHLOKNITUHHIUX KasbLieBUX Aerno
KNITUH.

LiuToxiMiyHMMKM MeToAamu MokasaHO CYTTEBI 3MiHM noKanidalis BinbHOro Ta cnabko-
3B’A3aHOr0 KanbLjto B anonnacTi KMiTMH NpOTOHeMW MOXy Funaria hygrometrica npu BUpOLLY-
BaHHi i B ymMOBax TpuBarnoi iMiToBaHOi MikporpasiTayii (ropusoHTanbHe KniHOCTaTyBaHHS, 2
06/xB.) (Nedukha, 1989). BusisneHo, LU0 Npu KNiHOCTaTyBaHHi B anonnacTi, rianonnasmi ta op-
raHenax KnitvH NPOTOHeMM MOXY 36iNbLLyETHCS BMICT NPOAYKTIB LMTOXiMIYHOI peakLii Ha ioHi-
30BaHUI KanbLii. BMICT 3B’3aHOr0 KanbLito B anonnacTi (npu peakuii i3 XxnopTeTpauukIiHoM)
TaKOX 3HMKYeTbCA Npm Aii kniHoctatyBaHHa (Nedukha, 1997; Heagyxa, 1994, 6). Kpim uporo,
aTOMHO-abcopbLUiHMM aHani3oM Nokas3aHo, LU0 BMICT KasbLito B CepeaoBULL, B SKOMY BUPOLLY-
Banacs NpoTOHEMa MOXY Ha KniHOCTaTi, 36iNbLuyBaBCs 3i 30iNbLIEHHAM TEPMiHY BUPOLLYBaHHS
NPOTOHEMU: BMICT KanbLito B KyNbTypansHOMY cepefoBuLLi (Mpu KIiHOCTaTyBaHHi) CTaHOBUIIO
83 mr/mn, Togi sik B koHTpONi — 58 mr/mn, BignosigHo (Heayxa, 1994, a; Nedukha, 1997), To6To
3a YMOB iMiTaLii MikporpasiTayii ioHM KanbLito BUXOAUIM i3 KNITUH Y KynbTyparbHe cepeaoBu-
we. MexaHism Lboro heHoMeHy Ha piBHI CTUMYN-BiAMNOBIAb NOKU NULLAETLCS BILKPUTUM.

BcTaHOBMEHO, WO CMHTE3 LIENHONO03N Ta Kano3n B MEPBUHHIN 000MOHL 3MIHIOETLCA Mig
Aicto MikporpasiTaii Ta KNiHOCTaTyBaHHS. 3HWKXEHHS BMICTY Lientonosun 6yno HeouikyBaHum
tbeHomeHoM. MoxmBo, Lo BigbyBatOTLCA NEBHI 3MiHW B CMHTE3i MONEPEAHMKIB LENtonosu,
SKi HeobXigHI Ans CMHTE3y LbOro rntokaHa. Takox Byno BCTaHOBNEHO BNAUB MikporpasiTauii
Ha BTOPWUHHI 0BOMOHKM B 3aN€XHOCTI Bif TUMY TKaHUHW. lokasaHo, Wo Hanbinblw nabinbHK-
MW [0 BNAMBY MIKpOrpaBiTayii BUSBUNUCS nepukniHanbHi 060M0OHKM enigepManbHuX KIiTuH Ta
KMiTMH Npoguxi. 3MiHW B CTPYKTYpi 0BOIOHOK Ta 3HVMKEHHS TOBLUMHM KyTUKYNSPHOTO LUapy
i 10r0 LWiNbHOCTI, @ TaKOX 3MEHLLEHHS pO3MIpIB Ta LUiNbHOCTI BOCKOBOrO HanboTY, € JOCUTb
3HaYHUMK. TTMTaHHA NPO KYTUKYNSAPHY Ta NPOAMXOBY TPaHCMipaLlilo B yMOBax Mikporpasitayii
€ 0OCUTb BaXnuBMM. OOpMyBaHHS MOP Y KYTUKYNi 3HWXKEHHS BMICTY BOCKY BUSIBNIEHO B efi-
Aepmi 6araTbOx TKaHWH Mig Aielo MikporpagiTauii. Lien dakT ykasye Ha Te, WO MpUCKOpeHa
TpaHcnipaLlis Ta NopyLeHHs BOAHOro 6anaHcy pocinH MaloTb MicLie NPy 3MiHi rpaBiTaLiiHoro
HaBaHTaXEHHS.

BusBneHo, Lo rpaeiTaliiHO-4yTAMBMU NaHkaMi MeTaboniamy KniTMHHUX 06ONOHOK €
npoLec CUHTE3y nomicaxapuais (Lentonosn, reMilentonos, NeKTUHY, Kanoau Ta iHKPYCTYUMX
PEYOBWH) KpucTanisais Mikpodibpun Lentonosu, rigponia BHyTPILLHIX | 30BHILLHIX 3B'A3KIB Lje-
MN03N 11 NEKTUHOBUX PEYOBWH, 3B'3yBaHHS BiflbHUX KAapOOKCUIBHUX FPYN MEKTUHIB iOHaMK
kanbLito abo x npoToHamu (puc. 2.7.2.2). MNpoTe, MONEKyNsApHi MexaHi3Mn Taknx 3MiH JOCi He
3'acoBaHi. [locnimKkeHo heHOMEH 3MiHM aKTUBHOCTI AesiKMX (hepMeEHTIB y npoueci GioreHesy
KNITMHHWUX 0BONIOHOK POCAMH B YMOBAX MiKpOrpasiTaLlii, 30kpema, Lentonas Ta nektuHas (npu
KMiHOCTaTyBaHHI POCAWH), heHinanaHiHamoHinniasy Ta nepokcmaas — npu Ail peanbHoi MiKpo-
rpasitauii (Ha opbitanbHux anapartax). Kpim Lboro, iHpopmauis WoAo 3MiH B anonnacTi BMic-
Ty iOHIB KarnbLjito, SKi, € BTOPMHHUMW NOCEPeHNKaMK, BidirpatoTb CyTTEBY pOnb Y perynsauii
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Tpueana xis JMeHImMeHHS BMICTY KpHCTATiHOT imogipricTs: mopymenns
FOPH30HTATLHOTO cor eT10.103H, 30i1bmenns BMicTy |~ | 6aqancy Ta mepeTBopens
KIIHOCTATYBAHHA amopdHoi meTioT03H, HI®-nykpis
@ reMineni0103 Ta Ka103H
TIpoToHeMa MOXY, 36i1bmeHHA AKTHEHOCTI ﬂsn?sip}[icrh'. arTARANIT
KIITHEH] 060 10HKH NeKTHHECTePasH, eH10M0Mira aKTy- [———_| reHiB, mo GepyTh y4acTh y
| ponasu, engo- T2 eK30rTIOKAHA3H CHHTE3[ MeKTHHECTepa3
@ TA LTIOKAHA3
3MiHA TOBIIHHH Ta =
VABTPACTPYKTYPH 3MeHmeHHA po3MipiE i miTkHOCTI Mo:RTHEA 3MiHa 0/TiroMepHOT
060.10H0K, po3mymerns [ | TPOAYKTY nuToximidmof peaknil na CTPYKTYPH LHTON/IA3MATHYHOL
MiKpoGIOpHT HeTH0. 1030 Ca-AT®a3y Ba I1a3MateMi Ta ————| MemOpanu Ta akTHBANiA
200 ymiibHeHHd, JTi3HC [~{36irbmenns - ma ennomemdpanax Ka/IbIi€BHX KAHATIB
eHToMeMOpan
TIpoTomTacT Mesodiy MIHA ELTRIIFROLO 53"“““'_“ Mo:XTHEE NOPYMEHHS PYHKUIOHYEAHHS
B — =7 - AHOAACIL TR TIRTONLAZIML KA/IbIEBHX KAHATIE ITA3M4/1eMH T4
3MeHMeRHA BMICTY KapOOKCHIBHEX

TPYO ¥ HOTicaXapHIAX MATPHKCA
KTITHHHHX 060.10HOK

1iMoBipRicTL: HOpymeHAs CTPYKTYPH

I1a3MAJIEMH, 3HEKEHHS CHATE3Y
—/—— Mo.Ticaxapuiis Ta NPATHIYeHHA
EK30IATO3Y

Monor:xenns aar gasn
Tipurnivenns perenepauii perenepanii KIiTHAHOI 060.10HKH,
KIITHHHOI 000,10HKH =———"| upurHiTeHHs poCTy po3TArOM

Puc. 2.7.2.2. Cxema OCHOBHUX GionoriyHnx edhekTiB Ta MOXIMBMX MEXaHI3MIB BMMBY
TPMBAIOro NOBINIbHOMO FOPU3OHTANBHOTO KITIHOCTaTYBaHHS (2 06/XB) Ha KMITUHHI 0B0NOHKM
BMLLMX POCIH

MiLHOCTi 0DONOHKM B 3aNE€XHOCTI Bif rpaBiTaLilHOr0 HaBaHTaXeHHS MOXe B6yTW BaXNMBOK
ANs ManbyTHiIX AOCILKEHb MEXaHi3MiB PerynsLii poCTy POCAMH 3@ YMOB 3HWXEHHS BENUYNHM
rpaBiTauinHoi cuni. MNOTOHLWEHI KNITUHHI 060NOHKM POCHIMH B YMOBaX MiKporpaBiTallii CTalTb
BinbLU Bpa3nMBMMK O BTOPrHEHHS MOXIIMBMX NATOrEHIB, WO TakoX HEOOXiAHO BpaxoByBaTh
MpUW CTBOPEHHI KOCMIYHNX OpaHXEpeN y cucTemMax XuTTezabeaneyeHHs aCTpOHaBTIB y TpuBa-
NINX KOCMIYHUX NOMNbOTaX.

Moganbiwe nornubneHe focnigxeHHs 060NOHOK ByAb-AKOro TUNY KNiTUH BUMarae Brpo-
BaKEHHS MOMEKYNAPHO-TEHETUYHUX Ta IMYHOLMTOXIMIYHUX METOAIB, Bigbopy BiAMOBIAHMX
MapKepiB CTPYKTYPHO-PYHKLIOHANBHOrO CTaHy KMiTUHHUX 0BOMOHOK, siki He0BXiAHO 3acTOCy-
BaTW B KOCMIYHin hiTobionorii, a Takox po3pobky cnelianbHoro obnagHaHHs, fobip WTYYHWX
cybeTpaTiB (3aMiCHUKIB FPYHTY) | NOXUBHUX CEPeaOBNULY AN BUPOLLYBAHHS POCIMH MPOTArOM
BereTawiHoro nepiogy B TpMBaIMX KOCMIYHUX NOMbOTaX.
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2.7.3. Finepepasimayis

Y pexumi Buxogy KOCMiYHMX anapaTiB Ha 3eMHy opbiTy B cepeauHi niTanbHUX anapartie npo-
TArOM KinbKOX XBUIUH BUHUKAE NepeBaHTaxeHHs (rineprpa.iTallis) y mexax 8 g. Kpim Toro, y
MarByTHIX MiKNIaHETHUX NONbOTAX rineprpasiTaLlis MoXe CTBOPIOBATY NEPELLUKOAUTY 4115 HOp-
MarbHOI XUTTELISNbHOCTI NII0AUHM, POCAMH | TBAPWH. TOMY OCTIMKEHHS BNAMBY rineprpasiTalii
Ha JX1BI OpraHiamMu € akTyarbHUM Ans po3BuTKY KOCMiYHOI chitoBionorii. lineprpasitavito B na-
BopaTopHNX yMOBaX CTBOPIOKOTH MPW BUKOPUCTAHHI LIEHTPUAYT i3 pi3HUM AiaMeTpoM poTopa Ta
PI3HOK) LLIBMAKICTIO 0BepTaHHS.

Y paHHix poboTax no BUBYEHHIO B NabOpaTOpHUX eKCnepUMeHTax BNnuBY rineprpasitauii
(3 npuckopenHsm 10 g i BuLLE) Ha picT, MeTaboniam Ta MOPONOriyHi 03HAKW POCANH BCTaHOB-
NEeHO iHribyBaHHsI pOCTYy MPOPOCTKIB, 3MiHY MeTaboniamy kpoxmanto, 3MiHy mopdonorii npo-
BigHOI cuctemn cteben, enikotunis i rinokotunis (Hoson et al., 1996; Brown, Piastuch 1994;
Kasahara et al., 1995). Ockifnibkn picT pOCAMHHUX KAITUH € ONOCEepPeaKOBaHUM POCTOM KMiTUH-
HIX 0BOMOHOK, TO BMBYEHHS OCTaHHIX CTano HeobXigHNM npu 3'acyBaHHi BionoriyHmx edekTiB
Qii rineprpas.iTaui.

NabopaTopHe MoAentoBaHHS AMHAMIYHIX (DAKTOPIB B PEXMUMI NiAAOMY KOCMIYHOMO Kopa-
Ons, B TOMy YMcni nepeBaHTaxeHHs B Mexax 7-10 g i3 ogHovacHoto aieto Bibpadii (300-800 IMu)
He BMKNMKano nopyLieHb MiTO3y Ta LUTOKIHE3Y B MEPUCTEMI KOPEHIB 5-Tn 060BMX NPOPOCTKIB
(Mokposckas u gp., 1965), npoTe Nokasano CyTTEBUIA BNAMB Ha YbTPACTPYKTYpy MepucTema-
TUYHUX KITITUH Ha PiBHI TPULIAPOBOTO YOXJIMKA KOPEHIB FOPOXY (YacTKOBA BTpaTa MOMSPHOCTI
BUKTIOCOM, HabyXxaHHs! KpUCT MITOXOHZPI Ta iH.) Ta Ha yNbTPACTPYKTYPY KNITUHHUX 0BONOHOK
9-t po6oBOI NPoTOHEMU MoXy pyHapis BosioromipHa (CbITHUK W ap., 1984). KopoTkoyacHe
nepeBaHTaXeHHs Cnpusano GopMyBaHHI0 nepdopauiii B 000MOHKaX KIiTUH MPOTOHEMM, MOPY-
LIEHHIO CTPYKTYPM LiNOCTHOCTI NnasManemu, BiAXOZKEHHIO NeKTo-Lentono3Hoi 0BoNoHKN Big
nnasmanemu Ha Bigganb 4o 40 HM, i NOSIBI B €NIEKTPOHHO-NPO30POMY MPOCTOPI MiX KITITUHHOK
060MOHKO Ta MPOTOMNACTOM eNEKTPOHHO-LLNTbHIX BKITIOYEHb, SiKi 32 hOpMOK Ta po3mipamu
HaragyBanu TUNoBi KanbLiesi cantn (CbITHUK 1 gp., 1984).

[ocnigxeHHs BnAvBY rineprpasiTayii Ha POCAWHM Nokasano, Lo, B NepLly Yepry, Big-
OyBaeTbCca 3MiHA MeXaHiYHUX napameTpiB 00OMOHOK, iXHbOI TOBLUWHK Ta BMICTYy OCHOBHMX
nonicaxapugis. Tak, rineprpasitauis B 300 g BuUKNMKana NOTOBLUEHHS BTOPUHHUX KIITUHHUX
060MOHOK Y KMiTMHAX KeunemHux enementis cteben Arabidopsis thaliana Big 1,26 + 0,02
(y koHTponi) go 1,56 £ 0,03 mkM, 36inblUeHHS Yncna KcunemHux knitud B 1,6 pasa, a Ta-
KOX 3MiHY pO3Mipy nonepeyHoro 3pisy KcunemHux enemeHTiB Big 90 + 2,39 (y koHTponi) 4o
113 + 3,97 mkm? (Nakabayashi et al., 2006).

3a Takux Benukux nepesaHTaxeHHsx (300 g), 4ist rineprpasiTauii npoTarom Aobu NPoBOKy-
Bana nocumneHnin CUHTE3 NirHiHy y BTOpUHHWUX 06onoHkax cteben Arabidopsis thaliana (Tamaoki
et al., 2004; 2006), y skux 36inbLUyBanacs 1 KinbkicTb cyauH y ctebni. BukopuctaHs iHribitopa
MexaHopeuenTopi, xnopuay ragoninito (0,1 MM), npurHivyBano BnnvB rineprpasiTadii Ha Bia-
KnaaaHHs nirHiHy B 060N0HKax, LWo Aarno 3Mory aBTopam NpunycTUTH HasiBHICTb B3aEMO3B'A3KY
MiX (DyHKLOHYBaHHAM MexaHOpeLenTopiB Ta CMHTE30M NirHiHy (Tamaoki et al., 2004).
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JocnimxeHHs MexaHiaMy akTuBaLlii CUHTe3y NirHiHy npu Aii rineprpasitaii Ha enikoTusi
Vigna angularis, 30kpema, akTUBHOCTI NepoKcuaasm, 38'a3aHol i3 CUHTE30M MirHiHY, nokasano
pocToBipHe 36inblueHHst iT akTueHoCTi (Wakabayashi et al., 2009). JocnigHuku BusiBunm, Lo
6-T1 roguHHa gis rineprpasitayii 3 npuckopeHHaM 300 g, Ha (OHI NPUTHIYEHHS POCTY eniko-
TUNS, BUKINMKaNa CTUMYMALIK naTepanbHOro po3Tary y BepXHiit 30Hi enikotuns. BetaHosne-
HO, O BMICT aLeTnnbpoMigpo3ynHHOro NirHiHy NocTynoBo 36inbLUyBaBCS Bif anikanbHOI 40
Ba3anbHOi 30HK, TakWUA PICT BMICTY NirHiHY NOBHICTIO KOPENOBAB i3 NiABULLEHHSM aKTUBHOCTI
nepokcupasn. OTpumaHi pesynbTaTth cBigyaTb Npo 36iMblIEHHS MEXaHiYHWX BRACTMBOCTEN
KNiTUHHUX 0BOMOHOK 3a Aii rineprpasiTaui.

[ocnimpxeHHs BnavBY rineprpasitayii Ha nonicaxapuan MaTpukcy KNiTMHHUX 060MOHOK
TaKoX BUSIBUMW TXHIO YyTNMBICTb A0 Ail YMHHMKA. BcTaHoBneHo, wWwo rineprpasitauisa B 300
g BUKIMKana 36inbLUEeHH MONEKyNSpHOT Macu KCUITOTIIOKaHiB B enikoTuni npopocTkis Vigna
angularis (Soga et al., 2007). MapanenbHoO NokasaHa eKCNpecist TPbOX reHiB KCUNOTTIOKaHEeH-
JoTpaHcrmoko3unas rigponasmu (VaXTHS4, VaXTH1 ta VaXTH2), wo 6epyTb y4acTb y MeTa-
Bonismi uboro nonicaxapuay. Mewn VaXTHT ta VaXTH2 BusiBnsnv Ait0 nNuLLe TpaHCrokoau-
NasHy aKTUBHICTb i He JiSiNu NpU rpasiTaLiiHUX HaBaHTaXeHHsX. [py nepeHeceHHi NpopocTkiB
i3 1 g B ymoBu 300 g, cnoyatky CyTTEBO 3HMXYyBanacs exkcnpecis VaXTHS4, a yepes 1 rognHy
Qi rineprpasiTaLii ekcnpecis reHy Ta e(heKTUBHICTb BiAMOBIAHOMO (hepMEHTY nigsuLLyBanacs.
HonyckatoTb, Lo enikoTuni 6006iB y BiANOBIAb Ha 3MiHY rpaBiTaLiHOI CUIM EKCMIPECYI0TH Came
reH VaXTHS4, ockinbku rigponiTiHa akTUBHICTb NpoaykTy VaXTHS4 perymioe MOnekynsipHy

30iIbmeHHS MOTERY- Bouiue | AKTHBamig CHHTe3Y
JFpHOI MacH == s . JirAiEY Ta Mea.103H
KCHI0TIIKAHIB sl e o U ﬂ
U ﬂ AxTHBania
: z HepoKCHIA3H
il‘"m;jm:j I‘EH;;;: TarioyBanas T2 KCHIOITIOKAH-
aX1i$4, VaXl =S POCTY IPOPOCTKIB N eHI0TPAHCIIIOKO3HIA3H
VaXTH2 " :
Ta = (rizpoaazm)
TloTroBmenHs
. e
KITHEHEX 000,10H0K

Puc. 2.7.3.1. Cxema OCHOBHYX BionoriYHNX edhekTiB Ta MOXIMBIAX MEXaHi3MiB BMMBY
rineprpa.iTauii Ha KMiTWHHI 060MOHKM POCINH
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Macy KCWIOrmoKaHy, Lo NpU3BOAUTL A0 MOAMMIKALIN MeXaHIYHUX BNAaCcTUBOCTEN KIITUHHMX
060MOHOK Ta 3MiH KNITUHHOTO Po3TAry. BukopuctaHHs B gocnigax iHribiTopis MexaHoUyTInBIX
KanbLieBWX KaHanis (Cosi naHTaHy Ta rafjofniHito) 38040 HA HyIb ekcrpecito reny VaXTHS4,
i Llen hakT Jae MOXNMBICTb 3p0BUTI BUCHOBOK, L0 CaMe iOHM KanbLiilo BKMOYAKTLCS B iHriby-
BaHHs ekcnpecii VaXTHS4 3a ymos fii rineprpasiTadii (Soga et al., 2007).

HocnipxeHHs Bnnuy rineprpasiTauii (35 g i Ginblue) Ha picT eTionboBaHWX MNOKOTUAIB
Lepidium sativum nokasano, Lo napanenbHo 3 iHribyBaHHAM poCTY rinokoTuniB, BiabyBaeTbCs
3HUXEHHS MEXaHIYHOro po3Tary Ta 36inbLUeHHs Yacy cTpec-penakcauii KniTuHHUX 060M0oHOK
(Hoson et al., 1996). Taki 3MiH1 MexaHiYH1X NapameTpiB KNiTUHHUX 060NOHOK BYIM NOMITHUMM
MNULLE B HWXHIN YacTuHi rinokoTuns. BmicT nonicaxapugis KNiTMHHWX 0B0MOHOK HA OAMHMLIO
BOBXUHY rinokoTuNs 36inbLUyBaBCS Npy rineprpasiTalii, 3okpema, 36inbLlyBaBcs BMICT Lento-
NO3¥ B HWXHI YacTuHi opraHy. lNpoTe rineprpasiTalis He BnnMBana Ha BMICT HENTPaIbHUX
LyKpiB y opakuii nekTuHy Ta remiyentonos. Bmict nirHiHy 36inbwyBaBcs npw rineprpasitauii,
He AMBNSAYMCH Ha MO0 HW3bKI 3Ha4YeHHs (Hoson et al., 1996).

TakuM YnHOM, JOCRIDKEHHS BNNMBY rineprpasiTaLlii 3 BUKOPUCTAHHAM LieHTpUdyr noka-
3ano, Lo Npy BENKMX NepeBaHTaXeHHAX NOCUTIOETLCS MEXaHiYHa MiLHICTb cTeben, 3MiHto-
€TbCA IXHS aHAaTOMIYHa CTPYKTypa Ta YNbTPacTpyKTypa KNiTUHHUX 0B0NoHOK. 3okpema, 3Mmi-
HIOKTbCA CKNaj Ta BMICT nonicaxapuais B 000M0HKaX, ki MOTOBLLYKTLCS, CTatOTh LiNbHAMY
Ta XXOPCTKMMM; TaKi 060MOHKM XapaKTEPU3YKOTLCS 3HUKEHHAM PO3TArY, Y KNiTUHAX CnocTepi-
raeTbCs CTUMYNALIS CUHTE3Y MirHIHY Ta aKTWBHOCTI nepokenaasn (puc. 2.7.3.1) npu ekcnpecii
BiOMOBIOHMX TEeHiB.
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NiIACYMKW

Y gpyromy po3aaini MoHorpadii M1 Hamaranucs nokasatu ponb KniTMHHUX 06OMOHOK B KOMN-
NeKCcHin apanTauii poOCNWHW 4O HECNpUSTAMBOrO BMAWBY HABKOMMLLHBOTO CepefoBMLLa,
sKe fie Ha picT Ta PO3BMTOK POCANH B OHTOreHesi. Ha OCHOBI JaHMX BUBYEHHS CTPYKTYPHO-
(YHKLiOHaNbHKX 3MiH KNITUHHUX 0BONOHOK POCINH NPW Aii HECNPUATAMBUX (hakTOPIB BCTAHOB-
neHa sk nabinbHICTb CTPYKTYPU, TaK i 3MiHM B METAb0MI3Mi KNITUHHUX 0BOMOHOK, iXHS y4acTb B
apanTauiii pocnuH go Aaii abioTnyHux Ta BioTuyHKMX dhakTopis. 3okpema, AocnimkeHo aganTa-
Ljito KNiTWH 0 3a0pyAHEHHS rPYHTIB BaXKUMW MeTaniami, BNIMBY XONOAY, NOCYXM, 3aCONEHHS,
3aTOMNMEHHs, 4O 3MiHW rpaBiTaLiiHOTO HaBaHTaXeHHs (MikporpasiTayii Ta rineprpasitadii), a
TaKoX [0 BNMMBY Bi0TUYHMX haKTOPIB.

UncneHHummn poboTamu, NPUCBSHEHUMU BUBYEHHIO Ai iOHIB BaxKMX MeTaniB 3a YMOB 3a-
BpyaHEHHs NPOMUCIIOBUMU BiAXOAAMU HABKOMMULLHBOIO CEpefoBILLA, MOKA3aHO, LLO CyXOAiMbHi
Ta BOAHI POCMMHN SBNSOTHCS YHIKANbHAMW NPUPOAHUMM aacopbeHTamMu ans TOKCUYHKX iOHIB.
|OHM BaXKVX MeTaniB Npy BUCOKWX KOHLEHTpaLisx 3ryOHO AiloTb Ha picT pocnuH. [poTe poc-
NMHY BUPOBUNM MexaHi3Mu aganTawii 40 Aii TOKCMHUX MeTaniB. POCINHK, MOMMHAKYN i3 TPYHTY
MiHeparbHi CoMi pa3oM i3 TOKCUYHUMM MeTanamu, akyMymntolTb OCTaHHi B NEKTUHAX KNITUHHKX
000MOHOK, KoMK X OBOMOHKN NEpPEenoBHIOOTLCS TakUMKU TOKCUKAHTaMK, TO KMITUHW LUASXOM
EHOOUMTO3Y aKyMYIOTb IOHM BaXknx MeTaniB y Bakyonsix. OCHOBHI KMiTUHHI MeXaHiamu npu-
POAHOI aganTauii 40 Al 4OCMIMKYBAHOMO YAHHWKA NONAratoTh Y NiABULLEHHI CUHTE3Y Karno3un Ta
NEKTUHIB, aKTWUBHI IPYMI OCTaHHIX 3B'A3Yt0Tb iOHW MeTaniB, Ta akTuBaLlii MeTarn-TpaHCNopPTYIUNX
AT®as (4ns NPUCKOPEHHS X BUBEAEHHS €HOOLMTO30M).

JocnimkeHHs BNAMBY XOMody Ta 3amMOpPO3KIB Ha JKUTTEAISHICTE POCIMH MOKa3ykoThb, LWO
POCNMHM NPUCTOCOBYIOTLCS [0 TaKWUX eKCTpeMaribHUX yMOB LWsixoM nepebynos metaboniamy,
30Kpema, CMHTe30M BirlkiB XONog0BOro LWOKY, Siki, MPOXOAAYM Yepes KNiTUHHI 060MOHKM Ha 30-
BHILLHIO CTOPOHY enigepmarbHiX KNiTuH, 6epyTh y4acTb y pekpucTanisalii nboay, Lo Beae A0
(hopMyBaHHSI HEBEMNMKMX KpUCTanis, siki HE 3AaTHI NpoXoauTi Yepe3 060MOoHKY B NpOTONNacT.
Kpim Toro, nepebygosum B npoTonnacTi NpM3BOAATL A0 3MiHWU CTPYKTYPM Ta CKnagy sk KMiTuH-
HMX 0BOMOHOK, TaK i LMTONNasmMaTu4Hoi MembpaHu. KniTuHHI 060MOHKM CTatTb XOPCTKILLIMMK,
a nnasmanema 3aBaskit 36iNbLUEHHI0 BMICTY TPUEHOBMX XMPHWX KUCIOT TAKOX CTaE LYMKOK W,
3MIHIOKYM CBOKO CTPYKTYPY, €NeKTpodi3ionoriyHi Ta TpaHCMOPTHI napameTpy, 3HKye 06e3B0a-
HeHHsl npoTonnacTa. BulesasHayeHi disionoriyHi BiAnoBiai pOCIMHHUX KMiTUH BiaOyBaOTLCA 3a
y4acTio BigMOBIAHNX CTPYKTYpHUX BinkiB, (DEpPMEHTIB Ta reHis, WO AOCIZKEHO Ha MONEKYNSHO-
reHEeTUYHOMY PiBHiI.
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BWBYEHHS BNAMBY NOCYXM HA POCAWHHI OpraHi3Mn nokasarno, Wo KNiTuHHi 0BoNoHKK op-
raHiB CyxoginbHux pocnuH BepyTb yyacTb B aganTayiiHux npouecax Ha Aiko LbOro YMHHMKa,
L0 3anexwuTb Bif BUAY POCAMHK Ta TPUBANOCTI Ail YMHHMKA. FAKLO nocyxa TpuBana, To picT
POCINHY iHTIBYETbCA, L0 BUSBNSETHCS B 3MiHAX MOPONOro-aHaTOMIYHUX 03HAK i CTPYKTYPHO-
(hYHKLiOHAmNbHUX MapameTpiB KNiTUH, 30KpeMa, B iHribyBaHHi akTBHOCTI BinkiB KniTMHHMX 060-
TOHOK, Lo 6epyTb y4acTb y poCTi KNITUH po3TAroM. [1ns 36epexeHHs onTMManbHoro Typropy
Ta BOAHOrO NOTEHLiany KNiTUH INCTKM Ta cTebna 3HWKYITb YW NPUNKUHAKTL TpaHcnipauito. Kni-
TUHHI 0BONOHKM KOPEHIB YKPUBAKOTLCS CYBEPUHOM, Y KOPEHSX Ta cTebnax hopmytoTbCs BOAHI
NaKyHW, SKi TaKOX OTOYEHi CyOepUHOBIMMM UM TirHidikoBaHNMKU 060M0OHKaMu. Y KIiTUHHMX 060-
INOHKax NncTkiB Ta cTeben BiabyBaeTbCA NOCUNEHUI CUHTE3 BOCKY Ta KyTUKynu, nirHidikauis
Ta aKkTWUBaLig CUHTE3Yy paMHOranakTypoHaHiB, ski 6epyTb yyacTb y 3B8’a3yBaHHi MOreKyn BOAu
B anonnacti. JlirHicikallis Ta nocuneHe BigknagaHHS BOCKY B enigepMaribHUX KiTuHax NnUCTkis
CNpUstOTb 36€PEXEHHI0 BOAHOTO MOTEHLiany KNMiTUH LUMSXOM 3aKpUTTS LAAXIB KyTUKYNSAPHOI
TpaHcnipayii. 3mMiHK y BMICTi nonicaxapuais KNiTMHHUX 060I0HOK ONOCEPEAKOBAHI akTUBALliE
4 iHriOyBaHHAM BigNOBIAHWX (PEPMEHTIB Ta EKCMPECIEI reHiB.

AHania YucneHHUX AaHWX Npo Aitd 3aCONEeHHs Ha ajanTauiiiHy peakLilo-Bignosidb poc-
MNWH NOKa3ag, WO Lel NpoLec TakoX 3anexuTb Big BUAY Ta CTIMKOCTI POCAMHW A0 YMHHUMKA. Y
CMPUIHATTI CUrHaNy 3acONeHHS Ta oro TpaHCAYKLii 6epyTb yyacTb Ginku KNiTUHHOT 0GONOHKMK:
MAP ta SOS 6inku, KiHaau Ta Kinbka TpaHCKpUNLinHWX dhakTopi. Ha opraHiaMeHHOMy Ta op-
raHHOMY PiBHSIX CMOCTEpIraeThCs iHribyBaHHs POCTY Ta NPUCKOPEHHS PO3BUTKY, B SKWUX 3aiHO
KNiTMHHI 000MOHKM KOpeHiB, cTeben Ta nucTkiB. [ns 36epexeHHs ONTUManbHOrO BOAHOTO Mo-
TEHLiany B KOPeHsIX NocumioeTbes CybepuHidaLlis KNiTMH eHA0AEPMM, Y INCTKAX iHribYTbCS
NpoLecH NPOAMXOBOT Ta KyTUKYNSPHOI TpaHcnipalii. IHribyBaHHS pOCTy KNiTUH onocepenko-
BaHO 3MiHAMM y CTPYKTYPi KIITUHHUX OOOMOHOK, B CUMHTE3I rEMILetoNo3 Ta NeKTUHIB, 30Kpe-
Ma, y 36iMbLUEHHI BMICTY HEMETUbOBAHUX CaMTIB, L0 NPU3BOAUTL A0 (DOPMYBAHHS LIYMKUX
XOPCTKMX KMITUHHUX OBOMOHOK. Y KMiTUHHUX 0B0MOHKax 36inbLUyeTbCs BMICT KpUcTaniyHol
LLeSTIoNI03M Ta MirHiHY, WO 3YNWHSE PICT KNITUH Ta 30epirae iXHin onTuManbHWiA Typrop. Y Lmx
npouecax 3afisHi YACneHHi (hepMeHTH, 30KpeMa, akTUBYIOTbCS eKCMaHCWHW, Nepokcuaasm,
MeTunecTepasa Ta iH.

[locnigxeHHs BANUBY NPUPOGHOTO YU LITYYHOTO 3aTONSIEHHS HA POCINHK, MOKa3ano, Lo
cnekTp (isnKo-XiMiYHUX YMOB POCTY POCIUH Mif BOLOK BIOPI3HAETLCS Bi YMOB PO3BUTKY
pocnuHu Ha cyxogoni (Heayxa, 2011). Lie, Hacamnepes, CTOCYETbCS 3HWXKEHHS IHTEHCUMBHOC-
Ti Ta 0OMEXEHHs CreKkTpy CBiTNa, WO MOrfMHAETLCA 3aTONMEHUMMU POCIIMHAMM, 3HWKEHHS
BMICTY KMCHIO, @ TaKOX 3MiHW BMICTy Ta LIBWUOKOCTI Andysii ras3is y BOAHOMY CepeLoBuLLi,
O CpUYMHSE iHriBYBaHHS LesKMX NPOLECIB, Y NepLLy Yepry Yepes NpurHiveHHs aepobHoro
OMXaHHS Ta 3HWXKEHHS IHTEHCUBHOCTI (hoTOCKHTE3Y. [poTe POCNMHK adanTyTbCs 40 KOpOT-
KOYaCHOro 3aTOMMEHHS LUNAXOM iHTeHcUdiKaLiii poCcTy opraHiB, L0 3HAX04ATLCA Nif BOAOH.
Y MexaHiami Takux 3MmiH 6epyTb y4acTb nonicaxapuam, GiToropmMoHm Ta Binku KniTHHKUX 060-
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INOHOK, 30Kpema, EKCTEHCUHU, L0 3afisiHi B PO3NYLIEeHHI KNITMHHUX 0BOMOHOK, AKi POCTYTb
po3TaroM. Kpim toro, cnpasxHi rigpoditi, SiKi NOCTWHO POCTYTb Nig BOAOK, afanTyBanucs
[0 NiABOAHOrO iCHYBAHHSA LUMSIXOM MEBHUX CTPYKTYPHO-YHKLIOHASBbHMX 3MiH Y KNiTUHAX eni-
Aepmicy nucTkis. MigBoaHi nucTku no3baeneHi npoguxis, BOCKY, 060MNOHKM enigepmarnbHuX
KIITUH XapaKTepU3yKTbCS PO3PUXSIEHOD CTPYKTYPOKD, MICTATh KYTUKYNSPHI NOpM, BMICT Ta
PO3MIp kKX € BugocneyudiyHM. BuiiesasHaueHi CTPYKTYPHO-GYHKLiOHaNbHI 3MiHW Bigby-
BalOTbCA 3a yyacTio hepmeHTiB i Binkis anonnacTy.

BukopuCTaHHS NOPIBHANBHUX CTPYKTYPHO-(PYHKLIIOHANBHAX NapamMeTpiB BUBYEHHS Liento-
No3# B MiABOAHWX Ta HAABOAHMX OpraHax KinbKoX BWUAIB POCAWH MOBITPSHO-BOAHMUX POCIIUH MO-
kasano, Lo Lei nonicaxapua 6epe yyacTb y MexaHiami agantalii pOCAMHM 4O 3aTOMNEHHS.
LIMTOoXiMiYHAM METOZOM i3 BMKOPUCTAHHAM NasepHOi CKaHykuoi KOHoKamnbHOI Mikpockonii
BCTaQHOBMEHO, O 3aTOMMEHHS BUKNWKAE Nepepo3noain Lentono3n B TKaHWHax. BioxiMiyHumm
MeToAaMM NokKas3aHo, L0 PICT POCAWH B YMOBaX 3aTONNEHHS TaKOX BiAOMBAETLCS HA 3HUKEHHI
3aranbHOro BMICTY LIeNtonosu Ta i KpuctaniyHoi hopmu, a Takox Ha 36inbLleHHi yaBidi BigHO-
LIEHHS aMOPHOI LENNo3n Ao KpucTtanivyHoi. MonekynspHi MexaHiaMn Uyx 3MiH MOKK nnwa-
t0TbCA BIZKPUTUMMU.

Yneplle BCTaHOBMEHO, WO NPUPOAHE 3aTONMEHHS BUKNWKAe LOCTOBIPHE 30iMbLUEHHS
BMICTY Kanosu B NepuKNiHanbHNX Ta aHTUKMIHANBbHUX 060STOHKaX KITiTUH enigepmu Ta KniTuHax
CYOMH NPOBIgHMX NYYKiB NiABOAHMX NUCTKIB. BCTAHOBNEHO, L0 MEXaHi3M NOCUNEHOTO CUHTE3Y
Kanoau y KNiTMHHUX 0BOMOHKaxX 3aTOMMEHNX OpraHiB NOBITPSIHO-BOAHWX POCITMH ONOCEPenKo-
BYETHCS 3MiHaMW KarbLiieBoro 6anaHcy B anonnacTi Ta Lutonnasmi. ABTOp Npunyckae, Lo Lel
npoLec, o4eBuUaHO, Moxe 6yTV NOB'A3aHWM 3 akTUBaLieto CHTe3y eTuneHy Ta ABK.

BcTaHoBMEHO, LU0 PO3NOZin Ta BMICT MIirHIHY Y KNiTUHHUX 0BOMOHKaxX POCAUH B yMOBaX 3a-
TONMEHHS € PYHKLOHANbHUMI NOKa3HMKaMK BiAMOBIAi POCAMHM Ha 3aTOMMEHHS. 3aTONNeHHS
BUKMWUKAE NOCUNEHWNA CUHTES3 NirHIHY B TKAHWHAX NiABOAHWX NUCTKIB Y MOPIBHAHHI 3 HA4BOS-
HAMK nucTkamn S. sagittifolia; 36iNbLUEHHS CUHTE3Y NirHIHY TakoX BiabyBaeTbCs y 3aTonne-
HWUX cTebnax Ludvigia repens (Little, 2003). EkcnepyMeHTanbHO MoKasaHo, L0 3aTOMIEHHS
BN/IMBAE Ha PO3NOAIN Ta BiQHOCHWUIA BMICT MOHOMITHIHIB Y KNiTUHHUX 0BONOHKax enigepmicy,
(HOTOCMHTE3YIYOT NapeHXiMI Ta CyAUH NPOBIAHWX MYYKiB NMUCTKOBUX NRacTUHOK S. sagittifolia,
Myriophyllum spicatum Ta Potamogeton perfoliatus. BctaHOBNEHO, L0 BMICT MOHOMITHIHIB,
cupuHriny (S) Ta reasuyuny (G), BiBHOLLEHHS BMICTy CUPUHriny A0 reasuuny B TKaHUHaX 3a-
NEXMWTb Bif BUZY, TUNY TKAHUHK Ta YMOB POCTY NNUCTKIB.

LocnipxeHHs MexaHi3MiB peakLii-BiAnoBifi KNiTMHHUX 0B0NOHOK POCINH Ha Ajto 6I0TUYHMX
(hakTopiB Nokasanu, Lo naToreH, HabnmXyK4nCb A0 KMITUHM Ta KOHTAKTY4M i3 060NOHKO
KNITUHK-Xa3siHa POCIIMHM, aKTUBYE CUHTE3 NMITUYHUX (DepMEHTIB ANa dparmeHTauii Ta nisucy
060MOHKM KNiTWHK-Xa3siiHa. POCnnHHA KNiTWHA Y BiANOBIAb Ha TaKy Ait0 CMHTE3Ye CUTHambHi
MOIEKYNU, WO BUKIUKAKOTb LWIBKMAOKY peakyito-Bignosigb Ha (hyHKLiOHANbHOMY piBHi: CUHTE3
BNACHOI NONIrinakTypoHasu, sika, YacTkoBO (hparMeHTyKun CBOK 060MOHKY, YTBOPKOE ORiro-
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ranakTypoHigu Ta iHAyKye 3MiHM kanbLiesoro 6anaHcy anonnacty Ta aktusye Ca?*-ATda3y
nnasmanemu. Y kniTuHi-xassiiHa MUTTEBO MOYMHAE MOCUIIOBATICA CUHTE3 Kanoau, NirHiHy Ta
MOHOITHIHIB, 30KpeMa, CUpWHriny, ue BiabyBaeTbes 3a yyacTio ekcnpecii reHiB CFOMT Ta
F5P, 110 pobuTb KNiTUHHY 0BOMOHKY XKOPCTKILIOK Ta HENPOHWUKHOK AN naToreHa. MNapanens-
HO i3 LM Yy KNiTWHI-Xa3siiHi NOCUIIOETLCA CUHTES iHribytoyoro Binka, 36arayeHoro NenLmHOM;
Lei Ginok Ha3eaHO MoniranaTypoHa30-iHribyoumMin Binok, SKuin 3B’A3yeTbCs 3 NoniranakTypo-
Ha3oto natoreHy. Kpim Toro, B anonnacti NigBULLyeTbCS pPiBEHb PeakTUBHUX (DOPM KUCHHO, 5K,
K @HTUBIOTUYHI areHTu, MOXYTb BACTYNaTh BTOPUHHUMI CTPEC-CUTHANamMu, Lo iHAYKY0Tb 3a-
XWUCHI peakLii POCANHHOT KNITUHMW.

3'acyBaHHs poni rpasiTauii B XUTTEAIANBHOCTI POCIIMHHOIO OpraHiaMy cTano MOXMUBUAM
NpW BOCRIgXeHHI BNAMBY 3MiHU Ti Cunm (MikporpasiTawii) Ha BULLi Ta HUKYI POCITUHU B KOCMIiY-
Homy monboTi (Koparom, Yenmen, 2003) Ta B ymoBax, siki YaCTKOBO BiATBOPHOIOTL GiONOrivHi
eheKT peanbHoi MikporpasiTauii B nabopatopii (kniHOCTaTyBaHHS), @ TakoX rineprpa.iTawiii
3a [0MOMOroK LieHTpUdyr. Y LbOMy pO3giNi npefcTaBneHi faHi ekcnepuMeHTanbHuX pobit
MO BMBYEHHIO CTPYKTYPHO-GDYHKLiOHAMNBHOI Poni KMiTMHHUX 0BONOHOK Npu Aii MikporpasiTaui,
KniHocTaTyBaHHs Ta rineprpasitauii. [is Mikpo- Ta rineprpasitaLii BUKNUKae CYTTEBI 3MiHW B
CTPYKTYpi Ta cknagi KniTuHHUX 0BOMNOHOK POCAMHHMX OpraHi3MiB, WO CBIYATL NPO iXHKO Na-
BinbHicTb. BusaBneHi rpaiTaliiHO-4yTnMBI NaHkKu MeTaboniamy KMiTMHHUX 0BOMOHOK MatoThb
3aranbHuit xapaktep i, MabyTb, BnacTuBi GinbLUOCTi BULLMX POCINH. [1oKa3aHo, Lo 3MiHu B
CTPYKTYpI KMiTUHHUX OBOMOHOK, Cknadi nonicaxapuais, akTuealii rigponas 3s's3aHi 3 TMNOM
KIITUH Ta TKaHUH, TPUBANICTIO Aii MikporpasiTauii: yum Ginblua TpuBanicTb Aii MikporpasiTalii
Ha POCAMHY, TUM Ui NOKa3HWKK NabinbHili. BcTaHOBNEHO, LLO CUHTE3 LIeNtono3un Ta Kanoau B
nepBuMHHIN 060MOHL 3MIHKETLCA Nig Aieto MikporpaBiTalii. MNokasaHo BNAMB MikporpasiTalii
Ha BTOPUHHI 0OONOHKK B 3aNeXHOCTi Bif TKaHWHW. BusBneHo, wo Hanbinblw nabinbHumm go
BNMMBY MiKporpaBiTaLii BUSBUNNUCS NePUKNiHanbHi 060NOHKN enigepManbHUX KIiTUH Ta KIiTUH
npoauxis. 3MiHu B CTPYKTYpPi 0OOMOHOK Ta 3HWXKEHHS TOBLUMHU KYTUKYMSIPHOTO LWapy 1 LWinb-
HOCTI, a TaKOX PO3MipiB Ta LUiIbHOCTi BOCKOBOIO HabOTY € AOCUTb 3HAYHUMMK,

BusBneHo, Lo rpaeiTauliiHO-4yTAMBMM NaHkaMmu MeTaboniamy KniTMHHUX 06ONOHOK €
NPOLEC CMHTE3Y LIENON03H, reMiLlentonos, NeKTUHY, NirHiHy Ta kanoau, kpucTanisawis Mikpodi-
Opun Lentonoan, rigponia BHYTPILLHIX i 30BHILUHIX 3B'A3KIB LIEMHN03M 1 NEKTUHOBMX PEYOBWH,
3B'13yBaHHA BiflbHUX KapBOKCUIbHIX rpyn NEKTUHIB ioHaMK KanbLito abo x npotoHamu. Mpo-
T€ MOMEKYNApHI MexaHi3Mn Takux 3MiH MoKW He AocnigxeHi. BcTaHOBNEHO (heHOMEH 3MiHM
AKTMBHOCTI [eskuX pepMeHTIB y npoLeci BioreHesy KMiTMHHMX 0BONOHOK POCHMH B YMOBaX
MiKporpagiTaLii, 30kpema, Lientonas Ta nekTuHa3 npu KniHocTaTyBaHHi pocnuH, eHinanaHi-
HaMOHilniasn Ta nepokcuaas npu Aii peanbHoi MikporpasiTayii (Ha opbiTanbHUX CTaHLisX).
MexaHi3mu Takux 3MiH He BUBYEHO. JINWATLCS TaKOX BiAKPUTUMI MUTAHHS LLOAO MEXaHi3MIB
(hopMyBaHHS Mop y KyTUKYTi, 3MiH BMICTY BOCKY Ta irHiHY, @ TakoX (PYHKLiOHaNbHOro CTaHy
KNiTUH, Wo 6epyTb y4acTb y CTAHOBMEHHI ONTUMAnbHOMO BOAHOMO 6anaHcy pocmmHMm.
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Kpim uporo, iHpopmaLlist LWoao 3MiH B anonnacTi BMICTY iOHIB KanbLito, siKi € BTOPUHHUMM
nocepeaH1kamu i BigirpatoTb CyTTEBY POIb Y perynsayii MiHOCTi 0G0MOHKM B 3aN€XHOCTI Bif
rpaBiTaLiHOrO HaBaHTAXEHHS!, € JOCUTb BaXIMBOK ANS ManbyTHIX JOCHIMKEHb MEXaHI3MIB
perynsLii pocty pOCAWH 3a YMOB 3HIKEHHS BENUYUHY rpaBiTaLiiHOi cunu. MNOTOHLEH KNITUH-
Hi 060MOHKM POCIMH B YMOBaX MiKporpaeiTaLii cTalTb Bifblu BpasnueuMu SO BTOPrHEHHS na-
TOreHiB, WO HeobXigHO TaKoX YpaxoByBaTW MPU CTBOPEHHI KOCMIYHMX OpaHXepen B CUCTEMAX
XuTTE3abeaneyeHHs aCTPOHABTIB y TPMBAMNMX KOCMIYHUX NOSbOTAX.

BnBueHHs BnnmMBY rineprpasiTalii nokasano, Wo 3a Benunkux nepesanTaxeHb (300 @)
MOCUMKETLCSA MeXaHiYHa MiLHICTb cTeben 3a paxyHoK 30iNbLUEHHS KibKOCTi KCUMEMHMX KTi-
TUH Ta iXHiX nonepeyHnx poamipis. Ha oHi aHaTOMIYHMX 3MiH BiaOyBalOTLCS CYTTEBI 3MiHU B
cknagi KniTHHUX 0BONIOHOK, aKTUBYETLCA CUMHTE3 MEBHWX nonicaxapuais i MirHiHy, 060noHKM
MOTOBLLYKTBLCA, L0 POBUTL KMITUHHY OBOMOHKY LLIMBHILLOK Ta XOPCTKILLIOW, 3HUXKYETHCS Me-
XaHiYHWit po3Tar, BiaOyBaeTbCs aKTMBALliS CUHTE3Y NEepOKCMAa3 Ta NEBHWX riaponas npu ekc-
npecii BignoBigHUX reHis.
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SUMMARY

This book provides a broad overview of the evidence for an understanding of the role of plant
cell wall in growth and development of plant in normal fluctuations as well as during influence
of unfavorable environmental fluctuations. The monograph has been performed with usev of
reference data, including own experimental data. It provides the results of the growing number of
scientists interested in plant cell walls with an overview of some of the key research areas, and
provides a modern and classical data conceptual bridge between the wealth of biochemistry-,
cytology- and molecular-oriented cell wall literature that had been accumulated over the last
decades. The structure, composition and function of plant cell wall are presented in the first
chapter, and the cell wall plasticity, including adaptive structural-functional responses of cell walls
of plants under unfavorable environmental fluctuations is expounded in the second chapter.

Plant cell walls are consisted predominantly of the polysaccharides cellulose, hemicellulose,
and pectin, although secondary walls are often rigidified by the impregnation of lignin, a
heterogenous aromatic polymer. The structure of the plant cell has been extensively reviewed
previously and is described briefly here (in the first chapter). This book provides a general
review of the structure and synthesis of cellulose, pectin, hemicelluloses, lignin, cutin, wax
and callose, besides it is revealed hemicellulose/cellulose composites (HCC). In the pioneer,
empirical research, HCC was made from different types of hemicelluloses (such as arabinoxylan,
glucomannan, xyloglucan) and different nano-cellulose grades.

The first chapter expounds the regulatory mechanisms and the much more limited functional
and intermolecular interaction information on five plant cell wall protein classes. These protein
classes include the extensins, the glycine-rich proteins (GRPs), the proline-rich proteins (PRPs),
the solanaceous lectins, and the arabinogalactan proteins (AGPs). These classes of proteins
may be evolutionarily related to one another, most obviously because each of them, with the
exception of the GRPs, contains hydroxyproline, and less obviously in the case of the GRPs since
their nucleotide sequence is similar to that of extensins.

The first chapter provides an overview of polysaccharide composition and structure primary
and secondary cell wall and characterizes by a long-established field, but one that remains
extra ordinarily challenging and open to debate. Developing clearer visions of secondary
walls and wall structural proteins, the dynamic multi functional nature of plant walls, including
mechanisms of information exchange with the protoplast,and the exquisite regulation of wall
synthesis, restructuring and disassembly, are discussed in this chapter. But recent discoveries
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have revealed the mechanisms that involved in the assemble polysaccharides and proteins for
building wall as strong fibrous network and in the regulate wall expansion during cell growth. Also,
there is concludes with a summary of some of the genome-scale approaches that are providing
remarkable new opportunities and perspectives of wall biology. The application of molecular
modelling methods to the realistic description of cell wall polysaccharides is described. The
basic principles and tools are presented; they provide a consistent description of the levels of
structural organization of polysaccharides, from the basic monomer components to the more
complex assemblies of macromolecular chains and their interactions.

The role of cell walls in adaptation of plants to unfavorable environmental changes at cellular
and molecular levels is considered in the second chapter of this book. The responses of plants
to action of environmental fluctuations have been analyzed intensively at cellular, biochemical,
physiological and molecular levels. The structural and functional liability of cell walls, their
participation in adaptation to abiotic and biotic factors are presented in many own experimental
data using the methods of electron microscopy, cytochemical, biochemical and molecular
methods.

The next unfavorable environmental factors are studied: action of heavy metals pollution,
cold, drought, salinity of soil, submergence, microgravity and hypergravity. Moreover, the influence
of pathogen invasion into plant and the participation of plant cell walls in adaptation to pathogen
invasion have been analyzed. Plants are subjected to constant and sometimes potentially
damaging variations in their immediate environment. Rapid perception of these changes and
appropriate phenotypical adjustments in response to environmental fluctuations is critical for
plants in view of their sessile nature. The plant cell wall is a key determinant of plant responses
to these environmental stresses. Modification of cell wall properties can modulate growth when
it is necessary or equip a plant with an impregnable physical barrier.The modification of the
structurally complex plant cell wall is accomplished by the participation of various proteins, which
has specific target action.

The study of heavy metal effects on plant growth has shown that upland and aquatic plants
are unique natural adsorbents for toxic ions. High density of heavy metals in soil can inhibit of
plant growth because plants absorb mineral salts together with toxic ions of heavy metals. Plants
possess a range of potential cellular mechanisms that may be involved in the detoxification of
heavy metals. Plant cell walls absorb toxic ions of metals and then these ions are bounded with
free carboxyl groups of pectin. Transport ATPases of plasmalemma take part in securing against
ions of heavy metals, which overcrowd an apoplast. Such ATPases are hastened the transport of
endocytosic vesicles (with ions of heavy metals) to vacuole.

The influences of cold and frost on plant life activity have been shown by many authors. The
synthesis of cold shock proteins is observed in a cytoplasm. Then such proteins are transported
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to outside of cell walls of epidermis, where they took part in recrystalization of large ice crystals.
The content of polysaccharides and structure of plant cell walls are changed under influence of
cold. Abovementioned changes are accompanied by the alterations of plasmalemma functions as
well as by the participation of the structural proteins and expression of the adequate genes.

The drought affects negatively to the growth of roots and leaves. It has been established
on the basis of biochemical, structural and molecular investigation of the influence of drought on
plant growth and development. The cell walls of roots and leaves are participated in adaptation
to drought. This is depend on species, plant type and influence duration. The inhibition of plant
growth, the change of morphological and anatomical signs, and the inhibition of some proteins
synthesis in walls are occurred under prolonged drought. Besides that, the transpiration of leaves
is decreased or stopped for preservation of optimal turgescence. The processes in plant cell
walls may be attributed to the adaptive mechanisms: suberin is synthesized in roots; wax, lignin
and ramnogalacturonans are also synthesized in stem and leaves; the activity of the enzymes
bounded with metabolism of polysaccharides, wax, lignin and suberin is increased.

Salinity of soil is environmental factor that greatly limits crop production and growth and
developmentof plants. Ithas been established on the basis of biochemical, structural and molecular
investigation of the influence of salt stress on plant growth. Adaptive response reaction depends
on species and plant resistance to salinity. Cell walls participate in adaptation mechanisms to
salinity. Proteins of apoplast (MAP, SOS and kinases) perceive the signals of salinity and pass
of these signals in cytoplasm. The metabolism of plant cell walls is changed, namely: suberin
synthesis is intensified in cells of root endo- and hypoderm; stomata and cuticular transpiration is
decreased in leaves; the content of crystalline form of cellulose, wax and lignin are increased in
walls; activity of apoplast proteins (expansins, peroxydases and metylesterases) is considerably
increased. Consequently, cell walls are made more hard and compact, and this property help to
inhibition of transport water on apoplast and it also help to preserve of adequate cell turgor. A
great number of ramnogalacturonans is synthesized in wall matrix; a ramnogalacturonans are
bound with free water molecules for preservation of its optimal content in apoplast.

The study of the influence of natural and artificial submergence on plant growth shows that
exogenous factors (poor light, changed speed of diffusion and content of CO,, O, and ethylene
in water and around of flooded plant) are the main effectors that affects to growth of plant. There
are the inhibition of aerobic respiration in roots, a decrease of photosynthesis in leaves and a
change in organs’ growth rate in flooded plants. However, terrestrial plants during short flood and
aquatic plants that can grow long time under water are produced the special cell mechanisms,
which help to plants survive. It was established that plant cell walls are took part in adaptation to
submergence on the basis of complex investigations of structural and functional organization of
flooded plants. These adaptation mechanisms are expressed in the next: an absence of stomata
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and wax in leaf epidermis; a loosening of cellulose microfibrils in walls of epidermal tissue and a
formation of cuticle pores in leaf epidermis; the decline of common cellulose content, a content of
crystalline form of cellulose; an increase of content of amorphous cellulose and hemicelluloses
in cell walls; an intensification of lignin and callose synthesis; the change in a ratio of monolignins
(syringil and quaiacyl) contentin walls; the activation of peroxydases, an intensification of ethylene
synthesis and a change in calcium balance in apoplast.

Gravitational biology elucidates a biological role of gravity by conducting research on the
influence of altered gravity — real microgravity in space flight and the laboratory conditions
(at 1 g) that partially reproduce biological effects of real microgravity (clinorotation) as well as
hypergravity (centrifugation) on various plants (Kordyum, Chapmen, 2003). This chapter of book
provides a broad overview to elucidates the biochemical and structural-functional changes in
plant cell walls of plants which were grown over a long and short duration in real microgravity (in
space flight), at horizontal clinorotation and/or centrifugation. It was shown that cell walls of plant
are labile structure that are changed structure one’s and polysaccharides content depend on
tissue type, growth phase and duration of effectors. It was established the gravitational-sensible
levels of cell wall metabolism, including a polysaccharides synthesis (cellulose, hemicelluloses,
pectin, callose), lignin synthesis, a crystallization of microfibrils cellulose, a hydrolysis of the
connection of cellulose molecules with pectin molecules, the change of calcium balance of
apoplast, the activity of pectinase, peroxidase and cellulase, as well as and wall ultrastructure
(Nedukha, 1997).

Cell wall architecture is an important determinant of plant resistance to biotic stresses. A
rigid cell wall can fend off pathogen attack by forming an unpenetrable physical barrier. When
breached, products released during wall modification can trigger plant defense signaling. This
chapter documents and discusses studies demonstrating the importance of timely cell wall
modification during plant stress responses to focusing on a well-researched subset of wall
modifying proteins. Biotic agents often utilize their own array of cell wall modifying proteins to
degrade the plant cell wall and gain access to the plant host. Modification of the cell wall content
and releases certain compounds that can trigger defense responses and provide protection of the
plant, including active forms of oxygen, ions of calcium, faster synthesis of lignin and callose,
as well as and the synthesis of inhibitory protein (polygalacturonase) happened when plant is
attacked by pathogen.
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