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AHOTAIIA

llaopina P. FO. Ponw aytodarii y Binnosiai Arabidopsis thaliana Ha BIIUB
MIKpOTpaBiTallii Ta y4acTb MIKpOTPYOOUOK B ONOCEPEIKYBaHHI I[OTO MPOIECY. —
Ksamidikamiitna HayKkoBa mpallsd Ha IIpaBax pyKOIIHUCY.

Hucepranist Ha 3000yTTSI HAyKOBOTO CTYIEHS JOKTOopa Qinocodii 3a
cnemianbHicTIO 091 «bionoris». [epkaBHa ycTaHoBa «lHCTUTYT XapuyoBOl

OioTexHoJoTii Ta reHoMiku HarionansHoi akagemii Hayk Ykpainuy, Kuis, 2024.

JocnipkeHHsT MPUCBSYEHE aHamizy MmpolieciB ayrodarii B pociMHaX
Arabidopsis thaliana mia BIDIMBOM MiKpOTrpaBiTallii 3 0COOJIMBHUM aKIIEHTOM Ha PoJIi
MIKpOTpYyOOUOK. AyTodarisi sik BHYTPIIIHbOKIITUHHUM MEXaHI3M Jerpajanii ta
PELUPKYJIALIT MaKpOMOJEKYJd 1 OpraHeil BHUCTYIA€ KIIOYOBUM (HaKTOpOM B
aganTalii pocivH 10 cTpecoBuX ymoB. Ha cboroani BuBYeHHs (Pi310J0T14HOL oI
aytodarii mpu cTpeci € OAHIEI0 3 aKTyaJdbHUX MpoOsieM O010JI0T1i, OCKIIBKH B
3QJIKHOCTI BiJ] CTYNEHS! MOIIKOKEHHS KJIITHH IIeH MPOILeC MOXKE CHpUSITH abo
BIDKMBAHHIO, a00 3arubeni kiiThuH. Tomy y JaHOMY JOCHIIKEHH1 30CEPEIKEHO
yBary Ha BHBYEHHI PO3BUTKY MpoOleciB ayTodarii, a TakoX poil LHUTOCKENETY,
30KpemMa MIKpOTpyOOUOK, Y POCIIMH B YMOBaX 3MiHEHOT I'paBiTallii.

BuBuenHs amanTamii pocivH A0 3MIHEHOI TpaBiTallli € KIIOYOBUM ISt
PO3BUTKY CHCTEM XUTT€3a0e3MeueHHs B kocMoci. HemonaBHo OyJo mokasaHo, 1o
Arabidopsis thaliana Ta 111111 BUIU POCIVH MOXKYTh PO3BUBATUCS Ta JaBAaTU ypoxKan
HaClHHS Yy KOCMIYHUX yMOBax, IPOTE 3a TaKUX YMOB PO3BUTKY BOHHU 3a3HAIOTH
MEBHUX MOJICKYJSIpHUX 3MiH [1, 2]. JochimkeHHs ananTtailii pocivH 3a y4acTiO
aytodarii B 3MO/ICIbOBAHUX YMOBAaX € HAJA3BMYANHO aKTyaJlbHUM, OCKUIbKU A€
3MOry CTBOpUTH (YHIAMEHT MJisi TOAQIBIIMX KOCMIYHHMX JOCTIKEHb 13
BHUPOITYBaHHSM POCIHUH, a Aaji — JIsl OTpPUMAaHHs MPOAYKTIB XapuyBaHHS B yMOBaXx
3MIHEHOI1 TpaBiTaIlii.

Sk Marepian HOCHIIXKEHb BUKOPUCTOBYBAIU POCIUHU A. thaliana exoTumy
Columbia Col-0 ta agsi Tpancrenni miuii A. thaliana: GFP-ATG8a ta GFP-MAPA4.

CtpecoBi YMOBH MOJIEIIOBAIM 3a JOIOMOI'OI0 KIIIHOCTaTy, Ha SIKOMY BHPOIILYBaJIN
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pociauHn (pexxum oOepTtaHHia 4 00/XB). BukKopucTaHHSA KIIHOCTATy J03BOJISE
IMITYBaTH YMOBHM MIKpOrpaBiTailii, 10 € BaXJIUBUM I JOCHIIKCHHS
ajanTalifHUX MexaHI3MIB pociuH. Bizyamizaiiio aytodarocom 31MCHIOBAIM 3a
JIOTIOMOT 010 JIa3epHOi KOH(pOKanbHOI Mikpockorii. I{eit MeToa 103BoJIsIE OTpUMATH
JeTadbHI 300paXKeHHS BHYTPIIIHBOKIITUHHUX CTPYKTYp Ta MPOIECIB, IO €
KIIIOYOBUM [IJIsi aHami3zy ayrtodarii. 3a J0NOMOTOI MOJEKYISPHO-T€HETUYHUX
METO/IB OILIHIOBAIM eKchpecito reHiB OuikiB ATG, a- 1 B-TyOymiHiB B
JOCHIKyBaHUX pociuHax. [li MeToaum M03BOJIAIOTH KIIBKICHO OIIHUTH PiBHI
eKCIIpecii TeH1B Ta BUSIBUTH 3MiHH, sIKI BAHUKAIOThH 11T BIUTMBOM MiKpOTpaBiTallii.

byno mnpoaHanizoBaHO BIUIMB MIKpOrpaBiTallii Ha piCT Ta PO3BUTOK
MPOPOCTKIB  A.thaliana. Y pe3ynabTaTi MNPOBEASCHUX IOCHIIKeHh HaMHU OyJj0
BUSIBJICHO, 1110 KJI1HOCTAaTyBaHHS HE BIUIMBAJIO HAa MPOPOCTAHHS HACIHHS, a TAKOX HE
BUKJIMKAJIO CYTTEBUX BIIXWIEHb Y MOP(QOJIOrii MaroHiB MpopoOCTKiB. 3aTpUMKa B
PO3BUTKY MaroHiB CHOCTEpIraiu Juile Ha 6-Ty Ta 9-Ty 700y KIiHOCTAaTyBaHHS, HA
12-Ty 100y maroHu NpakTUYHO MOP(HOJIOTIUHO HE BIJIPIZHSIUCS BiJl KOHTPOJIBHUX
pociuH. Takox 12-AeHHI TPOPOCTKH MaiM MPABUIBHY JIUCTKOBY PO3ETKY, SKa
ckiaganacsa 3 4—6 OBaJlbHUX 3€JICHUX JIUCTKIB. Y TOW K€ 4Yac MPOPOCTKH, IO
3pOCTanu B EKCHEPUMEHTAIbHUX YMOBaX, Ha BIAMIHY BiJi KOHTPOJIO MaJH
JI€30p1EHTOBAHUM PICT KOPEHIB, 110 OYJIO HACIIAKOM MOCTIMHOT 3MIHH BEKTOPa CHUIIN
TsokiHHs. [Ipu ananizi Mop¢oorii Ta po3BUTKY FOJIOBHUX KOPEHIB MPOPOCTKIB OyJIH
BUSIBJICHI BIZIMIHHOCTI B X 30HaX pOCTY. 30KpeMa, 30HU PO3TATY Ta MepexiHa Oyiu
KOPOTIIMMHU 332 YMOB KJIIHOCTAaTyBaHHS B MOPIBHSIHHI 13 KOHTPOJIBHUMU POCIUHAMH.
KinbkicHull anHaini3 cepelHbOi IOl emiiepMalbHUX KIITHH B MEPEXI1JIHIN 30HI
MOKa3aB HE3HauHl BIAMIHHOCTI (MeHIIe Ha 29 %) y po3Mipax AOCIHIIKYBAHUX
pPOCIMH TOPIBHSAHO 13 KOHTpojieM. Takox OyJno MpoaHamIi30BaHO KYT
rpaBiTponiyHoro Haxuity (GSA). PesynbTaTu nmokazanu 3Haune 30uibiieHHs GSA 'y
MPOPOCTKIB A. thaliana B yMOBax KJI1HOCTaTyBaHHs, IO CBIIYUTH PO BIAXUICHHS

B1J1 HOpMaJIbHOI BEPTUKAJILHOI OpiEHTAIlll KOPEHIB, SIK, HAIPUKIIAJ, Y KOHTPOJIL.
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Mertogamu  ¢ayopecueHTHOI Ta KOH(OKAJIbHOI Ja3epHOi CKaHyI4Oi
MIKPOCKOII1i 0YJI0 MPOBEJICHO TOCIKEHHS PO3BUTKY CTpEC-1HIyKOBaHO1 ayTodarii
Ha MopdoJioriyHOMY piBHI. BUsBIEHO XapaKTepHi 03HAKU PO3BUTKY ayTodarii mija
BIUIMBOM MIKpOTpaBiTallli, 30KpemMa 30UIbIIEHHSA KIUIBKOCTI ayTtodarocoMm y
KIITHHAaX KOpeHs. 3a pgomomoror diyopeciieHTHOro OapBHuka MDC Oyio
BUSIBJICHO MOSIBY CTPYKTYpP po3MipoM Bija 3 10 20 MKM, 110 CBITYUTH NMPO aKTUBHUM
pPO3BUTOK ayTodarii miJ BIJIMBOM CTPECOBHX yMOB Mikporpasitailii. OTpumani
pe3ynbTatu 3a BukopucTtaHHa OapBHuka LTR Ta Tpancrennoi mniHii A. thaliana
(GFP-ATGS8a) B 000X BHUMaAKax MOKa3aJd IHAYKIIO ayTodarii Ta MakCUMalbHUN
piBEHb YTBOPEHHSI ayTO(arocoM y emiepMajibHUX KIITHUHAX KOPEHsI MepeXiTHOi
30HU POCHUH A. thaliana nicas 6-tu 110 KyJIbTUBYBaHHS.

BusnaueHo KkiapKicTh ayTodarocoM 3a JOMOMOIOI0 TPaHCTEHHOI JiHIT A.
thaliana GFP-ATGS8a. PesynpTaTé moOKa3zanu 3Ha4YHE 30UIBIIEHHS KUIBKOCTI
ayro(arocoM y KIITHHAX, L0 3HaXOJWJIMCS IiJl BIUIMBOM MiKporpaBiTauli, 110
CBIIUMTh MpPO aKTUBaIil0 ayTodarii K 3aXxucHOro MmexaHizmy. Ha 6-ty no0y
BHUPOIIYBaHHS CIIOCTEpirajgacs HalOUIbII CyTTEBA 3MiHA KUIBLKOCTI ayTodarocom
(OublIe HIX y 2 pa3za) MOPIBHAHO 3 KOHTPOJEM, Xo4a Ha 9-Ty n00y KIJIbKICTh
ayTo(arocoMm 3MeHIIMWIACS y KIITUHAX NEPEX1HOI 30HU KOPEHS, iX OyJI0 BCE OJHO
OlnbIle, HK Y KOHTPOIbHUX pociauHax. Ha 12-ty moOy BUpOIIyBaHHS KIIBKICTh
aytToarocoM y KIITUHAX KOPEHIB POCIMH B yMOBax KJIIHOCTaTyBaHHsS Oyla
MOAIOHOIO O KOHTPOJIbHUX POCIHH.

byno nocnimxeno BMict enporennoro NO B mpopocTkax A. thaliana 3a ymoB
KIIIHOCTaTyBaHHA. Pe3ynbTaTu TOKas3aldW, [0 MIKpOrpaBiTallisi BUKJIUKAE
niaBuieHHs piBHA NO y KIIITHHAaX KOPEHs, 110 MOXKe OyTH OJHHM 13 MEXaHI3MIB
ajganTaiii poCIUH JO CTPECOBUX YMOB. byjlo ToOKa3aHO MiJBUIIEHHS BMICTY
HITPUTIB B 1,5 paza y KOHTPOJIBHUX POCIUH Ta 1,8 pa3a y KI1HOCTaTOBAaHUX Ha 6-Ty
100y KyJIbTHBYBaHHA. 30UIbIICHHS TPUBAJIOCTI KYJIbTUBYBAHHS MPU3BOAMIO JO
MOCTYNOBOTO 3HIKEHHS eHJoreHHoro BmicTy NO, 10 MOXe CBITYUTH MIPO

aJlanTallilo POCIUH JI0 YMOB KJIIHOCTATyBaHHS.



5

Tako T0CIIIKEHO BIUIMB KJIIHOCTaTYBaHHS Ha OpraHi3aIliio MiKpOoTpyOO4IOK
B KJIITUHAX KOPEHs 3a gonomororlo diHii A. thaliana (GFP-MAP4). BussieHo 3MiHu
B MPOCTOPOBIN Opraxizailii MIKpOTPyOOUOK, IO CBIAYUTH MPO iX 3aIy4YEHICTh Y
nporiecu ayrtodarii. Ha 6-ty 100y BUpOIIYyBaHHA MIKPOTPYOOUKH CTalu
JIC30PIEHTOBAHUMU Y KIIITUHAX YCIX JOCHIIIXKYBaHUX 30H KOPEHSI, 1110 CBIAYUTH PO
BILIUB MIKPOTpaBITallil Ha CTPYKTYPHY OPTaHi3allil0 HIUTOCKEIETY POCIHH.

binok ATGS8 € ogHuM 13 IIEeHTpaIbHUX KOMIIOHEHTIB, SIKMM 3aly4eHUud 10
npoiieciB aytodarii i Oepe ydactb y popmyBaHH1 ayTodarocoMm. B Arabidopsis
thaliana nHasiBH1 kinbka i30TumiB Oinka ATGS, sKi MOXYThb BUKOHYBAaTH pi3HI
¢yukiii B ayrodarii. 3okpema, OyJo BUABIEHO, 10 yacThuHa TreHiB AtATGS,
(AtATGSb, AtATGSe, AtATGSf ta AtATGSi) moxe OyTH OUTbII CEUUPIYHOIO AJIsI
MOBHOLIIHHOI peani3allii ayrodarii 3a yMOB MIKporpaBiTailii.

[IpoananizoBaHo piBHI eKcmpecii reHiB o- Ta [B-TyOyniHy nOpu I1HAYKIi
ayTtodarii MikporpasiTaili€ro. 30KpemMa, BCTAHOBJICHO MiBUILICHHS PIBHIB €KCIIpecii
reHiB AtTUA2, AtTUA3 nva 69 noOy. Pesynpratm ananizy ekcrpecii reHiB -
TyOydiHy TnOKa3aiu 3anydeHHd TeHiB AtTUB2 i AtTUB3 micas 69 ni0
BHUPOIIYBaHHS 32 YMOB MIKpOTpaBiTallii, OCKUIbKH CIIOCTEpIraly iX MiJABUIICHUN
piBEHb eKcHpecii.

VY HaykoBill mpail Brepiie MPOJAEMOHCTPOBAHO PIBHI €KCIpecii reHiB [3-
TyOyJiHy B Tpolleci PO3BUTKY CTpec-IHAYKOBaHOi ayTtodarii 3a yMOB
KJIIHOCTAaTyBaHHA. Tako MpoaHaii30BaHO piBHI ekcrpecii rediB Ouika ATGS, ta
BCTAHOBJICHO, IIO MIKpOrpaBiTallisl 1HAYKY€ TMIJBUIICHHS €KCIpecii 130THUIIIB
AtATGS A. thaliana Ha pi3HUX YacOBUX NPOMDKKaX. Takoxk OyJO BCTaHOBIJIEHO
3aJIy4eHICTh MIKpOTpPYOOUOK 710 peanizalii npoueciB aytodarii.

JocnipkeHHsT MATBEPAWIM BaXJIUBICTH 0- Ta [-TyOynmiHIB Yy cTpec-
1HIyKOBaHIM ayTodarii, 10 € NIATPYHTSIM IJi MOAANbIIOT0 BUBUCHHS MEXaHI3MIB
peakiiii poCcInH Ha MIKpOTpaBiTalliio, BKIOYaroun poab Oiika ATGS8 Ta okcumay
azory (NO), Ta ckinagae MNpPakTUYHY IIHHICTh JUCEpPTALIMHUX pe3yJbTaTiB.

OTpuMaHi AaH1 MOXYTh 3aKJIACTU OCHOBY JIJIs MAMOYTHIX JOCHIIKEHb 13 BUBUCHHS
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ajganTaiii poOCIMH IiJi Yac KOCMIYHUX TOJBOTIB Ta pPO3B’s3aHHSA MPoOJIeM,
OB’ A3aHUX 13 BUPOIIYBaHHSM POCIUH Yy KOCMOCI.

Kuro4oBi ciioBa: mikporpasitaiiisi, ayTodarisi, OKCUJ 30Ty, MIKPOTPYOOUKH,

a-TyOymiH, B-tyOymin, ATGS, excrpecis TeHiB.

SUMMARY

Shadrina R.Yu. The role of autophagy in the response of Arabidopsis thaliana
to microgravity conditions and the participation of the microtubules in mediating
this process. — Manuscript.

Dissertation for the Doctor of Philosophy degree (Ph.D) on a speciality
091 — Biology. Institute of Food Biotechnology and Genomics of the National
Academy of Sciences of Ukraine, Kyiv, 2024.

The research is dedicated to the analysis of autophagy processes in
Arabidopsis thaliana plants under the influence of microgravity, with a particular
focus on the role of microtubules in this process. Autophagy, as an intracellular
mechanism of degradation and recycling of macromolecules and organelles, is a key
factor in the adaptation of plants to various stress conditions. Currently, studying the
physiological role of autophagy under stress is one of the actual problems of biology,
as depending on the degree of cell damage, this process can either contribute to
survival or cell death. Therefore, the scientific work focuses on the induction of
autophagy processes under conditions of altered gravity.

Studying plant adaptation to microgravity is key for developing life support
systems in space. Recent experiments have shown that Arabidopsis thaliana and
other species can develop and yield seeds in space conditions, however, they
undergo molecular changes. Researching plant adaptation involving autophagy in
simulated space conditions is extremely important, as it allows creating a foundation
for further space research in plant cultivation, and subsequently food production in

altered gravity conditions.
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A. thaliana plants of the Columbia Col-0 ecotype and two transgenic lines of
A. thaliana were used as research material: GFP-ATG8a and GFP-MAP4. Stress
conditions were modeled using a clinostat on which the plants were grown (4 rpm
rotation mode). The use of a clinostat allows to simulate microgravity conditions,
which is important for the study of plant adaptation mechanisms. Autophagosomes
were visualized using laser confocal microscopy. This method allows to obtain
detailed images of intracellular structures and processes, which is key for the
analysis of autophagy. Molecular genetic methods were used to evaluate the gene
expression of ATG, a- and B-tubulin proteins in the studied plants. These methods
allow us to quantify gene expression levels and identify changes that occur under
the influence of microgravity.

It was analyzed the effect of microgravity on the growth and elongation of A.
thaliana seedlings. As a result of our studies, we found that wedge-statement did not
affect seed germination and did not cause significant deviations in the morphology
of seedling shoots. Delayed shoot development was observed only on the 6th and
9th day of wedging, and on the 12th day the shoots were practically morphologically
indistinguishable from control plants. Also, 12-day-old seedlings had a regular leaf
rosette consisting of 4-6 oval green leaves. At the same time, seedlings growing
under experimental conditions, unlike the control, had disoriented root growth,
which was a consequence of a constant change in the gravity vector. The analysis of
the morphology and development of the main roots of seedlings revealed differences
in their growth zones. In particular, the tensile and transitional zones were shorter
under wedging conditions compared to control plants. Quantitative analysis of the
average area of epidermal cells in the transition zone showed insignificant
differences (29 % less) in the size of the treated plants compared to the control. The
gravitropic slope angle (GSA) was also analyzed. The results showed a significant
increase in GSA in A. thaliana seedlings under wedge conditions, indicating a

deviation from the normal vertical root orientation, as in the control.
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The development of stress-induced autophagy at the morphological level was
studied by fluorescence and confocal laser scanning microscopy. The characteristic
signs of autophagy development under the influence of microgravity were revealed,
in particular, an increase in the number of autophagosomes in root cells. Using the
fluorescent dye MDC, the appearance of structures ranging in size from 3 to 20 pm
was detected, indicating the active development of autophagy under the influence of
stressful microgravity conditions. The results obtained using the LTR dye and the
transgenic line of 4. thaliana (GFP-ATGR8a) in both cases showed the induction of
autophagy and the maximum level of autophagosome formation in the epidermal
cells of the root transition zone of A. thaliana plants after 6 days of cultivation.

The number of autophagosomes was counted using the transgenic line of 4.
thaliana GFP-ATGS8a. The results showed a significant increase in the number of
autophagosomes in cells exposed to microgravity, indicating the activation of
autophagy as a defense mechanism. On the 6th day of cultivation, the most
significant change in the number of autophagosomes was observed (more than 2-
fold) compared to the control, although on the 9th day the number of
autophagosomes decreased in the cells of the root transition zone, they were still
more than in the control plants. On the 12th day of cultivation, the number of
autophagosomes in the cells of plant roots under conditions of clonostatization was
similar to that of control plants.

The content of endogenous NO in A4. thaliana seedlings under conditions of
wedge stasis was investigated. The results showed that microgravity causes an
increase in NO levels in root cells, which may be one of the mechanisms of plant
adaptation to stressful conditions. An increase in the nitrite content by 1.5 times in
control plants and 1.8 times in clonostatized plants on the 6th day of cultivation was
shown. The increase in the duration of cultivation led to a gradual decrease in the
endogenous NO content, which may indicate the adaptation of plants to the

conditions of clonostatization.
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Also, the effect of wedge formation on the organization of microtubules in
root cells was studied using the 4. thaliana line (GFP-MAP4). Changes in the spatial
organization of microtubules were detected, indicating their involvement in
autophagy. On the 6th day of cultivation, microtubules became disoriented in cells
of all studied root zones, indicating the effect of microgravity on the structural
organization of the plant cytoskeleton.

The ATGS protein is one of the central components involved in autophagy
and 1is involved in the formation of autophagosomes. In Arabidopsis thaliana, there
are several isotypes of ATGS8 protein that can perform different functions in
autophagy. In particular, it was found that some of the AtATGS8 genes (AtATGSD,
AtATGS8e, AtATGSf, and AtATGSi) may be more specific for the full realization of
autophagy in microgravity.

The expression profiles of a- and B-tubulin genes were analyzed during the
induction of autophagy by microgravity. In particular, an increase in the expression
levels of AtTUA2 and AtTUA3 genes on days 6-9 was found. The results of the
analysis of B-tubulin gene expression showed the involvement of AtTUB2 and
AtTUB3 genes after 6-9 days of cultivation under microgravity, as their increased
expression levels were observed.

This paper demonstrates for the first time the expression profiles of B-tubulin
genes during the development of stress-induced autophagy under conditions of
clinostatization. We also analyzed the gene expression profiles of the ATGS protein
and found that microgravity induces an increase in the expression of A. thaliana
AtATGS 1sotypes at different time intervals. The involvement of microtubules in the
realization of autophagy processes was also established.

The studies confirmed the importance of a- and B-tubulins in stress-induced
autophagy, which is the basis for further study of the mechanisms of plant response
to microgravity, including the role of ATGS protein and nitric oxide (NO), and is of

practical value to the dissertation results. The data obtained can form the basis for
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future research on plant adaptation during space flights and solving problems related
to plant cultivation in space.

Keywords: microgravity, autophagy, nitric oxide, microtubules, a-tubulin, j3-

tubulin, ATGS, gene expression.
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BCTYII

OO0rpynTyBaHHsi BUOOpPY TeMH HocailkeHHs1. OHIEI0 3 PyHIaMEHTaTbHUX
npoOsieM KOCMIYHO1 O10JIOTii € CTBOPEHHS TEXHOJIOTIi aBTOTPOHOI JaHKH s
KUTT€3a0€3MEUCHHS] KOCMOHABTIB Y TPUBAJIMX KOCMIYHUX MoOJiboTax. s mporo
HEOOX1THO BUKOPHUCTOBYBAaTH POCIHUHH, SIKI MOXYTh 3aBEPIIUTH BeCh CBIH
OHTOT'€HE3 3a OJIMH LUK B yMOBax kocMocy [3]. Ilig yac KOCMi4HOTO MOJABOTY OYyJI0
MPOBEJICHO MOCTIKEHHS, y pe3yJIbTaTi SIKOTO0 BAAJIOCh BUPOCTUTU POCIUHHU Ta
310paTH HACIHHS KUIBKOX iX BHAIB, 30Kpema Arabidopsis thaliana, Brassica rapa Ta
Triticum aestivum [2]. Hacinus A. thaliana we BIAPI3HSIIOCS Bi KOHTPOJIIO,
BHUPOIIEHOTO 3a HOPMaJbHUX YMOB, aji€ MOro aHaji3 Moka3aB 3HA4YHI 3MIiHU B
MOCTTPAHCKPUMIIIMHIA ~ perynisiii, CuHTe31 KITHHHOI CTIHKH, JUHaMIIII
MIKpPOTPYOOUOK Ta TpaHCKpUMIIii reHiB miactuf [4, S]. ToMy BUBYEHHS KIITUHHUX
MEXaHi3MiB, 3aJlyd€HUX Yy BIJIMOBIIb HA YMOBU MIKpOTpaBiTallii, € HaJA3BUYANHO
BAKJIMBUM Ta aKTyaJIbHUM 3aBJIAHHSM Y rairy3i KOCMIYHOI 010JI0Tii.

Sk HepyXOMi OpraHi3MH POCIMHM MiIaI0ThCS PI3HUM aO010TUUHHUM CTpEecam
—  TakuM, SIK Je(PIUUT NOXKUBHUX PEUOBHH, 3aCOJICHHS IPYHTY, MOCyXa Ta
eKcTpeMalibHl TemrepaTtypu. OCKUIbKY 11 CTPECH MOXYTh CYTTEBO BIUIMHYTH Ha
HOpPMaJIbHUKA picT Ta (Pi310J0TII0, POCIUHH PO3BUHYIM CKIATHUNW HAOIp
PEryJATOPHUX MEXaHI3MIB, 110 JO3BOJISIE IM aJIallTyBAaTUCS 10 HECOPUSITIMBUX YMOB
[6]. BaximBuM MexaHI3MOM BIAMNOBIAI POCIWH HA CTpec € Jerpaaaris
MONIKO/PKEHUX OLIKIB Ta opraHea d4epe3 mpouecu aytodarii s MiATPUMKHU
roMeocTasy 1 nepepoOKu MoKUBHUX peuOBUH [7-9]. AyTodarisa Moxke BiI0OyBaTUChH
0e3 BIUIMBY CTpecoBUX (DaKTOpPiB, MPOTE IIBUAKO IHIIIIOETHCA A€PILUTOM
MOKUBHUX PEYOBUH Ta PI3HUMU CTPECOBUMH UYMHHUKAMH. 32 HOPMAJIbHUX YMOB
ayTtodaris 3a0e3neuye KIITUHHUN TOMEeOoCcTa3, CTAPIHHS JTUCTSA, TIATPUMKY PO3BUTKY
Ta (QYHKI[IOHYBaHHS KOPEHEBOI MEpPUCTEMH, MPOPOCTAHHS MHIKY Ta PO3BUTOK

Hacigus [10].
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dopmyBaHHs ayTo(arocoM € BHCOKOJAMHAMIYHUM MPOIECOM, JO SKOTO
3aJIy4eHO BEJIMKY KUIbKICTh OUIKiB, 30kpema ATG (autophagy related proteins).
binpmicte ATG-011KIB € KOHCEPBAaTUBHMMM Yy POCIHMH, OCKUIBKM iX y4acThb Y
(dbopmyBaHHI ayTO(ParocoMm € KpUTUIHO BaxkauBolo [ 11]. Panime Oyno BCTaHOBIIEHO,
mo Y®-onpomMiHeHHS, TOJOAYBaHHS, OCMOTHYHUNH Ta COJBOBUU CTpecU
XapakTepHUM YMHOM BIUIMBAIOTH Ha piBHI ekcrpecii re’iB AtATGS y Arabidopsis.
Takox OyJi0 BCTAaHOBJIEHO MIABUILIEHHS PIBHA AllCTHJIIOBAHHS O-TyOYJIHY MpHU i
3a3HaYeHUX a0IOTMYHMX CTPECIB, IIO0 BKa3ye Ha (YHKUIOHAJIbHE 3aTy4YEHHS
MIKpOTpYOOUOK TMiJ 4Yac po3BUTKY aytodarii [12]. Bcranoieno, 110
MIKpPOTPYOOUKH Ta X OUIKU PETyJIIOI0Th 1Ba OCHOBHI KOMIUJIEKCH, 110 O€pyTh Y4acTh
B iximianii ayrodarii: mMTORC]1 Ta kommiiekc PI3-kina3u knacy 111 [13].
MopentoBaHHsI YMOB MIKpOrpaBiTalii € 3py4YHUM I1HCTPYMEHTOM JJIsi
BUBYEHHS BIUIMBY I[bOTO CTPECY Ha MBI OpraHi3Mu. 3HAHHSA IIOJI0 TOrO, SK
POCIMHM MOXXYTh BIIUyBaTH Ta aJanTyBaTUCS IO 3MIHH TpaBiTallli B KOCMOCI,
3QJIMIIAIOTHCS BCE 1€ 0OMexeHUMHU. OCKUIbKU BIJICYTHICTh MOCTIMHOTO BEKTOpa
CUJIM TSKIHHS Ha POCIUHHUNW OpraHi3M € CTpecoBHUM (HAKTOpOM, MOXKHA
MPUITYCTUTH, 110 MIKpOTpaBiTallisl 37aTHA 1HJIYKYBaTH PO3BUTOK aytodarii s
BIDKMBAHHS Ta ajanTallii pOCJIHH IiJl 4ac iX BUPOUIYBaHHS 3a TAKUX YMOB. Takum
YUHOM, aKTyaJIbHUM JUIIAETHCA 3’ SICYBaHHS BIUIMBY MIKpPOTpaBiTallli Ha POCIHUHH,
a TaKoX JOCHIPKEHHS poJil MIKpOTpYyOOUOK Yy peami3auli CTpec-1HIyKOBaHOI
ayTtodartii.

Meta Ta 3aBIaHHA O0CJiIKeHHsI. MeToo pobotu Oyno 3’siCyBaHHS poJi
MIKpPOTPYOOUOK y peanizaiii aytodarii, 1HIyKOBaHOI MIKpOTPaBITAIlI€l0, a TAKOXK
ocoOnuBOCTEM ekcmpecii reHiB TyOymiHy Ta Oinka aytodarii ATG8 B mporeci
(dhopmyBaHHs BIJMOB1/Il POCIUH Ha [0 IIOTO CTPECOBOTO (pakTopy.

st 1OoCSTHEHHSI MOCTaBJIEHOI METH OyJI0 HEOOX1JHO BUPIIIUTH HACTYIIHI
3aBJaHHS:
1. JlocniiuTu BIUIMB KJITHOCTaTYBaHHS Ha PICT Ta PO3BUTOK T'OJIOBHUX KOPEHIB

MPOPOCTKIB A. thaliana.
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2. OxapakTepu3yBaTd 3aKOHOMIPHOCTI PO3BUTKY ayTtodarii, 1HIyKOBaHOI
KJIIHOCTATYBaHHSM B KJIITUHaX KOPEHIB MPOPOCTKiB A.thaliana.
3. JlocnmiguTy BIUIMB €K30T€HHUX JOHOpa Ta ckaBeHmkepa NO Ha picT 1
PO3BUTOK IIPOPOCTKIB A.thaliana 3a yMOB KIIIHOCTATyBaHHS.
4. BuzHauutu BMICT eHJnoreHHoro NO Ta ¥Horo BHYTPIIIHBOTKAaHUHY
JOKaNmi3alilo y KIITUHAX KopeHsa A.thaliana y BiANoOBiAL Ha [iI0
KJIIHOCTATYBaHHS.
5. BUBYMTH BIUIMB KJIiHOCTAaTyBaHHS Ha O0COOJMBOCTI MPOCTOPOBOI OpraHizarii
MIKpPOTPYOOUOK B KJIITUHAX PI3HUX 30H TOJIOBHOTO KOpeHs A. thaliana.
6. IlpoananizyBatu 3MiHM PIBHIB €KCIpecli TeHIB 0-TyOyliHy, B-TyOymiHy Ta
oinka ATGS i yac po3BUTKY aytodarii, 1HIyKOBaHOIO KIIIHOCTATYBaHHSIM,
y A. thaliana.
7. IlpoBecTu MopiBHSUIBHUM aHami3 ekcrpecii re’iB AtATG, AtTUB ta AtTUA
JUIsL BCTAHOBJICHHSI MOKJIMBOTO 3B’SI3Ky MDK PO3BUTKOM ayTodarii Ta
3aJIy4EHHSM MIKpOTPYOOUYOK /10 BIUIMBY 1H/IYKOBaHO1 MIKpOTrpaBiTallii.
06’exm Oocniodcennsi — 3aKOHOMIPHOCTI PO3BUTKY ayTodarii Ta yyacTb
MIKpOTPYOOUOK B I[bOMY Tipolieci B pocnuHax Arabidopsis thaliana B ymoBax
MIKpOTpaBiTailii.

lIpeomem oOocnioxcenns — OCOOIMBOCTI YTBOPEHHsSI ayTodarocoM 1 3MiHH
MPOCTOPOBOI OpraHizailii MIKpOTpyOOUOK y BIANOBIAL Ha Jil0 MIKpOIpaBiTallii,
3MiHU piBHIB ekchpecii reHiB OuikiB ATGS, o- 1 b-TyOyniHy, 3allydyeHUX A0
MOYaTKOBHX €TariB po3BUTKY ayTodarii B 4. thaliana.

Metoau pocaigxenns. B poOoTi Oynu BUKOpPUCTaHI IUTOJIOTIYHI (CBITIIOBA
MIKpPOCKOIIIS, Jia3epHa CKaHylooua KOH(OKaldbHA MIKPOCKOIIIS), MOJIEKYISPHO-
oionoriyni (Buainenusa PHK, nonimepasna nanitorosa peakiis (ITJIP) B peanbHOMy
yaci, O101HQpOpMaTUYHI METOJU POOOTH 13 TEIUIOBUMH KapTaMu Ta CTATUCTHUYHI
METOJIU JOCIIIIKEHb.

HaykoBa HOBHM3HA OTPUMAHHMX pe3yJbTaTiB. Y pe3yibTaTi BUKOHAHHS

HayKoBOi poOOTH OyJ0 BCTAHOBJIEHO, IO KIIHOCTaTyBaHHS 1HAYKY€E MPOILECH
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po3BUTKY ayTodarii B KIITHHAX KOpeHs A. thaliana 3a ydacTio MIKpOTpyOOUOK.
Bnepuie npoananizoBaHno piBHiI reHiB AtATG, o-, f-TyOyJiHIB MiJ 4ac PO3BUTKY
ayTtodarii, CHpUUUHEHOIO MIKPOTPaBITAIIIE€I0 Ta BUSBIICHO CIJIbHY €KCIPECiIO T'eHIB
AtATGS 1 AtTUA, a takox reHiB AtTUA 1 AtTUB, mo MOXe ClIyryBaTu
M1JITBEPI>KEHHSIM CHUTBHOT yYacTl [IUX TeHIB 1] yac po3BUTKY ayTodarii. [lokazaHo
posib NO y BIANOBIZAI POCIMH Ha KIIHOCTaTyBaHHA 3a y4acTi JoHopa (SNP) ta
ckaBenxepa (cPTIO) NO. Busineno, mo o0pobOka HaciHHs A. thaliana noHOpOM
okcuty a30Ty SNP cTUMYyITIO€ 3M1HU POCTY KOPEHIB Ta MPU3BOAUTH JO IMiIBUIIICHHS
CTIMKOCTI POCIUH A0 KIIIHOCTaTyBaHHA. BU3HAUY€HO KOHIIEHTpAIl0 €HIOTE€HHOIO
NO Ta BHYTPIIIHBOTKAHMHHY JIOKaJII3alll0 y KIITUHAX KopeHs A.thaliana 'y
BI/IMOBIb HA YMOBU MIKpOTpaBiTAaIlli.

IIpakTHyHe 3HAYEHHS OTPUMAHMX pe3yJabTaTiB. OTpuMaHi pe3ybTaTH,
[0 MIATBEPKYIOTh (YHKIIIOHAJIBHY POJIb T'€HIB O- Ta B-TyOyiiHy y pPO3BUTKY
CTpec-1HAyKOBaHOi ayTodarii, (GOpMyIOTh OCHOBY ISl MOAAJIBIIOTO BHUBYCHHS
KJIIITUHHUX MEXaHI3MIiB 3ailyueHHs pi3HuX 130TumiB Ouika ATGS8 Ta ix B3aeMosii 3
IHIIMMHA ~ KJIITUHHUMHM ~ KOMIIOHEHTaMM y PpO3BUTKY ayrtodarii 3a yMOB
MiKkporpasiTaiii. Takok BUKOPUCTaHHS €(pEKTUBHUX JOHOPIB Ta cCKaBeHkepiB NO
J03BOJIUTh 3’sicyBaTh poib NO B omocepeikyBaHHI MAli Takoro CTpecy, SK
MIKpOTpaBiTallisi, a OTPUMaHI pe3yJbTaTH CIYTyBaTUMYTh MIATPYHTAM st
PO3pOOKM MIAXO/IB MiJBUIIEHHS ajanTalli pOCIWH MiJ 4Yac iX BHUPOIIYBaHHS B
YMOBaX KOCMIYHOTO MOJLOTY. Pe3ynbTaTu MaHOro MOCHIIKEHHS MOXYTh CTAaTH
OCHOBOIO IS TTOJIAJIBIITMX PO3POOOK 1 JOCIKEHb, 110 CIIPSIMOBaHI Ha aJanTallito
Ta CcTaljie BUPOUTYBAaHHS POCIUH Y YMOBAX, MOJIOHUX JJO KOCMIYHHUX.

3’6130k po00THM 3 HAYKOBMMH MNpOrpamMaMu, IJIAHAMH, TeMaMHU.
HucepTaliiiiny poOOTy BHKOHAHO Yy paMKax OIOJDKETHOI TEeMaTUKHU BiIAUTY
KJIITHHHOI Olonorii Ta OiotexHosorii Y «IHcTUTyT Xap4yoBoi O10TEXHOJIOrIT Ta
renoMikn HAH Yxkpaiawy: «JlocnipkeHHs BIAMIOBIA1 pOCIWH Ha Jif0 a0l10THYHUX Ta
O10TMYHUX YMHHUKIB Ha KJIITUHHOMY Ta T€HETUYHOMY PIBHSIX ISl MOKPAIICHHS 1X

aJaIlITUBHHUX BJIACTUBOCTEH A0 HCCIIPUATIINBOI'O BIIJIMBY 3MIH KJIIMaTHYHHX YMOB»
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(20172021 pp., wHomep JAP 0117U000909) Tta mpoekty «Po3pobka koHuemii
peryJidiii po3BUTKY Ta CTPECOCTIMKOCTI POCIMH Ui iX ajanTauii g0 yMOB
KOCMIYHUX TIOJbOTIB HUISIXOM 3aJly4€HHS KJIITUHHO-OI0JIOTIYHUX PECYPCIBY
HIboBOI komIuiekcHoi mnporpamu HAH VYkpaiHm 3 HaykoBUX KOCMIYHHUX
nocaimxens (2018-2022 pp., vomep JIP 01118U003742).

Oco0ucruii BHecok 3100yBaya. CnuibHO 3 HAayKOBUM KEPIBHUKOM OyIl0
o0paHO akTyajlbHy TEMYy HAyKOBOIO JOCHIIKEHHS, 3/IMCHEHO TOCTAHOBKY
OCHOBHUX 3aBJlaHb POOOTH, MPOBEJICHO IHTEPIPETALIII0O OTPUMAHUX PE3YIbTATIB Ta
MIJITOTOBJICHO HAyKOB1 CTAaTTi. ABTOpPOM OCOOHMCTO OMNpPAIlbOBAHO JITEPATYPHI
JoKepesia 3a TEMOIO JUcepTaIiiHol poOOTH, TPOBEICHO OCHOBHI €KCTIEPUMEHTAIbHI
JIOCJIIIDKEHHS, BUKJIAJICHO OCHOBHI MOJIOKEHHS Ta y3araJlbHEHHs AUCEPTaIliHOI
pobotu. HaykoBi poOotu omyOnikoBaHO Yy cHiBaBTOpcTBI 3 €menp A. L,
ILnoxoBeekoro C. I'., I'opronosoto 1. 1., batomom 4. b., biaromom P. ., Kpasens O.
A. YV HaykoBHUX mpalpix, omy0JIIKOBaHHX Yy CHIBABTOPCTBI, TUCEPTAHTY HAJICKUTH
(hakTUYHUN eKCIIEPUMEHTAIbHUIN MaTepiall 1 TROPUYUN JOPOOOK 3a TEMOIO.

Amnpobauis MmarepiaaiB nuceprauii. Pesynsratu aucepramniitnoi po6oTtu 0yino
MPECTaBICHO HA 6-My 3’13/11 YKpaiHCHKOTO TOBApUCTBA KIITUHHO1 O10Jorii (1821
yepBHa 2019 p., AApemue, Ykpaina); Mixknapoauuii cumnosiyMm «Plant Biology» (3—
7 cepnnst 2019, Can Xoce, CIIIA); XVIII MixHapoaHiii HayKoBiil KOH(depeHiii
CTYyJEHTIB Ta MoJiogux BUYeHUX «lIleBUeHKIBChKa BECHA: JOCATHEHHS O10JIOTTYHOL
Haykn» (2 TpaBHa 2020 p., KuiB, VYkpaina); IX BceykpaiHCbkili HayKOBO-
MPaKTUYHINA OHJAWH-KOH(EpEeHIli CTYyAEHTIB, acHIpaHTIB Ta MOJIOJUX BUYECHHUX
«biorexnomnoris: 3BepuieHHs Ta HaAi» (20-21 tpaBus 2021 p., KuiB, Ykpaina);
MixHapoaHId HAayKOBO-MpakTU4HIM KoH(pepeHiii «CTpec 1 amanTtailisi poOCIUH»
(2526 motoro 2021 p., XapkiB, Ykpaina); 44-it ['enepanbHiii HaykoBiit AcamOnei
COSPAR (16-24 numus 2022 p., Adinu, ['pemis); MiKHapoaHIA HayKOBIH
IHTepHET-KOHpepeHITii «Cenexiis, FCHETHKA Ta 010TEeXHOJIOT1s

CUIbCHKOTOCIIOJAPCHKUX POCIWH: JOCSITHEHHS, 1HHOBALlll Ta MepCrnekTuBu» (26
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xo0BTHA 2022 p., Oneca, Ykpaina), [V-it Kondepeniii monoaux yuenux «bionoris
pociuH Ta 6iotexHomoris» (1618 tpaBusa 2024 p. Kuis, Ykpaina).

3a pe3ynbTaTaMu JucepTaliitHoi po6oTu 0yJo omyOikoBaHo 12 mpalib, 3 HUX
4 crarti (TpU 3 HUX — B XypHajuaX, [0 HaJEeXaThb 10 HAyKOMETPUYHHUX 0a3
Scopus/Web of Science, 30kpema y Buganui Q1) ta 8 Te3 nonosiaeit B npoiuibHUX
KypHaJlax Ta 301pHUKax MaTepiaiiB MIKHAPOJAHUX Ta BITYU3HIHUX KOH(PEPEHITIH.

Crpykrypa Ta o0car aucepramii. Jlucepramiiina poOoTa CKIIanaeTbcs 3
aHoTaIlli, BCTYIly, CEMH PO3JIUIIB, y3araJbHEHHS PE3yJIbTaTiB, BUCHOBKIB, CIIUCKY
BUKOPUCTAaHUX JiKepen, Jnoaatky. PobOora wmictuth 27 PHUCYHKIB, CIHUCOK
BUKOPUCTAHUX JDKEpEN, SKUM CKiIagaeTees 3 236 mocwianb, Ta | 10JaTOK.

3aranpHuii o0csr pykonucy 148 cTopiHOK.

kokock

ABTOp BHCJIOBJIIOE BJISIYHICTh HAYKOBOMY KEPIBHUKY JOKTOPY O10J0TTYHHUX
HayK, podecopy, wieHy-kopecnonaenty HAH Vkpainu Anni EMELD 3a Haykose
KEpIBHUIITBO Ta KOHCYJIbTaIlli; cmiBpoOiTHUKAM Jlep:kaBHOI ycTaHOBU «IHCTUTYT
Xap4uoBoi O10TeXHOJOTil Ta TreHoMmiku HaiioHanbHOI akazemii Hayk YKpaiHuy,
30kpema, K.6.H. IIJIOXOBCBHKIM CgiTnani 3a MiATPHUMKY Ta JONOMOTY Y

MPOBEJICHHI €KCIIEPUMEHTIB.
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PO3JLT 1

®I310JIOT'TYHA POJIb AYTO®AI'Il Y POCJIMH

Aytodaria (B mepeknaal 3 rpell. «CaMOIOiJaHHI») — 1€ CBOJIOIINHUN Ta
KOHCEpBaTUBHUI TMpolec Jerpafaiii Ta mnepepoOKH TMOIIKOJKEHUX OpraHed,
€JIEMEHTIB IUTOIUIa3MH, JACHATypOBaHUX 4YM arperoBanux OunkiB [14, 15]. V¥V
CCaBIIiB, KpIM roJI0/lyBaHHs, ayTodaris TakoX 1HAYKYEThCS Yy BIAMNOBIIb HA Pi3HI
CTUMYJIH, BKJIIOYAIOUX TOPMOHU Ta MOIIKOJ/KEHHS KIITHUHU, a TUCPYHKIIISI I[HOTO
MPOIIECy MOB’A3aHa 3 HU3KOIO PI3HUX FEHETUYHUX 3aXBOpioBaHb [16]. B opranizmi
pociuHu ayTtodaris HeoOXiJHa MpU MPOPOCTAHHI HACIHHS, YTBOPEHHI CYJUH Ta
aepenximu. Kpim Toro, aytodaris 3aimydeHa 0 MPOIECIB CTAPIHHS, OPTaHOT€HE3Y,
Olorene3y pociauHHHUX Bakyousie touio [17, 18]. IctoTHy ponb aytodaris Takox
Bilirpae y BIJANOBII POCIMHHUX KIITHH Ha CTpecoBl (akTopu OIOTHYHOI Ta
abiotuunHoi npupoau [12, 17, 19-22]. Ilicns akTuBaiii ayTodarii yTBOPIOETHCS Ta
pO3LIUPIOEThCST MeMOpaHHa CTPyKTypa, BimoMma sK (arodop, sika 3roaom
3aMUKAEThCS Ta YTBOPIOE TMOABIMHY MEMOpaHHY BE3MKYJY, IO HA3UBAETHCSA
aytodarocomoro. YTBOpeHa aytodarocoma MICTUTh ayTodariuhe TiIO, SIKE
JIOCTaBISETHCS Y Bakyosto (POCIMHU Ta APDLKIXKI) abo yi3ocoMy (TBapUHM).
30BHIIIHA MEMOpaHa 3JIUBAETHCS 3 BAKyOJISIPHOIO/T130COMAIBHOIO MEMOPaHOIO, a ii
BMICT BUBLIBHSETHCS Y BAKYOJIIO YU J130COMY, JI€ PO3UIEIUIIOETHCS T1ApOIa3aMu Ta
npoTeaszaMu 10 aMIHOKHUCJIOT Ta XUPHUX KUCIOT [23-26]. Ilpoayktu posmamxy
TPAHCIIOPTYIOTHCS Ha3aJ y IUTOIUIa3MYy JiJisi IOBTOPHOT'O BUKOPUCTAHHS KIITHHOIO
JUIsL CUHTE3y OlKa Ta MOCTaYaHHS €HEprii MiJ Yac BIUIMBY PI3HUX CTPECOBHUX
YuHHUKIB [15, 21].

VY pociuH onucaHo Tpu TUNH ayTodarii: MiKpo-, MaKpo- Ta MeraayTodaris.

Mikpoaymoghacisi BInOyBaeTbCsl IUISXOM 1HBAriHailii TOHOIUIACTY JUIS
3aXOIJICHHS IIUTOIIa3MaTUYHOTO MaTepiaily, CKym4eHOTO Ha MOBEPXHI BaKyoJIi,

JUIsl CTBOPEHHS ayTo(ariyHux TuIelb y Bakyoui. byno nmoka3aHo, 110 MOIIKOJKEH1
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MeMOpaHH XJIOPOILJIACTIB TMOTJIMHAIOTHCS BaKyoJel, 110 Harajaye Mpolec
MikpoayTodarii [27], ame Ha CbOrojHi ICHye Mano iHdopMmalii 00 PO3BUTKY
bOTO MPOLIECY Y POCITHUH.

Meeaaymochacis BKIIOUa€ MACOBY JeTpafallilio KIITHHU Ha 3aBEpIIAJIbHIN
¢da31 3anporpamMoBaHoi KJIITHHHOI 3arubOemi. Iligm wac 1uporo mporuecy
nepmeadiaizaiiss abo po3pUB TOHOILIACTY MPHU3BOAUTH IO BUBUIBHEHHS BEIHUKOI
KUIBKOCTI T1Ipoja3 y UUTOIIa3My, IO MOBHICTIO PYWHY€E IIUTOIUIa3My Ta HaBITh
KJIITUHHI CTIHKH, 110 3PEIITO0 MPU3BOAUTH 0 3arudeni KiiTuHu [28].

Maxkpoaymodgpacia € Haiikpanie OXapaKTEpU30BaHUM THUIIOM ayTodarii y
POCJIMH Ta IHIIUX OpraHi3MiB, TOMY ii YaCTO Ha3UBAIOTh NPOCTO ayTodariero. [lanuii
npoiec nepeadadae (GOpMyBaHHS BE3UKYJIM Yy IUTOIUIa3Mi uepe3 EKCIaHCIIo
130J1bOBAaHUX MeMOpaH, 1110 3aMUKAIOThCSI ¥ YTBOPIOIOTH ayT0o(harocomy, 30BHIIIHS
MeMOpaHa SIKO1 3r0I0M 3JIMBA€THCS 3 TOHOIIACTOM 1 BUBUIbHSIE ayTo(dariuue Tiio y

BaKyOJIIO JIJIs aerpajarii [8, 22].

1.1. MexaHni3M po3BUTKY ayTodarii y pocJiuH

3araiibHa MOJIeNb PO3BUTKY ayTodarii y pocivH noka3zaHa Ha puc. 1.1 1
BKJIIOYae B ceOe OCHOBHI €Tamu: 1Himiamiio ayrodarii; GopMmyBanHs ¢arodopy;
3aKkpuTTa (parodopy; yTBOpeHHs aytodarocamu; 3IUTTS ayTodarocoMu i3
Bakyouiewo. s popmyBanusa aytodarocom HeoOxiaHi ATG Ounku. B A. thalaiana
inentudikoano 47 6uikiB ATG [29]. binburicte ATG O1IKiIB € KOHCEPBATUBHUMU
y POCIMH 1 MOXYTh OyTH mojauieHl Ha 5 cyOkomiuiekciB: komruieke ATGI;
komruieke ¢ocdoinozutua-3-kinazu kimacy Il (PI3K); kommiexke ATGY9 ta nBa

yOikBiTUHONOA10H1 KOH toraTu (ATG5-ATG12 ta ATGS) [15].
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JlucdyHkuioHansHa oprasena

.\K&HCHQQ‘

2 ®darodop AyTtodarocoma Baxkyous

ATG1/ATG13 Complex aplap . ATGS complex ATG8 o ATGS-PE % ATGY ‘ SH3P2

Inimiauis ‘ ®dopmysanHs (arodopy ‘ 3akputTa (parodopy ’ 3AUTTA i3 BAaKyOICHO

Puc. 1.1. Monens po3BUTKy ayTodarii y pocius [29]

Takox BiJIoMO, 10 €HAOMEMOpaHHAa CUCTeMa Oepe yyacTb y Mpolecax
peMojentoBaHHs MeMmOpaHn B xoxal OioreHesy ayrtodarocom [29-32]. Ilpouec
Olorene3y ayToarocOMu MOKHA PO3JLIUTH HA YOTUPU OCHOBHI €Talu: 1HILiaIlis
MeMOpaHHOro Miiika y (opmi ydami (parodop/izonsiiiina MemMOpaHa); eKcriaHcis
(po3mmpenns (arodopy); mo3piBaHHs (3aKpUTTSI ayToParocomM) Ta Jerpaaarlis

(3muTTA ayTodarocomu 3 Bakyosero/nizocomoro) [15].
1.1.1. ®opmyBanus parodopy

®darodop — TUMOBa CTPYKTYypa, IO YTBOPIOETHCS HA €HAOILIa3MAaTUYHOMY
PETUKYJIIOMI M Mae BIAKPUTY damononaiOHy ¢opmy 3 aBoma MeMOpaHamu Ta
3aKpy4YeHUMU Kpasmu. Y TBOpeHHs darodopa BKIIOYAE HACTYIIHI €TAMK: PEKPYTUHT
komrmuiekciB ATG1 Tta PI3K no omeracomm, mo Bene a0 yTBopeHHs PI3P;
npuenHanHa  komruiekcy  ATGI12-ATGS-ATG16; 3B’sa3yBanns  ATG8 3
dbocharuanneranonaMinom Ha 3apojkoBoMy (darodopi; Bia eaHanHs ¢parodopy Bij
EP. JTami ¢darodop nogoBxKyeThes, 1100 30UIBIIUTH PO3MIp CBOET MEMOpaHu s
MOJANBIIOT0 3aXOIUICHHS BaHTaXy, 1 116 TakoXX BUMarae poOOTH MEBHOI Ipymu
oinkiB. Jlo mpukianxy, CTpyKTypHHI aHani3 nmokas3as, 1o ATG9 Moxe yTBoproBaTu

TpUMEp, 110 CBIAUUTH Mpo 3AaTHICT ATGY pekpyTyBaT JOAATKOBI BE3UKYIH Mij
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yac 3apokeHHs ¢arodopa [33, 34]. byno nokaszano, mo y apixmkiB ATGS8 Oepe
y4acTh B MPOIECI 3IUTTI Bakyosb [35].

VY MyTaHTHMX 3a reHamu atg2, atg9 ta atgl8 mHiil pocnuH A. thaliana
BUsIBIIEHO JiehekTu y hopMyBaHHI ayTodarocom Ta (PEHOTUN PAHHBOTO CTAPIHHS —
ne Bkazye Ha Te, mo ATG2-ATGI8-ATGY9 Takox Moxe OpaTu ydacTb B
noAoBxkeHH1 aytodarocom [36]. 3okpema, Oyno MOKa3aHO 30UIBIIECHHS PIBHS
miniioBa”Horo ta HeminigoBaHoro ATGS8 y Bcix MyTaHTiB atg2, atg9 1 atgl§, mo
CBLIUUTHh Tpo 301 y dopmyBaHHI ayTodarocoMm. Y MyTtaHta A. thaliana atg?
BUSIBJICHO YMCJICHHI KPUXITHI ayTo(arocoMud B LMUTO30J1, a iXHS JOCTaBKa y
BaKyoJIt0 OyJia 3a0okoBaHa [36]. Takox BUSBIEHO, IO Y MyTaHTa 3a T€HOM atgl3
He (OopMyIOTbCS ayToarocoMu, IO JOBOJUTH BAXJIUBICTh KOMILJIEKCY
ATGI1/ATG13 B inimiamii popmyBaHHs cailTy yTBopeHHs (harodopy y pocaun [37].
Kputnuaum miist popmyBanus (arodopy Takox € HasBHICTh PI3P, ockinbku
o0poOka pocnuH iHrioiTopiB PI3K noBHicTIO 010Kye (opMmyBaHHS ayToparocom
[38]. Ho mnpuknany, mnanuil gaedekT y MyTaHTa APLKIKIB atg6/vps3( MoxxHA
BIJHOBUTH IIUIAXOM eKcIpecii ioro romonora A. thaliana ATG6 [39].

ATGY — ue equnuii pancmemOpannuii 0ok ATG, 110 € KOHCEpPBATUBHUM Y
BCiX eykapioTiB. BiH mae miictb TpaHcMeMOpaHHUX JIOMEHIB, a oro N- ta C-KiHIll
€KCIIOHOBaHI B LNUTO30Jb. BBaxaerbcs, mo ATGY9 BUKOHye KIIOUOBY poOJib B
JIOCTaBI JIMIAIB Ta IHIIUX PEryasaTopiB 10 meMOpanu (arodopy. IloxomxeHus
ATG9-Be3ukyn, Bce 1IE € CyNnepeusuBUM, Ipote cuctema ["onbki-ennocoma Oyna
3alpoINOHOBAaHA K KIIOYOBUM HUISX Juisi oTpuMaHHs Be3ukyn ATGY y kimituHax
JP1KJIKIB, CCaBIlIB Ta pocyuH [15].

[Tokazano, mo nediuutr ATGY y A. thaliana npu3zBoauUTH 110 PI3KOTO
HAKOMWYEHHS  MOB’SI3aHMX 3  ayrodarocoMamMu  TpyOudacTUX  CTPYKTYp
0e3mocepeIHbO Ha MEMOpPAH1 €HJ0IIa3MaTUYHOIO PETUKYIIYyMY. AHaNI3 TUHAMIKA
JEMOHCTPYE THMYacOBy MEMOpaHHY  acomiaiio MDK  BE3UKyJdaMH 1
ayToarocOMHOI0 MeMOpaHowo Mmia 4ac po3BUTKY ayTtodarii [40]. YV A. thaliana

ATGY He € 000B’s13k0BUM I GOpMYBaHHS MpeayTo(paroCoOMHOI CTPYKTYpH, LIO
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CBIIYUTH MPO aJIbTEpPHATUBHI a00 noaaTkoBi GyHKIT ATGY9 B pocnuHax NOpiBHIHO
3 IHIIMMU Opra”izMamMu. TUM HE MEHII, HOKaAyTOBaHUN MYTaHT atg9 JEMOHCTpYE
HasIBHICTh BEJIUKUX CTPYKTYP aHOMAJIbHO1 ()OpPMU Ta 3HMXKEHUM TemI ayTodarii, 1o

BKasye Ha HeoOxiaHicTh ATGY nnsa popmyBanHs moBHOLIHHUX ayTodarocom [41].

1.1.2. Excnancis ta 3akpurrs parodopy

Big’ennanns darodopy Biji €HAOMIA3MATUYHOTO PETUKYIIIOMY 1 MOJAJIbIIE
J03p1BaHHS 3/IIMCHIOETHCS 32 JIOMOMOTOI0 JIBOX YOIKBITUHOIMOAIOHUX KOMILIEKCIB.
I'enu, 110 BiAMOBIAAIOTH 32 1IeH MPOIEC, € KOHCEPBATUBHUMM i1 MalOTh TOMOJIOTIB Yy
€yKapioT, BKJIIOYAO4YM pocivHU. Jlimigalis cxoxa Ha KOH Ioraumiro YOIKBITUHY 3
Moro uinmpoBuMH Ounkamu. [y uporo motpiOHi: El-noniOuwmit 6umox ATG7, E2-
nmon10mu1 outku ATG3 ta ATG10, a Takox E3-momionuit kommieke ATG12-ATGS5-
ATG16, sxuii BU3HA4Yae Miciie Jimaarii [34].

Hpyruil koMmIuiekc ckiagaeTscs 3 yOikBiTUHONOAIOHOTO Olnka ATGS 1
dbocharuauneranonaminy (PE). Jlimipamis ATG8 € mnocTTpaHChsiiiHOO
Moaudikaiieo, HeoOxinHow s aytodarii. Ilepen mimimamiero ATG8 3a3nae
MPOIIECUHTY, MIPU IKOMY TEPMIHAJILHUI XBICT BIpi3aeThcs mpoTeinkiHazoo ATG4,
10 POOUTH TIIUH JOCTYnHUM s 3B’ si3yBaHHs 3 PE. Jlami ATG8 ¢yHKiionye sk
yoOikBiTUHONIONI0HUN Ounok, a ATG7 1 ATG3 nmitote sik El- ta E2-nmoniOni
dbepmentn, Tpancnopryoun ATGS8 o PE.

Kommnekc ATGS8-PE moxe po3ramoByBaTHcs SK Yy 30BHIIIHIN, Tak 1y
BHYTpIIIHIA ayTodarocomanbHiii wmemOpaHni, mo pooutb ATGS 3pyyHum
MOJIEKYJISIPHUM MapKepoM JJisl MOHITOpUHTY ayTodarii [42]. BctaHoBieHo, 110 atg-
MyTaHTH, K1 He 3Morau copmyBatu parodop, Bce me manu ATG8-PE komruiekc.
Ile cBigunth npo Te, mo ATGE Moxke OyTH MiagaHUK IMpoliecaM Jimigaiii 1 3a
B1JICYTHOCTI 4amonoaioHoi npeayrodarocomuoi MemOpanu [43].

Panime Oyyo 3ampornoHOBaHO MOJENb MEMOpPAaHHOTO Kapkacy (membrane

scaf-fold model), 3rigno sxoi B3aemosist ATG8-PE 3 kommiekcom ATG12-ATGS-
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ATG16 BinOyBaerbcst uepe3 B3aemoairo ATGS-ATG12, mo npu3zBoauTh A0
dbopMyBaHHS BUTHHIB Ha MeMOpaHi, sIKI € HEOOXITHUMH Uil (QopMyBaHHS
aytodarocom [44]. Kommiekc ATGS5-ATG12-ATG16 Ta uyacTHa KOMILJIEKCIB
ATGS8-PE na 30BHImIHIA MeMOpaHi 37aTHI 3amo0iraTd MepeayacHOMY CHUHTE3Y
dharodopa [45].

[Iponiec 3amukanHs ¢arodopa B aytodarocomy 3abesneuye 3IUTTS
30BHIIIHBOI MEMOpaHU TaKUM YHWHOM, II0 BHYTPIIIHS MeMOpaHa 3ajJulIaeThCs
BIJ/IIJICHOIO BiJl 30BHINIHBO1, 110 € TOMOJIOTIYHO 1ICHTUYHUM IIpoIecy moaury [46].
Ha xmituHax apixmkiB mokaszaHo, 1o komiiekc ATG8-PE cam cripusie 3akpuTTIO
MeMmOpaH. Y ccaBIiB MOJIOHY poyib BUKOHYe poauHa OiunkiB LC3/GABARAP
(romonor ATGS8 y pociun). byno BctanoBneno, mo ATGS8 He € 000B’SI3KOBUM 17151
dbopmyBaHHs ayTodarocoM Ta CEJIEKTHUBHOTO MOTJMHAHHS MITOXOHIpiHM, ane €
HEOOX1THUM JUIsl 3TUTTA ayTodarocom 3 Jgizocomamu [47].

VY ¢inanbHOMY mpolreci po3BUTKY ayTodarocoMm 3alyydyaeThbCsi KOMILIEKC
ESCRT (Endosomal Sorting Complex Required for Transport), sikuii HeoOXiqHUN
JUTS yIIUTbHEHHST MeMOpaHu nipu 3akpuTTi parodopy. binku ESCRT takox 6epyThb
y4acThb Y 3BOPOTHOMY Tpolieci (po3uierieHHss MeMOpaHu), 10 B110YBA€THCS MiJ1 4ac
PI3HUX TOJIIM peMoAeTIOBaHHS MeMOpanu [48].

ATGS8 ta ESCRT-koOMIUIEKC € MOTEHIIMHUMU KaHIUJAaTaMU B PEryJIIOBaHH1
3akputta aytodparocom. ATGS8-PE copuse remidysii, mo 3abe3neuye
NpuB’sa3yBaHHs JimigHoi MeMOpanu a6o iHmoi ATGS8-PE nns  3akputts
ayTo(arocoMu siK y IpixKIxiB, Tak 1y ccaBiiB. Cyoonunuiii ESCRT Takox MOXyTh
Opaty y4yacTb y OCTaTOYHOMY TIpoOIeCl MOAULTY Uil 3aMHUKaHHsS/(PopMyBaHHS
aytodarocomu [49]. Ha kimiTHaX ccaBIiB 1 JpiXKIKIB MOKa3aHO, 1[0 HE3aKPHUTI
(darodopu HakonuuyroThcs B myTanTax ESCRT-III, 10 BKa3ye Ha KIOYOBY POJIb
kommuiekcy ESCRT y 3akputti darodopis [46]. Takox Oyno mokazaHo, IO
MyTaHTU A. thaliana chmpl (charged multivesicular body protein 1) manu

ayTo(arocoMu 13 3aTPUMKOIO Yy 3aKpUTTI Ta AaHOMAJIbLHUM MO TIACTU, III0 BKa3ye
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Ha (yHkioHaneHy poiab CHMPI1 y 3akputrti ayrodarocomu st CEKBECTPYBaHHS

IUTACTUIHOTO BaHTaxy y pociud [50].

1.1.3. 3auTTa ayrodparocomu i3 BakyoJjiero

[lin vac 37auTTs ABOMEeMOpaHHOi ayTodarocoMu 13 OJHOMEMOPaHHOIO
BAKYyOJICIO/T130COMOI0  BiJIOYBA€THCS  MOJIOBXKEHHS  30BHIIIHBOI ~ MeMOpaHU
(darocomu 3 MeMOpaHOIO BakyoJii 13 HACTYIIHMM BHUJAJICHHSM BHYTPIIIHBOI
MeMmOpanu. MexaHi3Mu 3B’si3yBaHHA MeMOpaHH BKJIOuYaioTh KoMiuiekcu SNARE
(soluble N-ethylmaleimide-sensitive factor attachment receptor) ta HOPS
(homotypic fusion and vacuole protein sorting), sixi Oyiu 100pe oXxapakTepu30BaHi
K TTOCEPEAHUKH 3TUTTA MK BaKyOJ€I0/I1130COMOIO Ta 1HIIMMU Be3uKylamu [S1].
Kommeke 611kiB SNARE moske 3MiHIOBaTH CBOIO KOH(OpMAIIito, 100 CKOPOTUTH
BiJICTAaHb ~ MK  JIBOMa  KOMMOApTMEHTaMH  Ta  TMOJIETIIUTH  3JUTTA
BHYTPIIIHbOKIITUHHUX  TPAHCIOPTHUX  BE3UKYJT 3  MEMOpPaHOIO-MIilIEHHIO.
Buninarors asa tunm 611kiB SNARE (Q-SNARE ta R-SNARE), sxi nokanizoBani
Ha MeMOpaHi akuenTopa Ta MeMOpaHi JIOHOpa, fAKI 30UpalThCs Y
yorupucnipanbHuit komriekc SNARE Ta pekpyrtytors kommiekc HOPS [51-55].
MMoBipHO, o KoopauHais Mix kommiekcom HOPS i kommiekcom SNARE Takox

JIl€ B pOCIMHHUX KIITUHAX JJIS 37UTTS 3 MEMOPaHOIO0 BaKyOJTi.

1.2. MoJsiekysipHi MexaHi3Mu peryJsinii ayrogarii

VY pocnun ayTtodaris Bilirpae BaXXJIMBY POJib y PI3HUX PEAKIISIX Ha CTpec,
3aXMCT1 BIJl MATOTEHIB 1 MpOllecax PO3BUTKY, TAKUX SK MPOPOCTAHHS HACIHHS,
J03pIBaHHSl TWIKY Ta CTapiHHSA JUCTS [56]. OaHak peryisiTOpHi MEXaHi3MHU
ayTodarii y poCJiIfH 3JIMIIAI0THCSI HEJOCTATHHO BUBYEHUMU. OCTaHH1 JOCTIIKEHHS

BUSIBUIIM KUIbKa PEryJaTopiB ayTodarii pOCIWH, Kl 3MIHIOIOTh AaKTHUBHICTH
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aytodarii Ha TPaHCKPUMIIHHOMY, MOCTTPAHCKPUTIIHHOMY Ta

MOCTTPAHCISALIAHOMY PIBHSX.

1.2.1. TpanckpunuiifHa peryJisiist

Perynsisa TpaHCKpUIIIi Ma€e Ba)KJIMBE 3HAYEHHS JJIs1 €KCIIpECli TeHIB atg y
BI/IMOBIJb Ha CTPecOBl (PaKTOPH HABKOJMIIHBLOTO cepenoBuina. HemonaBuo Oyio
BUSIBJICHO KIJIbKa PEryJIATOPIB TPAHCKPUMIli, SKi O€3MOCepeHbO PETYIIOITh
aKTUBHICTh T€HIB atg. 30kpema, Oinok temnoBoro mmoky (HsfAla), ¢akropu
tpanckpuniii poguaun WRKY 1 Tpanckpumniiiiiai ¢aktopu y O6pacuHOCTEPOIAHOMY
nusixy (BZR1) ta etunenoBomy nuisixy (ERFS) [57].

binku mennosoco woxy. ®akropu Tpanckpumiii teroBoro moky (Hsfs)
PEryJIIoI0Th EKCIPECIIo TEeHIB, 1110 pearyioTh Ha ctpec. Pocinunni Hsf monusioTecs
Ha Tpu Kateropii (HsfA, B 1 C). B po6oti Wang Ta in. (2015) 6yno nokasaHo, 1o
MiJl yac mocyxu y TomaTiB iHAYKyeThcsi HsfAla, sikuii 3B’ 43y€ThCs 3 elleMeHTaMu
temtoBoro moky B mpomotopi ATG10 1 ATG18f. Hanexcnpecis HsfAla 36iibm1ye
KUIbKICTh ayTo(arocoM 1 piBHiI TpanckpuntTiB ATG10 1 ATGI8f, a iX KIIbKICTh
3MeHIyeThes mia yac nocyxu uepe3 HsfAla. Takum unnom, HsfAla mo3utuBHO
peryiioe aytodarito Ta miJBUIILY€E CTINKICTh TOMATIB J0 Mocyxu [58].

Daxmopu mpanckpunyii poournu WRKY Monymaoi0Th 0arato (pizioloriayHux
MPOIIECIB POCINH, TaKUX SK PICT, PO3BUTOK 1 peakilis Ha abloTHYHI Ta O10TUYHI
ctpecu. BusiBneno, mo WRKY33 peryntoe aytodarito pociauH, CIpUUYHUHEHY
MaToreHaMu Ta TEIJIOBUM cTpecoM. Y Arabidopsis wmytamis B WRKY33
MPU3BOANUTH J10 3HWKEHHS peryisiiii ekcrpecii ATG18a, BaxxnuBoro gakropa ais
dbopmyBanns ayrodarocoM. Kpim Toro, WRKY 33 B3aemonie 3 ATG18a B siapi, 110
BKa3zye Ha Te, mo ATG18a Mmoke caMoperyItoBaTH CBOIO BIIACHY €KCIIPECIIO, TII0UH
ak kodaktop 3 WRKY33 [59]. i pesynbratu cBimuath npo te, mo WRKY33
BiJIirpa€e BUPILIATIBHY POJIb y MO3UTUBHIN perysiii ayrodarii, o Oyia BUKJIMKaHA

€0 TTATOTEHIB.
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bpacunocmepoiou. Taxox BctanosieHo, o BZR1 (brassinazole resistant 1)
— OKUTTEBO BAXJIMBUM TPAHCKPUNUIMHUN (¢dakTop y Tmeperadyl CuUrHaity
OpacuHOCTEPOiIB, AKUW TaKOX BIAIrpae MO3UTHUBHY POJIb Y PO3BUTKY ayTodartii.
O6poOka OpacuHONIZIOM MIABUILYE PIBHI €KCIpecii TeHIB afg 1 BUKIHKAE
HaJiekcpecito reHa BZR1. BeranoBneno, mo BZR1 6e3nocepennbo 3B’ SA3ye€ThCA 3
npomotopamu ATG2 1 ATG6 [60]. L1 pe3ynbTaTh NOKa3yIOTh, 1110 OMOCEPEIKOBAHA
BZR1 nepenaua curnaniB OpacMHOCTEpOiJIB MO3UTUBHO pEryitoe ayrodaritoo. 3
iHmoro 6oky, BZR1 BubipkoBo nerpaaye nuisixom aytodarii [61]. 11 pe3ynabTaTu
CBIIYaTh MPO TE, L0 € PEeryJsiiis 3BOPOTHOTO 3B’si3Ky MiK BZRI-3anexHoro
nepeayero CUrHalliB Ta pO3BUTKOM ayTodarii.

Emunen. ¥V tTomariB ronon ta nocyxa iHaykyiotb ERFS (ethylene response
factor 5) 3a paxynok mnomnepennuka etuieHy ACC (1-aminocyclopropane-1-
carboxylic acid), mo npuzBoaMIO 10 MOCWIEHHA ekcrpecii atg8i [62]. Takox
BusisneHo, mo ERF5 Oe3nocepennbo 3B’s3yeThess 3 mpomotopamu ATG8d 1
ATG18h 1 akTUBYE eKcIpecito TeHiB Il PO3BUTKY ayTo(arii, sika € BayKIJIUBOO JJIsI

OTIOCEPEIKOBAHOI €TUIICHOM CTIHKOCTI 10 TTOCyXH [63].

1.2.2. ITocrTpancKkpunuiiHa peryJsiuis

AyTodaris MoXKe PeryiaroBaTHUCS Ha MOCTTPAHCKPUIILIMHOMY pIBHI yepes
MikpoPHK, 30kpema y tBapun [64]. Oqnak perynsiis ayrodarii, onocepeikoBaHa
MikpoPHK, He BusiBneHa B pociuHax. byno moka3aHo, 1mo ()EHOMEH «CTpECy»
engomazMaruaHoro petukyiymy (EP-ctpec) inagykye aytodarito [65]. EP-ctpec
BiIOyBAa€ThCS 3a YMOB, KOJM TOPYILIYETHCA MPOTEOCTa3 13 HAKOMHYECHHSIM
HEMPaBWIHHO 3rOPHYTHUX 1 POTOPHYTUX OUIKIB. Y POCIMH 1HAYKIIiSA ayTodarii npu
TaKUX CTPECOBHMX yMOBaxX BIJOYyBalOThCA uUepe3 HUIAx, 1o 3anexuTh Bia IREI
(Inositol-Requiring Enzyme 1). IRE1IB € mnonaBiiiHOIO MNpOTEIHKIHA3010 Ta
pubonykieaszor. Beranosieno, mo IRE1B pyiinye PHK, mo konyrots Ou1ku, siki

MEePEeNIKOKAITh IHAYKIT ayTodarii yepe3 EP-ctpec y 4. thaliana [66]. Takox 3a
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JIOTIOMOTOI0 TPAHCKPUNTOMHOTO aHami3y 11eHTU(IKOBAHO ABAHAUATH LLIbOBUX
reHiB RIDD (regulated IRE1-dependent RNA degradation). ¥ A. thaliana RIDD B
ocHOBHOMY aTakytoTb MPHK, 1110 K0y10Th cekpeToBaHi O1IKH, SIKI TPAHCIIOIOTHCS
pubocomamu Ha EP. Ilokazano, mo IRElb crtumymnioe ayrodariro uuisixom

nerpanaiii MPHK kinbkox HeraTuBHUX perynstopiB aytodarii uepe3 RIDD [66].

1.2.3. IlocTrTpanciasiuiiiHa peryJasuis

[TocTTpancnsuiitai Mogudikamii BaXKJIUB1 JJISI PETysili aKTUBHOCTI OlIKa
HUISIXOM HOoro XiMiuHOi mMoaudikamii 3 (QyHKIIOHAIBHUMHU TpylnamMu, TaKUMHU SIK
dbochar, wmetmnpHi rpynu Ta auerar [57]. PerymoBanns aytodarii Ha
MOCTTPAHCISIMHOMY pIBHI € HE3aMIHHUM JJisi TOTO, 100 POCIMHU MOTJIHU
ajanTyBaTUCS [0 pI3HUX BUAIB cTpecy. OCHOBHUMH MOCTTPaHCISLIMHUMU
Moau(iKalisiMy, SKI PEryliol0Th aKTUBHICTh Ta TPUBAIICTh ayTtodarii, €
dbochopunoBannsd,  yOIKBITYBaHHS,  Jjinijgauis,  S-cynbdrigparaiis,  S-
HITPO3WJIIOBAHHS Ta alleTUITIOBAHHS.

Docgopunosanns. DochopwnroBaHHS OUIKIB €  HAWUMOMIMPEHIIIO
MOCTTpaHCsAUIiHOI Moaudikamiero B eykapior. docdopuiitoBaHHS PETyIIO€
aKTUBHICTH ayTodarii yepe3 KoH(popMailiitHi 3MiHu B cTpyKTypi OunkiB ATG, 1o
CIIpUYMHSE aKTHUBAIlII0 a00 J1e3aKTHBAllll0 OiIKa, TUM CaMHUM PETYJIIOIYH HOro
byHKI0. Y IpikKIKIB 1 CCaBIIB IHAYKIIS ayTodarii mpu rojiolyBaHHi abo 1HIIOMY
ctpeci 3abesneuyetbcs TOR (target of rapamycin), sika QyHKIIOHYE S§K
npoteinkiHaza Ser/Thr 1 € HeraTUBHUM peryisiTopoM ayTtodarii B 0OaraTbox
opranidmax [67]. Kommiekc TOR cknamaerscsi 3 TOR, RAPTOR (pexpyrtye
cyoctparu) Ta LST8 (cTabinizarop kommiiekcy) [68—70]. Byno BcraHoBieHo, 110 3a
yMOB rosoayBaHHs Ouikn TOR  craroTh HEaKTUBHUMH, W10 BeAE€ [0
nepochopuntoBanas ATG13, saxuit 3B’sa3yetbesa 13 ATG1 Ta mpu3BOIUTHE 10

1HiiaIi nporecis ayrodarii [67, 71].
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Yoixeimyeanns. 3aranom, yOIKBITYBaHHS € PI3HOBUIOM MOCTTPAHCIISIIIIAHOI
Moaudikaiii OUIKIB JJIs MOro MOAANBIIOr0 PO3Mi3HABAHHS MPOTEacoMOoI0 26S 1
nerpanaiii [72]. ITig yac aytodarii yOikBITYBaHHS CHJIBHO BILUTUBA€E HA CTAOUIBHICTD
1 QyHKI1I0 KUIBKOX OCHOBHUX KOMIOHEHTIB ATG 0inkiB [73]. Hanpukian, TRAF6
(TNF receptor-associated factor 6) cnpusie ayrodarii nuisixom yoiksiTyBanus ULK1
B KkiiTHHaxX ccaBliB [74]. Panime TRAF Oynu BuU3HaueH1 sIK CUTHAJbHI aJlaliTepH,
110 PYHKIIOHYIOTh SIK YOikBiTUH-IIra3u E3. Y A. thaliana 6inxu TRAF Bigirpatots
MOABIMHY POJIb y PErytoBaHHI ayTodarii nuisixoM MoayJsiii cradbinbHocti ATG6
[75].

Jlinioayis — e mocTTpaHcisauiiHa Moaudikaiis, 3a JOMOMOTOI0 KO OUIKU
KOBQJIEHTHO MOJUMPIKYIOThCA chnenupiuHUMU JinigaMud. Y Mpoleci yTBOPEHHS
aytodarocom ATGS nimiayeTbes NUISIXOM KOH '1oTailli 3 pocdaTuauiaeTaHoiaMIHOM
(PE) [76, 77]. ATG4 € uuCTEiHOBOIO MPOTEa30l0 1 BiAirpae MOABIMHY pOJIb Y
mmiganii ATGS8. 3 ognoro Ooky, ATG4 Bupanse apriHii Ha C-KiHII, IO
NpU3BOAUTE 10 Toro, mo ATGS8 3amumaeTsess 13 BIAKPUTUMH TIITUHOBUM
3QJIMIIKOM, SIKUM € BaxxiauBuM Jis miniganii ATG8. 3 inmoro 6oky, ATG4 Takox
neniniaye ATGS 3 MmemOpanu ayrodarocoMu Jijist mepepoOKHu.

S-cynvgpeiopayis. CipKOBMICHI CIOJIyKH, Takl sK cipkoBojaeHb (HoS),
BIIIrPalOTh BaXXJIMBY POJIb Yy PO3BUTKY POCIMH Ta y iX BIJAIMOBIAI Ha CTpeEC.
CipkoBOJEHb 1HIYKY€E peakilii aHTUOKCHIAHTHOTO 3aXHUCTy, AII0YU SIK Ba)JIMBa
CUTHaJIbHA MOJIEKyJia, a00 uepe3 MOCTTpaHCISIIHHY Moudikallito O1IKIB uepe3 S-
cynbdrigpainito [78—-80]. 3okpema, Oylo Moka3zaHo, WO Cylb(ia HE 3AaTHUN
MOTJIMHATH aKTUBHI (DOPMU KHCHIO, IO YTBOPIOIOTHCSA BHACIIIOK OOMEXEHHS a30TYy,
Ha BIIMIHY BiJ J00pe BiIOMHX BiAHOBHHKIB. KpiM TOro, BITHOBHHKH HE 3MOTJIH
MPUTHIYYBAaTH HAKOMUYEHHS ayTo(arocoM Takolo K Miporo, K Cyibdil. ABTOpU
MPUIYCKAaIOTh, 10 Cyiab(dia mpurHiuye ayrodariio, BHUKIUKAHY a30THUM
rOJIOAYBaHHSM y KOpeHsix 4. thaliana [81].

S-nwimposunosannua. Oxcua  azotry (NO) € BaxiIMBOIO MDK- Ta

BHYTPIIIHbOKJIIITUHHOIO ~ CUTHAJbHOIO  MOJIEKYJIOI0, sKa Oepe ydacTb 'y
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PI3HOMAHITHHUX TIpollecax PO3BUTKY Ta CTPECOBHX peakilissx pociauH [82, 83].
Berynatoun y B3aemopito 13 Ouikamu, NO perynroe iX akTHBHICTH 4depe3 S-
HITPO3WIIOBAHHS CYNbQTIAPUIHLHUX TPYIl. S-HITPO3WIIOBAHHS OLKIB B1JOYBAETHCS
HNUISIXOM TOpHENHAHHS rpynu okcuja a3oTy (-NO) 1o Tiony IUCTEiHy B OUIKY 3
yTBOpeHHsAM S-HiTpo3utona (SNO), mo € mexaHisMoM NO-omocepeaKoBaHOI
nepejayi CUrHaiy B 0aratbox mpoiiecax 1 B TOMY uucii B aytodarii. ['onoBHuU
BHCOKOKOHCEpBaTUBHUM peryisatop curnaminry NO-peaykraza GSNO (GSNOR —
snitrosoglutathione reductase), sika TakoX peryJit0€ BHYTPIIIHHOKIITUHHUIN PIBEHb
S-niTpozornyrationy (GSNO), ocHOBHOro BuAy OiosioriyHo akTuBHOro NO [83—
85].

Ayemunioganns. AUETUIIOBAHHS — YHIBEPCATbHUI BUJ MOCTPAHCISIIIHHUAX
Moaudikamiii OULIKIB, IO BIAICPAE OJHY 3 KIOYOBUX pOJIEM B peryisauii ix
CTaOLIPHOCTI. Y TICTOHIB pIBHI AalETUIIOBAHHS 3BOPOTHO PETYNIOIOTHCS
ricroHaneruntpancpepaszamu (HAT) Ta ricronneanermnazamu (HDA) [56]. Byno
MOKa3aHo, II0 AUETWIIOBAHHS TICTOHIB MOXE OpaTH ydacTb B €MIr€HETUYHIN
perynamii  ayrodarii. Jlo npuxnany, anerunmoBaHHs Oinka  ATG3  Ta
neauneruwmoBands ATG7 cipryinom 1 HeoOxigHe s idHimiamii  ayrodarii,
cripruunHeHoi rojoaom [86, 87]. Takox y A. thaliana 6yno nokazano, mo HDA9
npurHiuye ekcnpecito ATG8E, ATG2 ta ATGI3, ski € npsMor MilIEHHIO
TICTOHJIealeTUIa3y IIiJI Yac CTapiHHA JUCTKIB. BusBieno, mo depment HDA9
Bi/IiTpa€ BaXJIMBY POJb Yy 3a0€3MEeUYeHH] 3MIHU KOJBOPY JIUCTA Y JKOBTHH B

MOTP1OHMM A1 1IbOTO Yac [88].
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PO3/ILT 2

POJIb IIMUTOCKEJIETY Y IPOILIECAX PO3BUTKY AYTO®ATI'TI

[{utockeneT — 1e Mepeka BUJIOBKEHUX OUIKOBUX MOJIMEPHHUX BOJIOKOH, SIK1
BIIIrPalOTh KJIIOYOBY POJIb y MPOIECaX POCTY 1 MOpQOreHe3y KIITHH, BAZBHAYAIOTh
CyOKJIITHHHY OpTraHi3aIlito, Mo, MOISPHICTh, TU(EPEHITIAIII0 KIITHH, BIUTMBAIOThH
Ha pyX oOpraHel Ta BHYTPIIIHHOKIITUHHUN TpaHCmopT pedoBuH [89, 90].
OCHOBHMMHU KOMIOHEHTaMH, L0 CKJIAJAI0Th CUCTEMY IUTOCKENIETY y POCIUH, €
MiIKpo(1JIaMeHTH Ta MIKpOTpyOouku. Bonu € O1IKOBUMHU TTOTiMEpaMu, SIK1 MOCTIMHO
PECTPYKTYPYIOTHCSI CTPOTO PEryJibOBaHUM ILIAXOM, MO0 CHPUATH JAUHAMIYHIN
MPOCTOPOBIM OpraHizallii Ta MBHUAKIN 1epedynoBi. BcTaHOBIEHO, 1110 KOMIOHEHTH
IUTOCKEJIETY BIAITPalOTh BAXKJIUBY POJIb Y KOOPJIMHAILIT Ta opraHizaii 0araTbox
BAXKJIMBUX €TaIliB PO3BUTKY ayTodarii, 30kpema y (opmyBaHHI ayTodarocom, ix

TPAHCIOPTI Ta B3a€MOJI1 3 Ji3ocomamu [7, 91].

2.1. Poab MmikpodiiaMeHTIiB y pO3BUTKY ayTodarii

Mikpodinamentu (M®D), Takoxk BiJJOMI1 sIK aKTUHOBI (pilameHTH abo F-akTuH,
ABJISIIOTH COOOI0 HUTKOMOJIOHI CTPYKTYpHU, IO YTBOPIOIOTHCS 3 AKTUHOBHUX
CyOOIMHHUIIb, SIKI TAKOK HA3UBAIOTHCS TNIOOYISIpHUM akTUHOM (G-akTuHOM). MO €
MOJISIPHUMU CTPYKTYpPaMHU 3 JIBOMA PI3HUMU KIHISMHU, SIK1 HA3UBaIOThCA (+) KiHIIEM
1 (-) KiHIIEM, 3/1aTH1 YTBOPIOBATUCH de novo [92]. Tlonimepuzaniss M® nounHaeThCs
3 mpoliecy Hykiealli, TOOTO 3 YTBOPEHHSI CTPYKTYpPH, IO CKIAAAEThCA 3 TPHOX
MOHOMEPIB TJIOOYJISIPHOTO aKTUHY, K1 30MpaloThCs B moyaTtkoBe siApo. [lomanbiie
J0IaBaHHS CyOOJMHUIb aKTHHY 10 LbOTO SApa MPU3BOAUTH 10 (POpMYBaHHS
HOBOro M® [93-95].

BuainsioTh mMpoKuid CiekTp OUIKIB, 110 3B’ S3YIOTh Ta PEMOJIENIOIOTh aKTHH:

(daxkTopu HyKJealii; OUTKH, 1[0 3B’SI3YIOTh Ta OJIOKYIOTb MOHOMEpPH; OUIKH, fKI
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PEryJioloTh 0ajgaHC MK CKJIaJaHHSIM 1 po30UpaHHsIM, 1110 BU3HAYA€E MIBUAKICTH Ta
pict mikpoditamenTa [94, 96]. @akropu Hykieallli, Taki Ak (GOpMiHM Ta OLIKU
ARP2/3 (ActinRelated Protein 2/3), maroTh BupiiagbHE 3HAYCHHS IS 1HIIAIIT
yTBOpPEHHS HOBUX (inameHTiB. AytodarocoMu TOB’si3aHI 3 AKTUHOBUM
IIUTOCKEJIETOM 4epe3 Tak 3BaHui komiuiekc ARP2/3. Ha pannix cranisx 6ioreHesy
aytoarocomu komruiekc ARP2/3 acouitoerses 3 Miuennmu ATGY Besukynamu ta
OMOCEPENIKOBYE IX pyX MK Tak 3BaHUM JJOHOPOM MeMOpaHu Ta (arodopom.

VY xmituHax TBapuH Komiiekc ARP2/3, iMOBIpHO, 3a/IMIIA€THCS TIOB’ I3aHUM
3 MEMOpaHOI ayTo(arocoMu Ha Pi3HHUX CTaJIAX, /€ BIH MOXKe OyTH aKTUBOBAHUM
(daxTopamu, 1o crpusitoTh Hykieanii aktuny (NPF), takumu sk WHAMM 1a IMY
[97]. WHAMM 1 JMY wmictsate moTuB VCA (verprolin central acidic), sxuii akTuBye
ARP2/3 Tta copusie momiMepusanii akTHUHY. YTBOPEHHS ayTo(arocoM 3HA4YHO
MOPYIIYETHCA, KOJU PIBEHb IIUX OUIKIB 3HMKY€eThbes BHacaigok PHK inTepdepentii.
Komu pgomen VCA Bupanserscs 3 JMY, 3MmiHeHuil y pe3yinbTaTi MyTali
BIIMIOBITHOTO T€Ha O1710K BTpayvae 3JaTHICTh aKTUBYBATH IMOJIMEPHU3AIlII0 aKTHHY, 1,
K HACI1JI0K, YTBOpPEHHs ayTodarocomu 00KyeThes [97].

Cepist HelOAaBHIX JAOCIHIIXKEHb MPOJEMOHCTPYBaJia 3B’SI30K KOMIUIEKCY
ARP2/3 3 nmoniMepusaliero akTUHY Ha pi3HuUX etanax aytodarii [98]. [unamika
aKTUHY € HEOOX1JTHOIO I ayTo(arii, OCKUJIbKU HOKAYTHI MyTaHTHU 3a KOMILIEKCOM
ARP2/3 BnnuBaroTh Ha ii piBeHb. € KiJIbKa OLIKIB, IK1 MOXKYTh akTUBYBaTH ARP2/3,
ajie BOHU HE KOHCEpPBATUBHI B pociuHax, juiie komiekc SCAR/WAVE rta Panlp
(Bimomuii sik EH/Panl y pocnun) 30epirae KOHCEpBaTUBHICTG Y ¢inorenesi. MyTarrii
B reHax koMruiekciB ARP2/3 ta SCAR/WAVE He € netanbHUMH JJ1s1 pOCIIUH, OJHAK
30UIbIIEHHS. 00’€My KJIITHH MOXYTh CHOCTEpIraTHCS y NMEBHHUX THINB KIITHH —
TaKUX, HAPUKJIAM, IK TpUXomu [99].

Y pociun 6inok NAP1 (Nck-associated protein 1), nmokanizoBaHuii Ha
MemOpanHomy komruiekci SCAR/WAVE, pekpytyetbes 10 aytodarocomu Ha

Takoxx NAP1 nmomomarae y ckmamani iHmux koMmoHeHTIB SCAR/WAVE ta
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kommuiekcy ARP2/3 (100). Opnak HeBimoMO, 4d 3anexuTh ydactb NAPI B
ayTtodarii Bil HOro aKTUBHOCTI B ModiMepu3allii akTuHy. Pe3ynbratu nomnepenHix
JIOCJII)KEHb TTOKa3aJIu, 10 Y POCIUH aKTUHOBI (PLIIaMEHTH HE 3alTy4eHi O MacOBOi
aytodarii, mpore BOHM MOXYThb OpaTH ydacTb B IHIIMX THUIAX CEJIEKTUBHOI
aytodarii [94]. ¥V pociun NAP1 peryntoe aytodarito, sika BUHUKA€E Y BIANIOBIIb HA
pI3HI CTpecH, 30KpeMa 3aCOJICHHS Ta ToyioayBaHHs. Takox mokaszaHo, mo NAP1
pearye Ha MOCTIMHUN MEXaHIYHHUI TUCK, SKUHA MOXE BUKJIUKATH MAaCOBE YTBOPEHHS

ayTo(arocom, KoJii KIITUHU 3HAXOAAThCs i Tuckom [100, 101].

2.2. Posb MikpoTpY0O4YOK y PO3BUTKY ayTodarii

Mikpotrpy6ouku (MT) — 1me [0Bri mnomiMmepH, sIKi € CTPYKTypHO Ta
(YHKIIIOHATBHO BXKJIMBUMU KOMIIOHEHTAMU IIUTOCKENETY €YKapIOTUUHUX KIIITHH.
MikpoTpyOOUKH YTBOPIOIOTHCS HMUISIXOM MOJIIMEpuU3allii rerTepoauMepiB TyOymiHy i
CKJIaJIal0ThCA 3 0~ 1 B-CyOOMHMUII, IO MPU3BOAUTH 0 YTBOPEHHS MOPOKHHUCTOI
HUJIHJIPUYHOT CTPYKTYpH, TOOTO BilacHE MiKpoTpyOouku. MT yTBOpIOIOTH
MITOTHYHE BEPETEHO MOA1TY, aKCOHEMH BIHOK Ta JUKTYTHUKIB, CIYTYIOTh peHKaMu
JUISL  BHYTPIIIHBOKJIITUHHOTO  TPAHCHOPTY, peali3yloTh MOAIA  KIITUHH,
3a0€e31euyIoTh MATPUMKY TOMEOCTa3y Ta perysiio ¢dopmu kiitunau [7, 102, 103].
MT € BHUCOKOJMHAMIYHUMH Ta HECTAOUIBHUMHU CTPYKTypamu, SIKi BUKOHYIOTb
pi3HOMaHITHI (yHKIIi. BaxnuBo 3a3HauuTH, MO s 3a0€3MEUYEeHHS MEBHOIO
¢dbyHkiionansHoro crany MT HeoOxiH1 moCTpaHCsiiHI Moaudikalii TyOyiHy, a
caMe aleTUIIIOBaHHS, JETUPO3UITIOBaHHS, (hoc(hOpUITIOBaHHS, TONITIIOTaMIHYBaHHS
Ta nomirminuioBanHs [104].

JlocnikeHHsT MIKpOTPYOOUOK y POCIMH 3a CTPECOBUX YMOB IMOKa3alld, 1110
MYTaHTH 13 BTpaToro QPyHKIIii reHa tub9 B A. thaliana manu rinepuyTnuBUi GEHOTHUI
MpU COJILOBOMY CTpeci. Y TOW yac, sIK MOCUJIEHA CTiKa Hajaekchpecis fub9 y
TPAHCTEHHUX POCIMHAX PUCY MIJBUINYBaJIa CTIUKICTH JO CONBOBOTO cTpecy [105].

Ha croromnimniii nenp yuyacts MT y peanizaiii nponeciB aytodarii y KIITHHAX
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TBapvH € JIOBEACHOI0. 30Kpema, Oylio mokazaHo posib MT y omocepenkyBaHHs
Oiorene3y ayToarocom Ta ix BHyTPIIIHROKIITUHHOTO TpaHcnopTy [106, 107]. Ponb
MT y perynsuii aytodarii y pociauH Hapa3i akKTUBHO JOCHIIKY€ETbCS. YMOBHO B
npoiieci peanizauii ayrodarii BUIUIAIOTh JABI OCHOBHI ¢yHKIIT MT: curnaibHy
(iHimiamiss CUTHAJIBHOTO MUIAXY OloreHe3y ayaTodarocomM) Ta TpPaHCHOPTHY
(BHYTPIIIHBOKJIITUHHUHN TPAHCHIOPTY 3pLIUX ayTO(ParocoM 10 JITUYHUX BAKyOJIeH).

Pons MT y dbopmyBanHi ayTodharocom BiIpi3HAETHCS MK KOHCTUTYTUBHOIO
Ta CcTpecc-iHAyKOoBaHOW ayTtodarieto. B momepenHix JOCHIKEHHSAX 13
BUKOPHUCTAaHHAM HOKOJA30J1y Ta TaKcodly Oyio BusiBieHO, 10 MT 3a HOpManbHUX
YMOB He 0epyTh yuacTi y popmyBanHi aytodarocom [108, 109]. ITokazano, 1o npu
BUKOPHUCTAaHHI BUCOKHUX KOHIICHTpAIli HOKOJ1a30J1y Bi1OyBaeThcs po3oupanus MT,
mo 3amnobirae yTtBOopeHHIO aytodarocom. Kpim Toro, crabumizamis MT 3a
JIOTIOMOTOI0 TakCcoJy a0o0 MIKpOMOJSIPHUX KOHIEHTpallil HOKOJA30y Mae
noAiOHuM e(eKT, MO CBIIYUTh MPO BaXJIuBY auHamiyny posb MT [108, 110].
BukopucranHs pi3HOMaHITHUX PEUYOBHH, SIKI B3aEMOJIIOTH 13 TyOYyJIIHOM, MOXKYTb
MPU3BECTU 10 MoOIYHUX edeKTiB Ta 3MmiHu GyHKIid MT y npoueci popmyBaHHs
aytoarocomu. OcCOOMMBO 1€ CTOCYETHCA EKCIIEPUMEHTIB, MPOBEACHUX 3
ankanoigaMu OapBIHKY, B SKHUX YTBOPEHHS ayTo(arocoM MOCHIIOETHCS SK 3a
HOpMaJbHUX YMOB, Tak 1 B ymoBax ctpecy [108].

Takox Oyno nmokasaso, 1o MT Ta iX MOTOpHI OLIIKH PEryJlOI0Th 1Ba OCHOBHI
KOMILUIEKCH, 110 OepyTh ydacTh y iHimiamii ayrodarii: mTORCI ta PI3-kina3uuii
kommuieke [II kmacy. mTOR 3B’sa3yeTbcst 3 LMTOINIA3MAaTHYHOKO IOBEPXHEIO
J130COM, a MOT0 aKTUBHICTh KOHTPOIIOETHCS JIOKATI3aIli€r0 JTi30coM [7].

Pons MT y 3nutti aytodarocoM 3 J1i30COMaMU 3aJUIIAETHCA 1€ JOCUTh
CYyHEPEWINBOIO, OCKIIbKU OUIBIIICTh Pe3yJIbTaTIB JOCHII)KEHb HE Jal0Th MiJCTaB
YITKO BIJPI3HUTU TMPOIEC TPAHCHOPTY ayTodarocoM Ta BIUTTS 3a3HAUYCHUX
cTpykTyp. Yuactb MT y popMyBaHHI ayTOI130COM CIIOYATKY OyJia 3allpOnOHOBaHA
Ha OCHOBI CHOCTEPEKEHHS, Je MoBHe po30upanHs MT iHriOye kosokamizaiiio

ayTodarocomMm Ta Ji30coM Ta/abo nerpagaiito Oinka nuisixom aytodarii [109, 111,
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112]. Ponis MT y popmyBaHHI ayToJ1130COM, HMOBIPHO, 3aJI€KUTh BiJl CTaOLTbHUX
MT [113]. 3okpema, onocepeaxoBaHa Takcojom cradunizamis MT He BminBae Ha
3IUATTS ayTO(ParocoMm Ta J1130COM, 110 CBITYUTH NpO Te, 1110 AuHamiuyHi M T He 6epyTh
y4acTi B 30upanH1 ayTodarocom 1 jizocom abo B ix 3nutTi [108]. Takox Oyio
nokaszaHo, o MT He 6epyTh yuacTh y Ipolieci 3IUTTS ayTodharocom 3 J1i30COMOI0
B kiituHax CHO (KJIITUHU si€eUHMKA KUTAMCHKOTO XOM’SIKa), a TPUBAIICTh KUTTS

aytodarocoM He 3MiHIO€ThC 3a BiacyTHocTi MT [114, 115].

2.3. BruiuB okcuay a30Ty Ha Opraizaunilo HMTOCKEJIEeTy

Okcua aszory (NO) € UEeHTpaJbHOI CHUTHAIBbHOI MOJEKYJOI0, IO
OIOCEPEAKOBYE OKHCIIOBAIBHO-BIIHOBHUIM TI'OMEOCTa3 3a YMOB a0lOTMYHHX 1
O10TMYHUX CTPECIB B POCIMHHUX 1 TBApUHHUX KiiThHaX [116, 117]. ¥V pocnunHux
kiitTuHax enaoreHHuit NO mosxe BUpoOasiTucs adbo L-apriHiH-3a71eKHOI0 CUHTA3010
okcuny azoty (NOS), abo uyepe3 aktuBHICTH HiTpaTpeayktasu (NR). Ilepenaua
curHaniB NO BIIMBa€ Ha PI3HOMAHITHI KJIITHHHI BiAMOBIiMi, BKIIOYAIOUU 3MIHU
PIBHIB €KCIIpecii TeHIB uepe3 CUTHAJIbHI KacKaju, PEryJsllil0 TPaHCKPUIIIMHUX
(hakTopiB, a TAKOXK MPsAMI NOCTTpAHCIAIIAHI Moaudikaiii OukiB. [Ipu 6azansHOMY
piBH1 NO pocIHU BUKOPUCTOBYIOTH IUIAX niepeaadi curaainy NO, 1100 moiaermuTu
pICT 1 PO3BUTOK POCIAWH, TOAl SK OUIBII BHUCOKI KOHIICHTpAllll BUKJIUKAIOTh
3amporpamMoBany KIiTHHHY cMepTh (PCD)

OpnHak HaJle)KHE PO3YMIHHS MOJIEKYJSPHUX MEXaHI3MIB Mepeaadl CUTHay
NO B pocnuHax TIIbKHY MoYaiio 3’ aBasaTuca. OgHuM 3 KirodoBux actekTiB aii NO €
HOro 3MaTHICTh BIUIMBAaTH HAa OpraHizaiiio murTockenery. Bimomo, mo NO moxe
CIPUYMHSATH K CTaOLII3allil0, TaK 1 AEMNOJIMEPHU3AIIII0 IIUX CTPYKTYp 3aJI€KHO BiJl
KOHIIEHTpaIlli Ta KOHTEKCTy Jii. 3pocTatoua KUIbKICTh JOKa3iB y JiTepaTypi
CBIIYMTh TIPO TE€, IO IIMTOCKETET MOXKe OyTH Oe3mocepeHbOI0 MIMICHHIO
curnamizamii NO y ccaBiiiB, a Takox y pociuH. Hanpukian, y TKaHUHI MO3KY MUIII1

130popmu a- 1 B-TyOyminy Oynu iienTudikoBaHi y ppakiii 611ka, 30arayenoi N-Tyr
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[118]. Takox Ha mpopocTkax A.thaliana O0yno nIpoJEeMOHCTPOBAHO AEHEKTH POCTY
Ta MOB’si3aHy 3 HUMM peopraHizamniio MT, BupomieHux y npucyTHocTi NOz-Tyr
[119]. 3minu B opranizaiii MT Ge3nocepelHbO CIIOCTEpIranu, BUKOPUCTOBYIOUH
300paxeHHs xuBux KIiTuH MT, 1 BizyanizyBanu ¢uiayopecuentauii penoprep MT.
3anexHo BiJ KoHUeHTpalii NO2-Tyr 3HUKyBaB MITOTUYHY aKTHUBHICTH 1 BUKJIMKaB
HaOyXaHHs KJIITHH 4Yepe3 peopraHizaiiio KopTukaibHux MT.

Panime Kpacunenko ta iH. (2019) mponeMoHcTpyBanu BIUIMB 1HTIOITOpa
cuntazu okcuay azory L-NAME Ha pict xopeHsi, MOp¢oorito Ta OpraHizaiiiio
MIKpOTpYyOOUOK B Arabidopsis thaliana. Pe3ynbratu JOCHIIKEHHS MOKa3aJd, 110
o6pobka pociauH L-NAME npu3zBoauTh A0 A0303aJCKHOTO0 Ta YacO3aJIEkKHOIO
1HT10yBaHHS pOCTY MEpBUHHUX KopeHiB. Lleil epekT cynpoBOIKYy€EThCS 3MIHAMU B
MOpG0oJI0Tii KOPEHsl, BKIIOYAI0YM YTBOPEHHSI MOJOBKEHUX KOPEHEBUX BOJOCKIB Ta
HaOpsiKaHHS eMiiepMalibHUX KIIITUH B 30H1 Audepenmianii. Okpim nporo, L-NAME
MIPOBOKYBAB peOpraHizailito MikpoTpyOOUOK B €MiIepMaAIbHUX KIIITHHAX PI3HUX 30H
POCTY KOpEHsI, BUKJIMKAIOUU iX BUIIAJKOBY OpPIEHTAIllI0 Ta/abo JenoiiMepu3allio
[120].

OkpiM BIUIMBY Ha IIUTOCKEJIET, HENIOJAABHI JOCIHIIKEHHS noka3zanu, mo NO
MOXE€ MOMAYJIOBATA aKTUBHICTh ayTodarii dYepe3 pi3HI CHUTHAIbHI IUISIXH,
BKJIIOYAIOYM MOJYJISIII0 PIBHIB peakTUBHUX BUIIB KUCHIO (ROS) Ta akTuBHICTBH
KIIIOYOBUX  perynaropHux OunkiB  aytodarii [121]. BpaxoByrwoum, 110
MIKpOTpaBiTallisl € OJTHUM 13 KJIFOUOBHX (PAKTOPIB, 3 IKUMHU CTUKAIOTHCSI POCIMHU B
YMOBaX KOCMIYHOTO IPOCTOPY, pO3yMiHHS TOTO, ik NO Ta ayTodarisi BILIUBAIOTh
Ha aJanTaliio POCIHWH A0 IUX YMOB, MOXE MAaTH 3HAYHUI BIUIMB Ha PO3BUTOK
010JTIOTTYHUX TEXHOJOT1M JJIsI KOCMIYHUX MICIH.

VY nanomy po3zaini Oyio AeTaabHO PO3TIASHYTO POJIb IUTOCKENETY Y PO3BUTKY
aytodarii B pOCIMHHUX KIITHHAX. JlOCHIJKEHHS TOKa3adu, M0 CTaOUIbHICTh
MIKpPOTPYOOUOK, omocepeIKoBaHa PI3HOMaHITHUMH OlTKamMu Ta
MOCTTPAHCISAUIMHUMUA MOAU(IKAIIAMU TYOYJiHY, € KPUTUYHO BAXJIMBOIO IS

3MUTTS ayTodarocomM 3 JI30COMaMU Ta YTBOPEHHsI ayToiizocoM. Takox Oyio
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MIJIKPECICHO 3HaUeHHs OKcuay a30Ty (NO) sik CUTHAJIbHOT MOJIEKYJIH, sIKa BIUIMBAE
Ha OpTraHi3allil0 IHUTOCKEJIETYy Ta peryitoe ayrodariio 3a yMOB aOlOTHUYHHUX Ta
O0lotnuHux crpeciB. BuBuenns poni NO Ta ydacTh IIUTOCKENETY B Mpoliecax
ayTodarii MaloThb 0COOJIMBE 3HAaYEHHSI B YMOBaX MIKpOTrpaBiTailii, e MUTOCKEIET 1
ayTodarisi BAIrpalOTh BAXKIUBY pPOJIb y aJanTaiii poCiavH A0 YMOB KOCMIYHOIO
npoctopy. Iloganpiie JOCHIIKEHHS LHMX MOPOLECIB  CIOPUITUME PO3BUTKY
O10JIOTIYHUX TEXHOJOTIM JUIsi KOCMIYHUX MicCiid, 3a0e3neuyioun e(eKTUBHY

aI[aHTaHiIO POCINH A0 CKCTPECMAJIbHUX YMOB.
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PO3JILI 3

AYTO®ATIS SIK ATANITUBHAM IMMPOLEC BHACJIIJIOK JIi
CTPECOBHUX ®AKTOPIB

[Ipomecu aytodarii BiIOYBalOThCS TaKOX 32 HOPMAJIbHUX YMOB, 3a
B1JICYTHOCTI CTpECOBUX (pakTOpiB. Sk 3a3Hauanocs Bulle, ayrodaris HeoOXiaHa s
MIITPUMKH TOMEOCTa3y Ta HOPMAJILHOTO POCTY 1 pO3BUTKY POCIUH. BcTaHOBIEHO,
o OIBLIICTh MYTaHTIB 3a TeHamu ayTtodarii y A. thaliana manu 37aTHICTH
3aBEPIINUTH KUTTEBHUH IUKII, IPOTE 1X JUCTS mepeadacHo ctapimaio [23, 67]. Bee
OunbIIe J0Ka3iB CBIIYUTH MPO Te, IO ayTodaris BIAICpae HEHTPAIbHY pOJb Y
BIAMOBIASX POCIUH Ha OI1O0TMYHI Ta ablOTHYHI CTpEeCcH, Taki fK 1H(IKyBaHHs
MaToreHaMu, TOJOJYBaHHS, 3aCOJICHHS, TOCyXa, TINOKCis, HarpiBaHHS,

OXOJIOJIKEHHS Ta OKUCITIOBAIBHUM cTpec [24-26, 56, 122—-124].

3.1. Poab ayroarii y Bianosiai Ha 0l0THYHMH cTpec

Y nOpuUpOAHOMY CEpENOBHINI POCIUHU MOCTIMHO Bpa)XarThCs PI3HUMU
MaTOTCeHHUMH OpraHi3Mamu, SKi 3arajoM MOXHa PO3JIUINTH Ha JIBl KaTeropii:
HekpoTpodu Ta 6ioTpodu. HekporpodHni narorenu (Taki sk Botrytis cinerea adbo
Alternaria brassicicola) BOMBaIOTH CBOTO rocrogapsi, o0 OTpUMATH MOKHUBHI
PEYOBUHU 3 MEPTBOI TKaHUHHU. Y TOM 4ac, K O010TpodHI maToreHu (Hampukiai,
Golovinomyces  cichoracearum) noTpeOyIOTh >KHUBOTO rocrogaps, 1100
PO3MHOKYBaTHCs B 1oro Beepenuni [ 125, 126]. KpiM Toro, icHytoTh remidoioTpodu,
Kl Ha OJHIM cTanii iHdeKi € 010TpopHUMH, a HA 1HIINA — HEKPOTPOHHUMHU.
[IpoTsirom TpuBajoOro CHiBICHYBaHHS 3 MaTOT€HAMHU POCIMHU BUPOOUIU Pi3HI
3aXMCHI MEXaHI3MH, CHOpSIMOBAaHI Ha 3amo0IiraHHs MPOHUKHEHHS MNaTOTCHHUX
opranizMiB. Aytodariss Moxke OyTH 3alyyeHa 10 TiNepuyTIMBOI BIAMOBIAL, IO
IHIYKY€ETbCS SIK OJHAa 3 IMYHHHMX peEaKI[ii pOCIHH, IO BKJIIOYAE 1HIIIALIIO

3anporpamMmoBaHoi KmiTUHHOT 3arubeni (PCD) nnsg oOMeXeHHS MOUIMPEHHS
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MaTOreHIB, sIKi B OCHOBHOMY BUKJIUKAIOTh HAKOMMYEHHS CAJIIMIOBOI KUCIOTH Ta
aktuBHUX (opm kucHio (ROS) [21, 127]. Byno noka3aHo, mo npu 1H(IKyBaHHI
BIpyCOM TIOTIOHOBOI MO3aiKM Yy KIITHHAX TIOTIOHY JAMKOrO THUIY I1HAYKYEThCS
aytodarisi, sika ooMexxye PCD y Micili MpOHUKHEHHS Bipycy. Y CBOIO 4epry B
MYTaHTHUX POCIUHAX, B SKux reH ATG6/Beclin 1 «BuMKHEeHUI», ayTodarisi He
iHaykyetbes, 1 PCD ne BinOyBaetbes [128]. Y mytantax A. thaliana atg7 ta atg9
npu 1H(IKyBaHH1 KJIITUH aBipyJIeHTHUM OakTepiaabHuM mramoM Pto AvrRPS4 a6o
aBIpyJICHTHUM 130y1iTOM Noco2 (diTtomarorenHoro oowminery Hyaloperonospora
arabidopsidis cioBIIbHIOETHCS TIpoliec npoTtikadnus PCD [129].

BcTranoBieHo 3B’S30k MDK ayTodari€ro, MPOrpaMOBAHOI0  KIIITHHHOIO
3aru0ento Ta CalTIUIOBOI0 KUCIOTOIO, SIKA € BIHOMUM PETYISITOPOM POCTY POCIIHH.
VY nucti MyTaHTIB A. thaliana atg5 HaKONUYY€eThCS BeJIMKAa KUIBKICTh CalIUIOBOI
KHUCJIOTU. BJIOKYyBaHHS CUTHAJIbHOI posii a00 3MEHIIEHHsI 010CUHTE3y CalllMIOBOi
KUCJIOTU mpurHiuye panHe crapinds ta PCD. Takum urHOM, IpUIyCKa€ThCs, IO
aytodarisi HeratuBHO peryitoe PCD udepe3 curHanbHUM NUISX, 10 3aJICKHUUN Bl
CaTIUIOBO1 KUCIOTH, MiJ 4ac cTapiHHs Ta iMyHHOI BianoBiai [130]. JochimkeHHs
MyTaHTiB A. thaliana atg5, atg7 1 atgl8 mnokazanu, mo aytodaris BiIirpae
MO3UTUBHY POJIb Yy CTIHKOCTI POCIMH 10 TpuOHUX naroreHiB [59]. Byno nokasano,
o0 OJMOKyBaHHS ayTodarii y MyTaHTIB afgl8a BUKIUKAE TINEpUyTINBI PEaKIlii Ha
HekpoTpodHi rpubu Ta cupusie gochopmnoBanHio ATG18a, o npusBoaUTH A0
3HMKEHHSI aKTUBHOCTI ayTodarii Ta 3HUXKEHHSI CTIMKOCTI POCIUH 10 Botrytis
cinerea. 1 HaBmaku, HaamipHa ekcrmpecis Bapianty ATGI18a, mo iMirye
nedochopuntoBaHHs, MPU3BOAUTH N0 IHAYKIII TinepayTodarii Ta MiABUILYE
PE3UCTEHTHICTb 110 B.cinerea [131].

Cepen OiloTpopHHMX TIaTOTCHIB HAMOUIBII BHBYCHHM IPUKIAIOM €
Pseudomonas syringae pv. tomato (Pst). HemonaBHo Oyno i7eHTU(IKOBAHO SIK
po- , Tak 1 aHTHOaKTepianbHy (GyHKII0 ayTodarii npu 1HPiKyBaHHI A. thaliana
O0ioTpoHUM maToreHoM Pst, Ikl MOJIYJIIO€ MeXaH13MU ayTodarii 3a JOMOMOT0I0

pi3HuX eexTopis. 3 omHOTO OOKY, Psf MOKe aKTUBYBAaTH ayTO(arito 3a JOIOMOT0I0
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edexropa HrpZ1 nns nocunenus aytodarii yepe3 moayJsiito posuierieHHs ATG8
3a gonomororo ATG4. 3 iHmoro 00Ky, Pst TakoXX MOXE HETaTUBHO PEryJIOBaTU
aytodarito 3a nonomororo epexropiB HopF3 i AvrPtoB, Hanintorounch Ha MeXaHi3M
aytodarii uepe3 ATG8 1 ATG1 [132].

Xoya reHeTUYHl JaHl MiAKPECTIOITh BAXIUBY POJib ayTodarii B IMyHITETI
POCIIHH, TOKM MOJEKYJISPHI MeXaHi3MH 3aIHINAIOThCA HEBiZOMHMH. KIMOBipHO,
aytodarisi 6epe y4acTb B IMYHITETI POCIHMH YE€pe3 CUTHAJbHI HUISIXH, 0 SIKUX
3ajlydyeHa cajiluioBa KHUCiIOoTa. B HemojgaBHbOMYy omisiAl OyJo IMOKa3aHo
B3aeM03B’ 5130k Mk ATG Ta NPR1, sikuit Oepe yuactb y hopMyBaHHI BPOIKEHOTO
iMyHiTeTy Ta HaOyToi criiikocti pocnuH [133]. NPR1 Takox peryintoe reHu,
eKCHpecisi SKUX 3MIHIOETbCS 4Yepe3 M0 CalIIWIOBOI KUCIOTH. Bimomo, 1o
CaJIlMJIOBAa KHCJIOTAa MOJYKE BIUIMBATH Ha aKTUBHICTH Ta/ab0 JOKaji3allio
PEryJIATOPIB TPAHCKPUIIIIT HUISIXOM MOCTTPAHCISIIHHUX Monudikaiii gaktopis

TPaHCKPUIMIIi Ta KoperysTopis [134].

3.2. DiziosoriyHa poJsb ayrodarii npu adioTH4IHOMY cTpeci

Sk HEpYXOMI OpraHi3Mu POCIMHU MOBUHHI CIIPABIATHUCS 3 PI3HUMU 3MIHAMHU
HaBKOJMIIIHBOTO CEpPEOBHUINA, BKIIOYAIOYM HECTady I[IOKUBHUX PEUYOBHH,
3aCOJICHHS TPYHTIB, MOCYXY Ta TemioBuii ctpec. [1lo0 HanexxHUM YMHOM pearyBaTu
Ha cTpecoBl (DaKTOpPH, POCIWHM PO3BUHYJIU pPI3HI CHUTHAIIBHI Ta PEryJSITOPHI
MexaHizmu [25, 135, 136]. Byno nokaszaHno, 1o aytodarist 6epe y4acTb y BUJaICHHI
MOIIKO/KEHUX OUIKIB 1 KJIITUHHUX KOMIIOHEHTIB, YTBOPEHHUX Yy BIJMOB1/Ib HAa BIUIUB
HaBKOJMIITHHOTO CEPEIOBUIIA.

l'onoodysanns. Haituactime ayrtodaris 1HINIIOETbCS Yy OyAb-SIKUX THIAX
KIITUH OpHU ToJIoJyBaHHI. B ymoBax HecTayl MOXKHBHUX PEUYOBHH ayTodaris €
CTpaTeri€el0 BMKUBAHHS, B TMPOIEC] SIKOi JIETPaAylOThCs Ta 3aCBOIOIOTHCSA BIACHI
eHepretuuHi jpxepena [19, 137]. TomogyBaHHS y pOCIMH BiIOYyBa€ThCS MpHU

nedinuTi a30Ty Ta BYIJIEII0, caxapo3W, a TaKoX 3a BIACYTHOCTI cBiTia. Tak,
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BUKOPUCTAHHA A€PIIUTY LYKPIB K CTPECOBOTO (PaKkTOpa € 3pyYHOIO0 MOJIEILIIO JIJIs
JOCHiIKeHHS ayTodarii B cycnen3iHii kyapTypi kiiTuH [ 138, 139]. Beranosieno,
o y A. thaliana nipu ronoyBaHHi Bi0yBA€THCS MIJIBUIICHHS PIBHS TPAHCKPUIITIB
TaKuX IeHIB alg, K atg4a, atg4b, atg8a, atg8i, atg3 ta atg’7, a mytanTu atg’7-1, atg9-
1, atg4a4b-1, atg5-1, atgl0-1 BUSABIAIOTH MiABUIIECHY YYTIUBICTH 10 LOTO BUIY
ctpecy [137].

Oxkcunrosanvruti cmpec. Pocnunu A. thaliana 3 nopyuienHsMm aytodarii €
rinepuYyTIUBUMU A0 OKUCIIOBAIILHOIO cTpecy. byio mokaszaHo, 1o npopoCcTKU JiHIi
RNAi-ATG18a, o6pobiieHI METHJIBIOJOICHOM, SKUM 1HAYKye yTBOpeHHS ROS,
MPOJEMOHCTPYBAJIM 3aTPUMKY POCTY Ta CHUJIbHE 3HEOApBJIEHHS TMOPIBHSHO 3
pociuHamMu aukoro tumy. Kpim toro, npurHidenus ekcnpecii A7G18 npu3BoUTh
JI0 HAKOMUYEHHS OKHUCIEHUX OUIKIB, II0 3r0JIOM MIABUILYE YYTJIHUBICTH O
okucmoBanpHOro crpecy [122]. IlomiOHiI pe3ynbTaTv CIOCTEpIraaucs, KoJu
MyTaHTH pucy atgl0b Takox mianaBanucs o0poOLl MeTuiIBloNoreHoM. O4eBUIHO,
mo ayrodaris BIAICPaE BaXJIUBY POJb Y 3aXUCTI POCIAMHHUX KIITHH BIJ
OKHCITIOBAJIbHUX CTPECIB IUISAXOM PYHUHYBaHHS OKUciIeHuX OinkiB [ 140].

3aconenns. 3acoieHHs Ta MOCyXa € HAWMOUIbII MOIIMPEHUMHU CTPECOBUMU
(dakTopamu, SKi BIUIMBAlOTh Ha PICT Ta PO3BUTOK POCIUH B TMpoOIECl ix
KUTTEMISIBHOCTI. 30KpeMa, OyJio II0oKa3aHo, IO TMiJ dYac MOJICIIOBaHHS
OCMOTHUYHOTO CTpeCy BiI0yBaeThCs 1HIYKIS popMyBaHHs ayTodarocom. Pocnunu
miHli A. thaliana RNAi-ATG18a, k1 3a3Hanu BIUIMBY 3aCOJEHHS YU IIOCYXH,
MPOJIEMOHCTPYBAJIH MIJIBUIIEHY YYTJIHUBICTh A0 cTpecy. Kpim Toro, 3a 70momMoroxo
iurioitopy NADPH-okcuma3zu Oyno moka3aHo, 110 peryisiis aytodarii Moxe
3aificHioBaTrcs 3aexxHuM Bim NADPH-okcumasu (y pasi coIbOBOTO CTpecy) abo
HezanexxHuM Big NADPH-okcunasu nuisixamu (y pa3i ocMOTUYHOTO cTpecy) [123].
Jlnst MyTaHTHUX JiHIU A. thaliana atg2, atg5 1 atg7 xapakTepHUM OyJIO YIOBUIbHEHE
IPOPOCTAHHS HACIHHS Ta MOPYIIEHHS CeKBecTpyBaHHsA Na' y Bakyouli y BiAMOBiIb

Ha coboBUH cTpec [141].
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Iliomonnennsa. Ilokazano, mo ayrtodaris TakoX BIAOYBa€ThCA IiJI 4Yac
MIJITOIJIEHHS POCIKH. 3a00704yBaHHS Ta MIATOIJIEHHS OOMEXYIOTh NU(Y3iI0 razy
B KJIITUHU POCJIHMH Ta MPOBOKYIOTH pi3ke 3pocTaHHsa ROS, 110 MoXe CIpUYUHUTH
rinokcito. Ilinronnenus pocnuH A. thaliana npyu3BOAUTH A0 1HAYKIT YyTBOPEHHS
aytodarocom, a MyTaHTu atg2-1, atgs-1, atg7-3 Taatgl(-1 AEMOHCTPYIOThH
M1JIBUIIIEHY YyTJIUBICTH JI0 3aHYPEHHS MOPIBHSIHO 3 POCIUHAMU JUKOro Tumy. Kpim
TOrO, Y IIUX MYTaHTIB CIIOCTEPIra€ThCs MiABUILEHA €KCIPECis TEHIB, 3AIyYEHUX 10
peryusiii anaepoonoro nuxanus — ADHI1 (alcohol dehydrogenase 1) ta PDCI
(pyruvate decarboxylase 1), ane 3HMXeHa eKCIpecis 1HIIUX T€HIB, Kl YYTIUBI J0
rinokcii ta etuieny [142].

Temnepamypuuti cmpec. Byno BUSBIEHO, III0 BUCOKOTEMIEPATYPHUM CTpeC
(+30 °C) y A. thaliana 111uir0€ aytodarito siK y KJIITUHHUX CTIHKaxX MUISKA, TaK 1 B
MIKpOCTIOpax, TOMAl SIK MYTaHTH atg (atg2-1, atg5-1, atg7-2 ma atgl(0-1) MarOTh
MOMITHE MOPYUIEHHS PO3BUTKY MUIIKY, 1110 CBIAYUTH PO T€, 10 ayTodaris 3aaisHa
y JlereHepalii TameryMy Ta PO3BUTKY MUJIKY II1J] 4Yac BHUCOKOTEMIEPaTypHOIO
ctpecy [143]. Takox BCTaHOBJIEHO, [0 ayTOPAroCOMU HAKOMUYYIOTHCS B POCIIMHAX
TOMATIB, sIK1 3a3HaBajIM TEIUIOBOTO cTpecy [124].

Takok BCTAaHOBJIEHO, [0 TaKi aO10TUYHI CTPECOB1 (PaKTOPH, SIK TOJTOTYBaHHS,
OCMOTHUYHUI/CONBOBUN CTpec Ta yabTpadioneT B, mpuUrHidyoTh piCT Ta PO3BUTOK
NpOpOCTKiB A. thaliana. Byno nokaszaHo, 1110 3a YMOB 1HT10yBaHHs ayTodarii (3a aii
1Hr101TOpa 1UCTEiHOBUX mpoTrea3 E-64) crocrepira€TbCs NPUTHIYEHHS POCTY
KOPEHIB y TOpPIBHSAHHI 3 HEOOPOOJICHHMMHU POCIMHAMHU. Y pPe3yJbTaTi PO3BUTKY
CTpec-1HAYyKOBaHOI ayTodarii y npopocTkax A.thaliana ciocTepiraeThCs yTBOPEHHS
aytodarocoM, anuaudikaiis HMUTOIIIaA3MU, 3HUKEHHS BUKUBAHOCTI KJITHH Ta
M1ABUIIECHHS KUTBKOCT1 KJIITHH, IS IKMX XapaKTepHa aronTuyHa MopdoIoris sapa.
Tako BUSIBIEHO KOSKCIIPECIIO Ta MiABUIIEHHS TPAHCKPUIILINHOT aKTUBHOCTI T€HIB
tub4 1 atg8a, atg8e npu onpominenni Y ®-B, reniB tual 1 atg8e npu roaoayBaHHi,
tua3 1 atg8f npu conboBOMYy Ta fua3 i atg8f, atg8e npu OCMOTUYHOMY CTpecax, 110

CBIIYUTH MPO 3aTyUeHHs creludiuHuX nap OUIKIB — MPOAYKTIB 3a3HAYEHUX T'€HIB
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JUISL pO3BUTKY ayTodarii, 1HAyKOBaHOI a010THYHUMHU CTPECOBUMH YMHHHKaMH [20),
144].

Mikpoepasimayia. Pe3ynbTaTu 0ararboX HENIOJABHO OIyOJIIKOBaHUX
JOCJIIKEHb PI3HUX THUMIB KJIITUH TBApUH Ta JIIOJAUHU B YMOBaX MIKpOTpaBiTallii
CBIIYaTh MPO Te, IO Lel cTpecoBui (HaKTOp 37aTEH 1HIAYKYBAaTH B HUX PO3BUTOK
aytodarii, 10 MOXke MPU3BOAUTU 0 PO3BUTKY Pi3HUX MOP(OQi310J0TIYHUX Ta
narodizionoriunux cueHapiiB  [145, 146]. Ilpore Ha cbOrogHi HeEMae
EKCIEPUMEHTAIbHUX JaHUX CTOCOBHO BIUIMBY MIKpPOTpaBiTalllii Ha PO3BUTOK
ayTtodarii B KJIITUHAX pociauH. BogHoyac qo0pe BiAoMO, 110 MiJi 4aC KOCMIYHOTO
MOJLOTY B yMOBax HEBaroMocTi abo 3MOJEIbOBAHOI MIKpOTpaBiTallli pPOCIUHU
3a3HAIOTh 3HAYHUX MOPQOJOriYHUX Ta (Pi310JIOTTYHUX 3MiH. Y PpOCIUH, IO
BHUPOINIYBaJud B YMOBax MIKporpasitailii, OyJo BHUSBIEHO CYTTE€BI BIAMIHHOCTI Y
noAuTl Ta nudepeHianii KITHH, IIBUJIKOCTI POCTY KOPEHIB 1 MaroHiB, mpoiiecax
penpoaykuii tomo [47, 148]. Bei mi maHi A03BOASIOTH MPUIYCTUTH, IO
MIKpOTrpaBiTallis Moxe OyTH cTpecoBUM (aKTOpOM, SIKUM 3/1aT€H BIUIMBATU Ha
PO3BUTOK ayTodarii y poCiIuH.

Tomy Haa3BUYaiHO aKTyallbHHMM € BHUBYEHHS BIUIMBY MIKpOTrpaBiTallii Ha
POCJIMHHU, a TAKOK JOCIIJIKEHHS POJIi MIKpOTPYOOUOK, sIK1 OecriocepeHRO 3aTyueHi
0 MOJUTy, pocTy Ta audepeHiiamii KIiTHH, y peanii3allii CTpec-iHAYKOBaHOI
ayTtodarii, 1110 NOTIUOUTH PO3YMIHHS MPONECIB aJanTallli Ta BUPOLTYBaHHS POCIUH
B YMOBaX KOCMIYHHX MICIH.

VY naHoMy po3il po3riasHyTO aganTuBHI QyHKIT ayTodarii y BiAMOBIAL Ha
pi3H1 cTpecoBl (akTopu, Takl K O0l0TMYHUN Ta abioTuuHuii ctpec. Kpim Ttoro,
00TrOBOPEHO MOKJIMBHI BIUTMB MIKpOrpaBiTallii Ha pO3BUTOK ayTodarii y pocivH Ta
HEOOXIHICTh MOMANBIIUX JOCHIHPKEHb Y I[bOMY HaNPAMKY [JIs MOKpalleHHs

ajanTalii poCiIuH JO0 YMOB KOCMIYHOIO MPOCTOPY
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PO3JILI 4

MATEPIAJIM TA METO/H AOCJIIKEHHSA

4.1. PocimaHMi MaTepiaJ

Y poOoTi BUKOPUCTOBYBaNU POCIUHU A. thaliana exotuny Columbia Col-0
Ta 1B1 TpaHcrenHi niHii 4. thaliana: GFP-ATG8a (karan. nomep CS39996) ta GFP-
MAP4 (karan. Homep CS799990). Hacinus nux niHiit 6yno orpuMano 3 Nottingham
Arabidopsis Stock Center (NASC, BenukoOpuranis, https://arabidopsis.info). Jlinis
GFP-MAP4 € crabinbHo TpaHchopmoBaHowo [149] Ta BUKOPUCTOBYETHCS SIK
3arajJlbHOBU3HAHUN OO €KT s JOCHIKEHHS 3MIH MPOCTOPOBOI OpraHizaiii
Mikpotpyoouok. Jliniss GFP-ATGS8a [150] Takox MIMPOKO BUKOPUCTOBYETHCS IS

MPUKUTTEBOTO TOCTIKEHHS ayTO()aroCOMHUX CTPYKTYP.

4.2. BI/IpOHIyBaHHH POCJIHUH Ta MOJAECJHOBAHHA CTPECOBUX YMOB

Hacinns A. thaliana crepunizyBanu B 10 %-My po3uunHi ToOXJIOPUTY HATPIIO
(NaOCl), mo mictus 0,5 % Tween-20, mpoTsirom 15 XB Ta BIAMUBAIM I1’ITh pa3iB
CTEpPWIBHOIO JTUCTUIILOBAHOIO BOJOI0. Ilicis 1mbOro HacCiHHS BHUCAKYyBald Ha
xuBmIbHE cepenoBuile Mypacire-Ckyra (MC), mo mictuno Bitaminu (M0222,
Duchefa, Hinepnanau), 4,4 r/n Mmakpo- ta mikpocosie, 10 r/n caxaposu, 8 r arapy,
pH 5,7. Bucamxene HacinHs ctpatudikyBanu npu temneparypi +4 °C npotsrom 24
ron. Hanmami wamku Iletpi 13 HaciHHAM 3ajdumiand g TMPOPOCTaHHS B
BEPTUKAJILHOMY MOJOXKEHHI (KOHTPOJIb) MpHU MOCTIHHIN Temmneparypi +22 °C Ta
16/8-ronuraHomy Qotomnepioal. st MoaenOBaHHS YMOB MIKpOTpaBiTallii Yaliku
pPO3MIlllyBaJIi B TOPU3OHTAJIbHUI KiiHOCTAT (pexxkum oOepTaHHs 4 00/XB) mpu

aHAJOTIYHUX A0 KOHTPOJBbHUX YMOBAX BUPOITYBaHH:.
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4.3. O0poOka Hacinus A. thaliana nonopoM ta ckaBenaxxkepom NO

Ak ex3orennuit JoHop NO B poOOTI BUKOPUCTOBYBAIM HITPOIPYCHU HATPIIO
(SNP, Sigma, CIHIA), a sk ckaBewmkep NO kapOokcu-2-¢penin-4,4,5,5-
TeTpaMeTmiiMiazomil-1-okcun-3-okcun (cPTIO, Sigma, CIIA), siki po3uuHsId y
TYMCTHIILOBAHIN BOJI Oe3mocepeHbo Tepen mpoBeneHHs gochimkeHHs. NO Ta
cPTIO BuxopuctoByBanu y konnentpamisax 100, 200, 500 ta 1000 mxM. Hacinus
OKpeMO BUTpuMyBaiu y BogHux po3uriHax SNP ta cPTIO npotsarom 24 roa, noTim
crepunizyBaiu (10 % NaOCl), BiaMuBanu cTepuiibHOIO JUCTUILOBAHOIO BOJIOKO (5
pa3iB) Ta TIEPEHOCWIM Ha TOBEPXHIO arapu3oBaHoro cepenosuiia MC,
aHAJIOT1YHOIO 3a CKJIaJIOM TOMY, Ha SIKOMY IPOBOJWIIA ITPOPOILYBaHHS HAaCIHHS A.

thaliana.

4.4. MeToam 10CTisKeHHSA

4.4.1. locaixxeHHs1 NOKa3HUKIB pocty A. thaliana

PicT Ta po3BUTOK MPOPOCTKIB aHami3yBaiau 3 4 mo 12 no0y BupoIllyBaHHS B
KOHTPOJIBHUX YMOBaxX 1 TMpU KIIHOCTaTyBaHHI 3a JIOMOMOIow IudpoBoi
¢doroxkamepu Canon PowerShot G6. Po3BuTok Ta 3MiHU MOP(OJIOTii NEPBUHHUX,
OIYHUX Ta JOJATKOBUX KOPEHIB MPOPOCTKIB A. thaliana 3a yMOB MiKporpasiTali
BUBYAIM 3a jaonoMoror Mikpockomna Axioskop 40 (Carl Zeiss, Himeuuuna),
00’exktuBu Plan-Neofluar 10x/0.30 ta 20x/0.5 DIC.

JIoBXKHHY KOPEHIB POCIIMH, KOPEHEB1 BOJIOCKH Ta IJIOULY KJIITUH BUMIPIOBAIU
3a JONOMOTOl  mporpamHoro 3a0e3nedyeHHs Image J (Bepcis 1.38d;
http://rsb.info.nih.gov/ij/), sika € BimkputoMy gocTymi. Pe3ynbratu 3anucyBaiu siK
CEepelHE 3HAYEHHS =+ CTaHJApPTHE BIAXWICHHS TPUPA30BOT0 EKCIEPUMEHTY.
Po3paxyHKku MIBHAKOCTI POCTY KOPEHIB MPOBOJWIM, SIK omucaHo padime [151].
CepenHe KyTOBE BIIXWICHHS, rpaBiTponiuynuii iHaekc (GI), inaekc BepTUKaIbHOTrOo

pocty (VGI) ta ingekc ropuzonTansHoro pocty (HGI) po3paxoByBanu, ik ornucaso
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B po6oTi Villacampa Ta in. [152]. [lopiBHAHHS MK BUMipaMHu JOBXUHU KOPEHIB
OIlIHIOBaJIM 3a gomomoror t-kputepito CterogeHTta. O0’em BuOipku ckianar 30
KOPEHIB JIJIs1 KOXKHOT'O EKCIIEPUMEHTY, IOCIU MOBTOPIOBANIM TPUHANMHI TpUYl 1JIs

YCIX JAOCIIJI)KYBaHUX 3pa3KiB y IEBHUX YACOBUX MPOMIKKaX.

4.4.2. JlocaigkeHHs] €HJOIe€HHOI0 BMIiCTy Ta BHYTPIIIHbOKJIITHHHOI

aokadnizanii NO B kopensix A. thaliana

Bmict NO y kjiIiHOCTaTOBaHMX MPOPOCTKIB BHU3HAYadu 3a CTaHJIAPTHOIO
METOJUKOIO 3 fedakuMu Moaudikaiiisimu [153]. B ocHOBY 11bOT0 METOAY MOKJIAICHO
KUIbKICHE BU3HAYEHHS HITPUTY 3a JIONMOMOTOI0 peakTuBy ['picca miciis yTBOPEHHS
HiTpUTy 3 eHaoreHHoro NO. J[ns 1poro HaBa)KKy CBIXKO3PI3aHOTO POCIMHHOTO
Marepiany 100 Mr roMoreHi3yBajiu B piIKOMY a30Ti, 1oJaBaiu | M1 AUCTUIBLOBAHOI
BOJIM 1 HarpiBaiau Ha BoAsHINA OaHi (+98 °C) mpoTsirom 1 XB Ta 0XOJO0/KYyBaJld Ha
awoxy. [ani romorenar nuentpudyrysanu 10 xB npu 6000 06/xB Ta nogasanu 0,5
M peaktuBy I'picca (1 %-uii po3unn B 12 %-iit ourosiit kucnori). Yepes 30 xB
BH3HAyYajdu CBITJIONOIJIMHAHHS PO3YMHY 32 JOMNOMOTOI CHEKTpodoToMeTpa
(SPECORD 210) npu noBxuni xBuwii 540 HM, BUKOPUCTOBYIOUU PO3YUH HITPUTY
HaTpilo sK crtaHgaptud. KoHueHTpauiro HITpUTIB (MKI/MJI) pO3paxoByBajiu 3a
dbopmynor: X=A/V, ne A — BMICT HITPUTIB, 3HallcHUN Ha KaliOpyBaJbHOMY
rpadiky (Mkr); V — 00’em mpoOu, B34TOI Jj1sl aHA13y (MJ1).

BayTpimHbokIITHHHY JIoKami3aiito NO B KIITUHAX KOPEHIB BU3HAUYald 3a
nonomororo (diyopecrientHoro 6apsauka DAF-FM DA (4-amiHo-5-MeTunamiHo-
20,70-nudropdayopecuein  mianerar). [ns 1mporo mpopoctku A. thaliana
iHkyOyBasiu B po3unHHi DAF-FM (10 mxM) mpu +37 °C mpotsirom 20 xB i3
TpUKpaTHUM BigMuBaHHsSIM y Oydepi PBS (137 MM NaCl, 2,7 MM KCI, 10 MM
Na;HPO4, 1,76 MM KH2PO4, pH 7,4). BHYTpIIIHbOKIITUHHY Bi3yali3alliio
engoreHHoro NO 37iMCHIOBAJIM 3a JIOMOMOTOI KOH(OKAJIBLHOTO JIa3epHOI0

ckanyroyoro Mikpockorny LSM 510 META (Carl Zeiss, Himeuunna), 30ypKkeHHs
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aproOHOBHM JIazepoM 3 AOBKUHOIO xBuil 405 HM, po3ainbauil piuasTp HFT 405/488,
n3epkano, ¢ueTp emicii BP 505-530, o6’extuB Plan-Neofluar 10x/0.30 DIC.
Jlocniau MOBTOPIOBAIM TPHUUlL JJIs YCIX JOCIIKYBAaHUX 3pa3KiB y MEBHUX YACOBHUX

MPOMIXKKaXx.

4.4.3. Bizyauizauis ayrogarocom B KJIITUHAX KOpeHs A. thaliana

Jns Bizyanizanii ayToparocoMm BUKOPUCTOBYBaU (1yOopeCcleHTHUN OapBHUK
MoHogaHcunkanasepun (MDC, Sigma, CIIIA) B konmentpamii 1 MKr/mi, sxui
po3uunsiiu 'y Oydepi PBS (pH 7,4) OesnocepenHbo mnepea MPOBEACHHSIM
ekcnepuMeHTy. JlJisi JOCIIIKeHHS] BU’KMBAHOCTI KJIITUH KOPEHIB KOHTPOJIBHUX Ta
EKCIEPUMEHTAbHUX 3pa3KiB pociuHu A. thaliana KynbTUBYBadu Yy pPO3YHUHI
nponigiym oauny (Sigma, CIIIA) y xoHuentpamii 1.5 MKr/mi 13 mojgaabliaM
BiaMuBaHHsIM y PBS-0ydepi

Oco0nMBOCTI  CYOKJITUHHOI JiOKami3aimii ayTtodarocoMm y KJIITHHAX
MPOPOCTKIB A. thaliana TakoX TOCHIIKYBalIW 3a JOMNOMOIOI0 1HTEPKAIIOIOUYOTO
0apsHuka LysoTracker™ Red DND-99 (Invitrogen, CIIIA) y konnenTpartii 1 MM 3
MOJANBIINM TPUKPATHUM BIIMUBAHHAM MpopocTkiB y Oydepi PBS (pH 7.4).
Bizyanizamito ayrodarocom B KIITHHAX KOPEHIB KJIIHOCTATOBAHUX POCIUH
3aiiicHioBanu 3a jgomnoMoror Mikpockony LSM 510 META (Carl Zeiss,
Himeuunna), 30ymxennss HeNe nazepom 3 1oBKUHOIO XBWI1 543 HM, pO3IUIbHUM
buetp HFT 488/543, n3epkano, pinstp emicii LP 560, 06’ektuB Plan Apochromat
40x/1.4 Oil DIC.

JInst miATBEepKEHHS OTPUMAHUX PE3YIbTaTIB 3a JOMIOMOTOI0 alliI0TPOITHUX
OapBHUKIB B pOOOTI TaKOX OyJ10 BUKOPUCTAHO TPAHCTEeHHY JiHII0 A. thaliana (GFP-
ATGS8a). dnyopecueHTHH curHan (iKCyBald 3a JIOMOMOIOK KOH(OKaJIBHOTO
Mmikpockony LSM 510 META, 30y1>KeHHsI aprOHOBUM JIa3€pOM 3 JOBXKUHOIO XBUJI

488 um, po3aunbHui GiaeTp HFT 488/543, n3epkano, diutstp emicii BP 505—-530,
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00’extuB Plan Apochromat 40x/1.4 Oil DIC. Bci nocniau npoBouiu B 3 MOBTOpax,
BUKOPHUCTOBYBaJIU HE MeHIEe 10 mpOPOCTKIB ISl KOAKHOTO MOBTOPY.

Takox TpancreHnHa JiHisl A. thaliana GFP-ATG8a Oyna Bukopucrana s
KUIbKICHOTO BU3HAUY€HHS ayTo(arocomM B KIITHHAX KopeHs A. thaliana 3a yMoB
3MOJIeJIbOBaHO1 MikporpasiTaiii. KoxkHa rpyna 3pa3kiB ckjajanacs HOHaMeHIe 3
TPHOX HE3aJEKHUX MOBTOPIB, B KOXKHIM 3 SIKUX JOCIIKYyBaJd IoHalMeHie 30
kiituH [154]. [linpaxynok GFP-Miuennx aytodarocomM nmpoBouiIu 3a JOIOMOTOIO

nporpamHoro 3abe3nedenHs Image J (Bepcis 1.38 d).

4.4.4. [ociigxeHHs NPOCTOPOBOI oOpraHizamii MIiKpOTpy0OOYOK B

KJIITHHAX KopeHs A. thaliana

OpienTanito Ta opranizanito MT B peanbHOMY 4aci B KUBHX KIITHHAX 3a
YMOB KJIIHOCTaTyBaHHS JOCIHI)KYBaJIdU 32 BUKOPUCTAHHS TPAHCT€HHOI JiHII
A. thaliana (GFP-MAP4). Bisyamizamito MT 3mailicHIOBaIn 3a JIOMOMOTOIO
Mmikpockony LSM 510 META (30yakeHHs1 aprOHOBHM JIa3€pOM 3 JOBKUHOIO XBUJII
488 um, posainbauil GpiaeTp HFT 488/543, n3epkano, ¢pubtp emicii BP 505—-530,
00’ektuB Plan Apochromat 40x/1,4 Oil DIC). InauBigyanbHy KOHQIryparito
BU3HAYadu JJisl KOKHOTO 00’€KTa 3MIHOIO TMapaMeTpiB IIBUAKOCTI CKaHYBaHHS,
TOYKOBOI AladparMu Ta JeTekTopa npomeHs. OTpuMaHi cepii onTUYHUX 3pi3iB (Z-
ctekn) 3 iHTepBanom 0,2—0,7 MKM I0O3BOJMIM BIATBOPUTU TPUBUMIPHI CTPYKTYpHU
pi3HuX TUMiB opranizamii MT 3a nonomoroto nporpamuoro 3abesneuennss LSM 510
META. Opranizanito MT gocnikyBaii y pi3HUX THOAX KIITHH KOPEHS:
eniiepMaJbHUX KJIITHHAX KOPEHEBOrO0 YOXJMKA Ta MEPUCTEMHU, MEPEXIAHOI 30HHU,
30HM pO3TATY Ta Audepeniiamii. Jlociiau moBTOPIOBAIM MPpUHAWMHI TPUUl IS yCiX
JOCJIIKYBAaHUX 3Pa3KiB y MEBHUX YACOBUX MPOMIXKKaX, NOCHIIKYIOUM HE MEHIIIE

JIECATU KOPEHIB B KOXKHOMY OKPEMOMY MOBTOPI.
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4.4.5. Buninennss PHK 1a nposenenns IIJIP y peanbHomy 4aci

Totansny PHK Buninsnu 3 npopoctkiB A. thaliana (Col-0) na 6, 9 ta 12-1y
no0y kiiHocTaryBaHHs 3a nonomoror innuSOLV RNA Reagent (Analytik Jena
AG, Himeuunna) 3rilHO 3 PEKOMEHAAIISIMA BHUPOOHHUKA. SKICTh Ta HUIICHICTH
13onpoBanoi PHK nepeBipsiiu enektpodopernuno B 1 %-my arapozHomy reni 3
dbopmaminom. Konnentpamito PHK y 3pa3kax Bu3Hauamu 3a JOMOMOTOIO
criektpodoromeTpa Nanodrop (Thermo Fisher, CIITA) mpu noBxuH1 xBruti 260 HM,
a mnotiM KoHueHTtpamito goBoawnn g0 100 ar/mxin. x/IHK cunTesyBanu 3a
JOTIOMOT'010 3BOPOTHOI TpaHcKkpunTasu Revertasa Maxima (Thermo Fisher, CIITIA),
5x po3uun g [JIP, o mictuB 5 MM ANTP, 2,5 MM MgCl, (Ykpreurex, Ykpaina),
1 mxn omironykineoruaiB OligodT (18) (Thermo Fisher, CIITA), 500 ur TotansHoOi
PHK sk matpuii ta Boau, BuibHO1 B PHKas3.

[1JIP B peanbHOMY uaci mpoBoauiin Ha amrutigikatopi Biorad CFX96 (CILIA).
Jo peakuiiinoi cymimi Bxoauno: JJHK-nonimepasa (Thermo Fisher, CIITIA), 50 ar
matpuni kJIHK Tta OapBuuk (SYBR Green, Sigma, Himewuwuna). Peaxiiito
MPOBOJMIIA 32 HACTYITHUX YMOB: ITo4YaTKoBa JeHarypaiis — +94 °C npotsirom 12 xB;
44 nuxmm ammurigikanii (nenarypauia — +94 °C, 15 cek; 55-65 °C 3B’si3yBaHHsA
npaiimepa 3 Matpuiiero — 10 cex; cunte3 — +72 °C, 40 cex) ta diHagbHa €IOHTAIlIST
—1pu +72 °C npotsirom 10 xB. [{uzaiin npaiimepiB 3A1HCHIOBAIN, BPaXOBYIOUYH TaKi
kpurepii: BMicT GC ~ 40—60 %; BiACYTHICTh HEeCTIeU(PIYHUX BTOPUHHUX CTPYKTYP
— IWNWIBOK 1 JuMepiB; ONU3BKI TeMmIepaTypu BiAnany mapu mpailmepis.
[TocninoBHICTH TpaliMepiB, TEMIIEPATYPY TUIABICHHS Ta JOBXKUHY aMILTI(h1IKOBAHOTO
MPOAYKTY HaBEJCHO HUXKYE:

AtATGS8a. T = +64 °C. JloBxuna npoaykry — 205 1. H.
forward 5'-GAAGAAGTGAGTAATGGGTTTGC-3".
reverse 5'-CCAGTTGGAGGCAATGTGTT-3".
AtATGSEb. T =+62 °C. JlopxuHa npoaykty — 168 . H.
forward 5"-TTTCAGGGTATTTCGCTCTG-3".
reverse S'-TACTTGTGCCTCTGGAATTT-3".



AtATGSc. T = +64 °C. [loBxkuHa npoAyKTy — 234 1. H.

forward 5'-GAGTGTGCCTTGCTTTGAAC-3".
reverse 5'-ACGAAGATAGCCTTTTCGGC-3".

AtATG8d. T =+64 °C. Jlopxuna npoaykry — 122 m. H.

forward 5"-TTCTCCCTGATACGTGCTG-3".
reverse 5’ -GTCTGTGTTGTTTTACGTGGG-3".

AtATGS8e. T = +64 °C. [loBxkunHa npoaykty — 161 m. H.

forward 5'-TGAAGCTGGAAGGATCAGG-3".

reverse 5S'-ACATACACAGACTCATGCTACATC-3".

AtATGSf. T = +64 °C. [loxuHa mpoaykty — 114 m. H.
forward 5'-GCACAAGGTTTTGATTTCGAGG-3".
reverse 5'-TGTAGGCGTGGAAGGAATG-3".

AtATGS8g. T =+65 °C. loBxuna npoaykry — 118 m. H.

forward 5'-TAACGGTAGGCCAGTTTGTG-3".
reverse 5-TGAGAGGAGGAGACAGTACC-3".

AtATG8h. T =+64 °C. Jlopxuna npoaykty — 139 m. H.

forward 5'-CGCAATGATGTTGTTCGACTC-3".
reverse 5'-TCCTCTGGTTTGTTCTTCGTT-3".
AtATGSi. T = +64 °C. [JoBxkunHa npoaykry — 133 m. H.
forward 5"-ATTATCTCCCGCGACTCC-3".

reverse 5'-CACGTTGGGTTCGTTTCTATC-3".
AtTUAIL. T =+63 °C. JloBxkuHa npoaykty — 202 1. H.
forward 5"-CAGTTTTCGGTCCCTGAG-3".

reverse 5'-GTGTGAGCTCTTTACCAGTC-3".
AtTUA2. T =+63 °C. JloBxkuHa npoaykty — 199 m. H.
forward 5"-ATCTCCACAGGTCTCCAC-3".

reverse 5'-GAAGCTGGCTCTATACCTGA-3".
AtTUA3. T =+65 °C. loBxuHa npoaykry — 178 1. H.
forward 5-GCAACAACGCAAAAGACTCG-3".
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reverse 5'-AGCATTCACATCGGACAAGC-3".

AtTUA4. T =+62 °C. [loBxuHa npoaykry — 213 m. H.

forward 5"-AGACATCGGAATCAAACACAG-3".
reverse 5-TATCCAGGTCGGAAATGCTT-3".

AtTUAS. T =+63 °C. JloBxkuHa npoaykty — 156 1. H.

forward 5'-GTTTTGTTTTGCAGGTGCC-3".
reverse 5'-GGTCGATCCGTGAGAACA-3".

AtTUAG6. T = +63 °C. JloBxkuHa npoaykty — 178 1. H.

forward 5'-AACAGGTTCATCGAAACGG-3".
reverse 5 -CTTGCTGGGAGCTTTACTG-3".
AtTUBI. T =+59 °C. JloBxxurHa NpoayKTy — 85 1. H.
forward 5"-TGCTGAAACCAATCATGACCC-3".
reverse 5'-TCTTGTGTTGACACTTTCGAGG-3".

AtTUB2. T =+59 °C. JloBxkuna npoaykty — 106 1. H.

forward 5'-TCAAACTCACTACCCCCAGC-3".
reverse 5S'-AAACACCATGTAGACCAAGCA-3".

AtTUB3. T =+60 °C. JloBxxuHa npoaykty — 213 1. H.

forward 5"-CCCCCAGCTGTAAGATTTCGT-3".

reverse 5'-CCAATAGCACACAAGACAAGAGG-3".
AtTUB4. T =+59 °C. loBxuna npoaykry — 144 m. H.

forward 5'-AGATCCAGTTCCTCCTCCCA-3".

reverse 5'-TCTGAGTTTTTGAATCGTGGAACG-3".

AtTUBS. T =+59 °C. loBxuna npoaykry — 80 1. H.
forward 5"-ATTCCTGAACCTGTGCCTCC-3".
reverse 5S'-ACTATGTGAATCATGGGGCTGC-3".

AtTUBG6. T =+60 °C. loBxuHa npoaykry — 197 m. H.

forward 5"-CATTGACACGCTCCAACTGC-3".
reverse 5'-TCCGTTGTTTACTGTTTTGTTCA-3".

AtTUB7. T =+60 °C. JloBxuHa npoaykty — 209 1. H.

56
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forward 5'-AGGCTCCACAACAGTGTCAG-3".
reverse 5'-ACGGATTCGGTTTTGTATTCGT-3".
AtTUBS. T =+59 °C. JloBxkuHa npoaykty — 141 m. H.
forward 5"-TGGGTTTTGTTCAGTTGGAGAC-3".
reverse 5-TGGAGACGAGGGAATGGGAT-3".
AtTUB9. T =+59 °C. JloBxkuHa npoaykty — 217 m. H.
forward 5'-GTGGTGGTGTATCTTAGTTGGTG-3".
reverse 5-CTCAGGGACACTCAAGGCAC-3".
AtEFo. T =463 °C. [Josxuna npoaykry — 208 1. H.
forward 5"-ATTTTCGCCTAACAGATGGATG-3".
reverse 5'-CCTCAAGAAGAGTTGGTCC-3".
AtEFoa. T =+64 °C. [Joexuna npoaykry — 167 m. H.
forward 5"-TGCGTCTTTTTCTATTTTCGCC-3".
reverse 5 -TGTTGTCTCCCTCGAATCC-3".

Ax xoutponb g I[IJIP BukopuctoByBaiM piBeHb eKcopecii (akTopy
enonraiii o (AtEFa). [Tponyktu [1JIP ananizyBanu 3a nomnomMororo enekrpodopesy
y 1%-my arapo3nomy reni. PiBeHb ekcrpecii OIIHIOBAJIA 332 JOTOMOTOI0 METOIY
AACt. Cepenni 3HaueHHS MOKAa3HUKIB PIBHIB €KCHpecii T€HIB Ha yCIX 4YacOBHUX
INPOMIKKaX MICJIs BIUIMBY 1HAYKOBAHOI MIKpOrpaBiTalli OTPUMYBAJIHM LUISIXOM
CIIBBIJTHOIIEHHS 3HAYEHHsSI PIBHA EKCIpecii y eKCIepUMEHTAIbHIA TOYIll
JIOCJIIIDKEHHST 10 KOHTPOJIO Ha aHAJIOTIYHOMY 4YacoBOMY HpoMixky. [lami Oymio
MPOBEJICHO CTATUCTUYHY OOpOOKY OTPUMAHMX AAHUX Ta MIAPAXyHOK CEPEIHHOTO
3HAYEHHS Ta CTaHJAPTHOTO BIAXUJICHHS 3a JOMOMOTro mporpamu Microsoft Excel

2020. ExkcriepuMeHTH TPOBOAUIIN Y TPHOX MOBTOPAX.

4.4.6. TenuioBi kaptu A. thaliana 3a HOpMaIbLHUX YMOB

TpaHCKpUNITOMHI JJaH1 32 HOPMaJbHUX YMOB i A. thaliana Oynu oTpumaHi

3 3aralibHOOCTYHOT 0a3u nanux (https://bar.utoronto.ca/eplant). [{ns ananizy Oymno
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B3STO PIBHI €KCIpecii 1IeHTU(PIKOBAHUX T'€HIB y JIBOX PI3HUX TKAaHMHAX Ha JIBOX
CTaJisIX pO3BUTKY. EKcripeciio aHami3yBaly B CiM’ SJ0JIX 1 TIMOKOTUIIAX 7-J€HHUX
POCJIMH, a TaKOX y KOPEHI Ta BEr€TaTUBHIA PO3ETI JUCTKIB 14-I€HHUX POCIHH.
TennoBi kaptu excmpecii OyayBainu 3a JONOMOrow 1HCTpymMeHTy Heatmap y

nporpami TBtools v1.097188.

4.4.7. CratucTiyHa 00po0Ka OTPUMAHUX JAHUX

CraructuyHy 0OpOOKY OTpUMaHUX JaHUX MPOBOAWIM 3a JIOMIOMOIOIO
nporpamu OriginPro 2019b. 3okpema, 10CTOBIPHICTh pe3yJIbTaTIB MiITBEPIXKYBAIN
3a gonomororo t-kpurtepito CTerofieHTa. Bapialito cepeHix 3HaUYe€Hb BUpPAXKaJu SIK
crangaptHe BiaxuieHHs (STD) abo sik cTraHapTHY TOXHOKY CEPeHBOTO 3HAUCHHS
(SEM) nans nanux ekcmopecii reHiB. [lisi BU3HAYEHHS TOrO, HACKIIBKH CYTTEBO
BIAPI3HAIOTHCS HAOOPHW JaHUX, MPOBOJIWIN OJHOCTOPOHHIM a00 JABOCTOPOHHIM
ANOVA-tecT, ikull BKIIIOUYaB PO3paXyHOK HAMMEHIIIUX TOCTOBIPHUX BIIMIHHOCTEH
®imepa (LSDs). LSD Oynau BukopucTaHl AJisi BU3HAUYEHHS OJHOPIIHUX TPYIl

Ha0OpIB JaHUX Ha PI3HUX PIBHAX HocToBipHOCTI (p < 0,05, p < 0,01, p <0,001).
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PO3JILT 5

PO3BUTOK AYTO®AT'IL IK ATAITUBHOI BIAMOBIJII
JOCJIIKYBAHUX POCJIMH HA YMOBH 3MIHEHOI T'PABITAILIIT

5.1. BiuiuB Mikporpasirauii Ha picT Ta MOpP(0J10TiI0 KOpeHiB IPOPOCTKIB

A. thaliana

Bigomo, 1m0 3a yMOB KOCMIYHOTO TMOJBOTY ab0 MOJEIbOBaHOI
MIKpOTpaBiTallii pOCIMHU MOXYTh 3a3HaBaTHU OUIbII YW MEHII 3HAYHUX MOpdo-
¢d131010T1YHUX 3MiH. Bylio BHUSIBIEHO CYTT€B1 BIIMIHHOCTI y IIBHUJKOCTI POCTY
KOpEHIB, NpojiepaTuBHIM aKTUBHOCTI KJITHH, MPOIECcaX PEmpoayKIli, CTapiHHI
opraniB Tomo [1, 155]. Takox MikporpaBiTallis CHPUYUHSIE MEPEOPIEHTAIIIIO
HampsAMy PyXy acCHUMUISTIB 13 MOCIA0JIEHHAM iX HaJAXOJKEHHS O BEpXIBOK cTebia
Ta KopeHiB. OCKUIbKM 32 PI3HUX CTPECOBUX YMOB OCHOBHHUMH (PaKTopaMu, IO
3amycKalTh ayTodarito, € Opak >KUTTEBUX PECypCiB (HAMPUKIIAA, 3HIXKEHHS PIBHA
aMIHOKHUCJIOT, (PAKTOpPIB POCTY TOUIO), 3MJAETHCA JIOTIYHUM MPUIYCTUTH, IO
MIKpOTpaBiTallii MOXE MPU3BECTU N0 PO3BUTKY ayTodarii sl BHXKMBaHHS Ta
aganTtamii pocauH. Buxoasuu 3 mporo, METO MEPIIOrO €TaIy JOCHIIIKEHb OyJ0
OI[IHUTU BIUIMB KIIHOCTaTYBaHHSA Ha PICT 1 PO3BUTOK MHPOPOCTKIB A. thaliana.
OuiHioBaJIM 3arajibHUM CTaH MPOPOCTKIB, iX MOp(dOoPi3ioa0TiuHi 0COOIUBOCTI,
3BEpTaloud OCOOJMBY yBary Ha PO3BUTOK KOPEHIB SK B KOHTPOJIi, Tak 1 MpH
KJIIHOCTATYBaHHI, BUKOPUCTOBYIOUM TOPU3OHTAIIBHUIN KJIIHOCTAT 13 MIBUAKICTIO 4
00/XB.

VY pesynbTaTi MNPOBENEHUX JAOCHIPKEHb HaMH OyJI0 BHUABJIEHO, IO
KJIIHOCTATYBaHHS HE BIUIMBAJIO HA MPOPOCTAHHS HACIHHA, a TAKOX HE BUKIIUKAJIO
CYTTEBUX BIIXUJIEHb y MOpQoJIOrii maroHiB npopoctkiB (puc. 5.1.). 3arpumka B
PO3BUTKY MaroHiB CHOCTEpiraiu Juiie Ha 6-Ty Ta 9-Ty 100y KJIiHOCTAaTyBaHHS, HA
12-Ty 100y maroHu NpakTUYHO MOP(HOJIOTIUHO HE BIJIPIZHSIUCS BiJl KOHTPOJIBLHUX

pociuH. Takox 12-AeHHI TPOPOCTKU MalM MPABUIBHY JIUCTKOBY PO3ETKY, SKa
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cKJlajanaca 3 4—6 OBaJIbHUX 3€JEHUX JIUCTKIB. Y TOM K€ 4Yac MPOPOCTKH, IO
3pOCTanu B EKCHEPUMEHTAIbHUX YMOBaX, Ha BIAMIHY BiJ KOHTPOJIO MaJH
JI€30P1EHTOBAHUI PICT KOPEHIB, 110 0YJIO HACTIAKOM MOCTIHHOT 3MIHU BEKTOPA CHIIH

TSOKIHHSA.

6 116 9 mb 12 mo6

Koutpouib

Kninocrar

Puc. 5.1. BB kiiHOCTaTyBaHHS Ha piCT KOPEHIB Ta MPOPOCTKIB A. thaliana
Ha 6-Ty, 9-Ty Ta 12-Ty n00y. 300pa’k€HHS NPOPOCTKIB Yy PI3HI YAaCOBI MPOMIKKHU

KJIIHOCTaTyBaHHS; 6ap — 1 cm

CepenHsi H1OBKMHA TOJIOBHUX KOpEHIB (puc. 5.2.) Ta KOPEHEBUX BOJOCKIB
(puc. 5.3.) KIIHOCTATOBAaHUX MPOPOCTKIB A. thaliana nOCTOBIpHO HE BIApi3HsIACS
B1Jl KOHTPOJIbHUX MPOPOCTKIB HA BCIX JOCTIKYBaHUX YaCOBUX iHTepBanax. [Ipore
BCTAHOBJICHO, 1110 KUIBKICTh KOPEHEBUX BOJIOCKIB Y POCIIMH 301IbITyBaIacs Iij yac
KJIIHOCTaTyBaHHS, 1 e OyJI0 0COONMBO MOMITHO 31 30UIBIIEHHSM TPHUBAIOCTI iX
KyJbTUBYBaHHA. 30KpeMa, Ha 12-Ty 100y KUIbKICTh KOPEHEBUX BOJIOCKIB 3pOCIa Ha
15 % nopiBHSIHO 3 KOHTpOJEeM. B 4. thaliana kopeHeBi BOIOCKHU BiAITPalOTh 3HAUYHY
posib Yy (OpMyBaHHI PO3TATYKEHOI KOPEHEBOi CHCTEMHU 1, OTKE, BU3HAYAIOTH
MO>KJIMBOCTI POCIIMHM Yy IOUIYKY Ta CHOKHMBaHHI PECYpCIB, a TaKOX MEXAaHIYHE

MNPUKPIMUICHHST 70 cyOcTpary. Y pe3yibTaTl KIIHOCTaTyBaHHS CIOCTEpIragocs
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OUIBIII IHTEHCHBHE YTBOPEHHS Ta PICT O1YHUX KOPEHIB Bxke uepe3 12 110 mopiBHIHO

3 KOHTPOJIEM.
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Puc. 5.2. BrumB KIiHOCTaTyBaHHS Ha JIOBXKHMHY TOJIOBHOI'O KOPEHS
NPOPOCTKIB A. thaliana Ha 6-1y, 9-Ty Ta 12-Ty 100y. JIBOpakTOpHUIl IUCTIEpCIHHUI

ananiz ANOVA, p>0,05, n — kuibKicTh pociauH, n=30
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Puc. 5.3. BrumB kiiHOCTaTyBaHHs Ha JOBKHHY KOPEHEBUX BOJIOCKIB A.
thaliana na 6-ty, 9-ty Ta 12-Ty n00y. JIBOQakTOpHUI IuCHEpCIiHUN aHami3

ANOVA, p>0,05, (n=100)
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[Ipu anamizi Mopdosorii Ta pPO3BUTKY TOJIOBHUX KOPEHIB IMijJ Yac
KJIIHOCTaTyBaHHA OyJiM BUSBJICHI BIMIHHOCTI B iX 30HaX pocty. Hanpuknaz, 30Hu
po3TAry Ta TMepexiiHa OyJlIu KOpPOTIIMMHU, B TOPIBHSHHI 13 KOHTPOJIBHUMH
pociauHamu (puc. 5.4.). 3okpema, dyepe3 6 10 KIIHOCTATyBaHHS MEpeXigHa 30HA
KopeHiB Oyna B 1,8 paza KOpOTIIOW, HIXK y KOHTPOJbHMX pociuH. [lomanbmii
criocTepekeHHs dyepe3 9 1 12 116 mokaszanu e O171b1111 BIAMIHHOCTI: epeXigHa 30Ha
OyJia BiMOBiAHO B 2 1 2,1 pa3za KOpOTIIOO, HIK Y KOHTPOJIBHUX pociauH. Taki 3MiHU
B MOp(]OoJIOTii KOPEHIB MOXYTh CBIIYUTU MPO BIUIUB YMOB KIJIIHOCTATyBaHHS Ha
MPOIIECHU KIITUHHOTO MOJTY 1 pO3TATYBaHHA B 30HaX pocTy KopeHiB. Lle, iMoBipHO,
OB’ A3aHO 3 TUM, 110 3MIHEHA T'paBiTallisd BIUIMBAE HA HAMIPSIMOK POCTY Ta PO3BUTOK
KOPEHIB, 1110, B CBOIO Uepry, BiA0OpaxaeThCsl Ha JIOBXKUHI Ta CTPYKTYpI iXHIX 30H
pocry.

6 ni6

12 ni6

Kontponb

100 uM

Kninocrar

100 uM 100 uM 100 uM

Puc. 5.4. BnnuB kiiHOCTaTyBaHHS Ha PICT KOpeHiB A. thaliana na 6-ty, 9-1y
Ta 12-Ty 100y. 30BHIIIHIN BUTJSA PI3HUX 30H KOPEHS B YMOBAaX KJIIIHOCTAaTyBaHHS,

6ap — 100 pm
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Takoxx croocTepirajucsi He3HayHl BIAMIHHOCTI B pO3Mipax KIITHH Yy
nepexiaHii 30H1 TOJIOBHUX KOpeHiB. Hampukian, npu BU3Ha4€HH1 CepeAHbO1 TUIOIIII
eniiepMaJbHUX KIITUH B MEpPeXiJiHik 30H1 (puc. 5.5.) Oyno BUSBIEHO, 110 Yyepe3 6
10 KJIIHOCTAaTyBaHHS IUIOIIA KIITUH 3MeHmmiacs Ha 29 % TOpiBHAHO 3
KOHTPOJIBHUMM  pPOCJIMHAMHU, W10 € 3HA4YHUM CKOpoueHHs M. [lomanbmii
CIIOCTEpEeXKEHHs uepe3 9 10 mokazanu 3MeHIIeHHs rionli kimitud Ha 21 % y
NOpiBHSIHHI 3 KOHTpoJieM. lle cBiguuTh mpo Te, mo e(eKT KIIHOCTaTyBaHHSA
MPOJIOBXKY€E BIUIMBATH HA MOP(OJIOTIUHI XapaKTEPUCTUKHU KIITHH KOPEHS HAaBITh
yepe3 9 n10. Oxnak yepes 12 ai6 micisi moYaTKy eKCIIEpUMEHTY PI3HUILSA B CepeIHIM
IJIOII KJIITUH MIXK €KCIIEPUMEHTAIBHOI Ta KOHTPOJIbHOIO PYMaMu 3MEHIINIIAcCs
no npubmuzHo 14 %, mo € cratuctuuHo HezHauymoro (p=0,102). Ile moxe
BKa3yBaTH Ha aJlallTaIlil0 POCIUH JO0 YMOB KJiHOcTaryBaHHs. Ha mpencraBieHomy
rpadiky 4YiTKO BHJHO JWHAMIKY 3MIH CEpPEIHbOI IJIONIl KIITUH TiJ BIIUBOM

KJIIHOCTATYBaHHS MPOTSATOM Pi3HUX YACOBUX 1HTEPBAIIB.
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Puc. 5.5. KinpkicHuil aHami3 cepeHbOi IUIOUIl emiepMalbHUX KIITUH
nepexiHol 30HU MPOPOCTKIB A. thaliana na 6-ty, 9-Ty Ta 12-Ty n00y 3a yMOB

KIiHoctaryBaHHsA. [[BodakropHuit qucnepciitnuii ananiz ANOVA, p>0,05, n = 50



64
Jns omiHku (EHOTHNOBUX 3MIH TOJIOBHOTO KOpEHs, OyJO MPOBEICHO
KUIBKICHUN aHalli3 KyTa CpaBITPONIYHOTO Haxwily (gravitropic set-point angle —
GSA). ®eHoTuUMIYHI 3MIHU B TOJOBHUX KOPEHSX, COPUUYUHEH] KIIHOCTATYBAHHSIM,
MOKa3yI0Th, 110 PO3BUTOK KOPEHIB BIAXUIISETHCS BIJl MOJIEII, Ky MOXXHA OMUCATH
K BEPTUKAJIbHUW HU3XITHUNU PICT 3 TpaBiTpomiyHUM KyToM Haxuiy (GSA), mio
nopiBHtoe 0. KinbkicHa orfinka kyta (puc. 5.6.) nmokaszana 3Haune 30u1bieHHs GSA
y IPOPOCTKIB A. thaliana B yMoBax KJITHOCTaTyBaHHS, III0 CBIIYUTH PO BIAXUIICHHS
B1Jl HOPMaJIbHOI BEPTUKAIBHOI OpIEHTAIIll KOPEHIB, K HAMpPUKIAA y KOHTpodi. Lle
BIJIXWJICHHS 3aJIEKUTh B1Jl 4acy, JOCATAIOYM MIKy Ha 12-Ty 100y KIIIHOCTAaTyBaHHS,

110 CBITYUTH PO IPABITPOIIHY PEAKIIIIO KOPEHS.
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KonTpoip

Puc. 5.6. KinbkicHui aHami3 KyTa IpaBITPONIYHOTO HAXWUIIY MPOPOCTKIB A.
thaliana na 6-ty, 9-ty Ta 12-Ty n00y. Kyr Haxumy kopeHs, BUpaXXE€HUU SK
aOCOJIIOTHE 3HAYEHHS IHTErPAJIbHOTO CEPEHbOr0 KYTOBOTO  BIIXUJICHHS.

JIBodaxTopuuit aucnepciinuii ananiz ANOVA, p>0,05, n =30

Takoxx mpoaHani3oBaHO MOPGOJIOTiI0 KOPEHIB, BUKOPHUCTOBYIOUU TpHU
BEJIMYMHHU, 1110 OyNK onucadi paniiie [152]. 3okpema, rpaBitponiunuii injaexc (GI),
iHaekc BeptukanbHoro pocty (VGI) ta ingekc ropuzontaisHoro pocty (HGI). Ha

pucyHKy (puc. 5.7.) 300paxeH0 cXeMmy MapaMeTpiB pOCTy KOpeHs. 3HaueHHs Ly



65

MOYMHAETHCS BIJl TOUKU 3TUHY KOPEHs, J1ajli MPOBOAUTHLCSA JIIHIS 110 BEPTUKAJl BHU3
70 TOpU3OHTANIbHOI JMiHIT LX, sika Wae Big kiHunka kopeHs. Ld — ne Haiikoportiia

JIOBKMHA KOPEHsI BiJl 3TUHY 10 KIHUMKA.

VGI = Ly/L
HGI = Lx/L
Gl = LdiL

Ld
L
Lx

Ly

Puc. 5.7. 300paxkeHHs1 mapaMeTpiB pocTy KopeHs A. thaliana [152]

I'paBitpomiuauii iHAekc GI — 11€ CIiBBIIHOIICHHS HAWKOPOTIIIOI BIJICTaH1 Bij
TOYKHU 3TUHY KopeHs 10 KiHuuka kopeHs (Ld) no noBxunu kopens (L). GI takox
Ha3WBaIOTh MapaMeTPOM MPSAMOIIHIMHOCTI, 1 YUM OJMXKYEe 3HAUYCHHS O OJWHUIII,
TUM NpAMIIIUN KOpiHb. [Ipu aHami31 KOHTPOJIBHUX Ta KJITHOCTAaTOBAHUX MPOPOCTKIB

mu oTpuMand 3HadeHHsA GI 0,9 Ta 0,7 BIAMOBIIHO HA BCIX YaCOBUX IMTPOMDKKAX (pHC.

5.8.).
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Puc. 5.8. I'paBiTponiunuii iHAeKC IPOPOCTKIB A. thaliana na 6-ty, 9-Ty Ta 12-
Ty 100y. GI — rpaBitponiunuii inaexc (n = 30). J[BodakTopHuil aucnepciiHuii

ananiz ANOVA, p> 0,05
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Cratuctuynuii ananiz nokasas, o VGI € uymnuBuMm mopdomeTpuuHuM
napaMeTpoM, IO JI03BOJISIE BUSABIATU ciaOKi rpaBitporiuHi nedextu. [loka3zHuk
VGI paxyerbcs SIK CHIBBIAHOIICHHSI MK 3HaUeHHsM Ly 10 nosxkunu kopens (L).
[Tokazuuku VGI y koHTposibHUX pociiuH cTaHOBUIU 0,9 Ha BCIX JOCIIIKYBaHHUX
yacoBHX 1HTepBanax (puc. 5.9.). Ile cB1AUUTH MPO Te, 10 KOpiHb pocTe BHU3 (GSA
= 0°) 1 mposiBisie MO3UTUBHUN TrpaBiTponidM, Horo VGI nHabmmxkaerscs q0 1. Y
EKCIIEpUMEHTAIBHUX pocinHax 3HadeHHs VGI = 0,3, ne 3HauuTh, 1O CEepeaHE
BIIXUJICHHSI KOPEHIB BiJ BepTUKaIl Oysio OutbiiuM. JlaHi CBIIUUTH, IO KOPEHI
MaroTh mgiarpaBiTponHuii ¢erotun (GSA = 90° abdo 270°), i1 #oro VGI
HaOmmxaeTbes 10 0. Y BUNaAKy, KOJUW KOPiIHb POCTE Bropy JIEMOHCTPYIOUU

HeratuBHUM rpasiTponizm (GSA = 180°), VGI 6yae nopiBHioBat -1.

— B

)

> p<0.001
= p<0.001 p<0.001 a—
- — — ==

= 0.8 4 F itz

g

o

£ 04 |

=

52

=

2

o 00 - . T

5 6 11i6 9 11i6 12 1i6
E KoHTpoib B Krizocrar

Puc. 5.9. Beprukansuuii ingekc pocty npopoctkiB (VGI) A. thaliana na 6-ty,
9-ty Ta 12-ty no0y. JIBodakTopuuii nucnepciiinuii ananiz ANOVA, p>0,05; (n =
30)

[Tokazuuk VGI xapaktepuszye BiAXHICHHS MOPQOJIOrii KOpEHs Bif
MOJIEIBHOTO TPaBITPOMHOIO (PEHOTHUITY, TOAl SIK 1HJEKC TOPU3OHTAIBHOTO POCTY
HGI onucye nampsimku pocty kopeHs y Oik. HGI € pesynapTaTomM AineHHsM
BenuunHu (Lx) Ha goxuny kopeHns (L). ITpu ananizi HGI namu Oyno orpumano

MPOTUJICKHI 3HAYEHHSI, 30KpeMa, 1 KoHTpoabHuX pociaud HGI = 0,1 (puc. 5.10.),
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ockutbkn HGI wmaibke popiBHioe 0. Ile cBigumTh Npo Te, MO KOPIiHb POCTE
BEPTUKAIBHO W Mae mo3uTtuBHUM TpaBiTpomizm (GSA = 0°). lnsg npopocTKiB B
yMOBax KJliHOcTaryBaHHs, 3HaueHHs: HGI = 0,7, 1o Bka3zye Ha BIAXWICHHS KIHUMKA
KOpeHs BpaBo a0o BiiBo BiJ BepTukaii. Akmo HGI nabnmxkaerses o 1, 11e Bkazye

Ha J1arpaBITPONHI (PEHOTUIHU 3 TOPUZOHTATILHUM XapaKTEPOM POCTY KOPEHIB.
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Puc. 5.10. Ingexc ropuzontanbHoro 3poctants (HGI) mpopocTkiB A4. thaliana
Ha 6-Ty, 9-Ty Ta 12-Ty 100y. /IBodakTopHuil nucnepciinuii ananiz ANOVA, p >
0,05; (n=30)

OtpumaHl pe3yJbTaTh HAIUX JOCHIIKEHb Y3TOJKYIOTHCS 13 CBIKUMH
nanumu. HemomaBHo Romano ta iH. (2024) mokaszanu, mo miciisg nepeOyBaHHS
POCJIMH B yMOBax MIKpOTrpaBiTallli Ta CUMYJIALiil rpaBiTaiii Micsiist 0ys0 BUSBICHO
JEII0 HMIXKYl TEMIM POCTy, HDK Y KOHTpoibHOMY 3pa3ky [156]. Takox
JociiKeHHs, npoeaeHe Shimazu ta iH. (2001) Ha npopocTtkax ropoxy (Pisum
sativum) Ta KyKypym3u (Zea mays), TIATBEPIKYE HAIll CIOCTEPEKEHHS,
JIEMOHCTPYIOUYM BIUIMB 3MIHEHHMX TpaBITAllIiHUX YMOB Ha PICT 1 PO3BUTOK BHIIMX
pocauH [157].

Sk BiAOMO, peakxiiisi BUIIUX POCIMH Ha JIII0 MIKpOTpaBiTallii BKIIOYAE TPU
OCHOBHI (pa3u: COPUMHATTS TrpaBITalIMHOIO CTUMYINy, MOro mHepeaadyy B 30HY

pO3TAry KopeHs 1 GOpMyBaHHS pOCTOBOI'O BUTHMHY KOPEHSI 3 HAITPaBJICHHSIM B3/I0BXK
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rpaBiTalITHOTO BEKTOPY ab0 cTebiia B MPOTUIICKHOMY JI0 TPaBITALIITHOTO BEKTOPY
[158—-160]. B nudepeniiiiniii perynsiiii BiAMOBIAl KJIITUHU YA OpPraHa Ha 3MiHY
rpaBiTaiii HapaxoBytoTh Bii 130 mo 280 reniB. OnHi€I0 3 MPUYUH MOPYIICHHS
MopdoreHesy Moxke OyTH peayKlis MOJSPHOTO TPAHCHOPTY AayKCHUHY Ta
IUTOKIHIHY, sIKI € rpaBizanexuHumu [161]. Omxke, HeOOXigHI MOJANbIII
JOCIIIKEHHS, 1100 3p03yMITH, SIK (POPMYETHCA aaanTallis 40 MIKpOrpaBiTallii, 1 sK
KOOPAUHYIOTHCSI CUTHAJIbHI Ta PETYJISITOPHI CUCTEMU 3 MEXaHi13MaMH BiNOBIIEH Ha

IpaBICTUMYJI Ta 32 BIICYTHOCTI I'PaBICTUMYJISIII].

(a) 6 nio 9 ni6 12 nib

Puc. 5.11. Mopdonoriuni 03HaKd pO3BUTKY ayTodarii B KIITHUHAX KOPEHS

KoHTpoJ1b

Kiinocrar

pOpOCTKIB A.thaliana, Mo 3a3HaBadu BIUIMBY KJIIHOCTATyBaHHs MpoTsIroM 12 nid

(a—g). Macmra6: 20x

Jns oumiHku po3BUTKY ayrtodarii (puc. 5.11.) Oyno mnpoaHamizoBaHO
KOHTPOJIbHI POCITMHU Ta POCIMHH, 1[0 BUPOITYBAIH B YMOBaX KJIIHOCTaTyBaHHs, HA

KO)KHOMY 4YacoBoMy mpoMixky (6—12 ni0). Kopeni mnpopoctkiB A. thaliana
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KyJbTUBYBaJIM Yy po3uuHl MoHoAaHcuikanasepuny (MDC). B pesynbrarti
MPOBEJCHUX JOCHIKEHb [162] BUABIEHO MOSABY O3HAK PO3BUTKY ayTodarii.
3okpeMa, crioctepiranu nosisy MDC-3abapBieHux cTpykTyp po3mMipoM Bifg 3 1o 20
MkM. Cnijg BiI3HAYUTH, 110 AJISI KJIITUH KOPEHEBOr0 YOXJIUKY OyJlI0 XapaKTEepHUM
nosiBa ayroarocoM Bxe 3 6 1001 KIIIHOCTAaTyBaHHS Ta MOCTYINOBE iX 301IbIIEHHS
13 IPOJIOBKEHHSAM Yacy oOpoOku 10 9 ni6. Takox Oyno BusiBiaeHO, 10 HA 10 100y
KyJbTUBYBAHHS y KJIITHHAX KOPEHEBOTO YOXJIMKY KUIBKICTh ayTOParocoM CTpiMKO
3HM)KYBajach, WI0 MOXe OyTH O3HAKOW ajanTalii KOpEeHIB /0 YMOB
Mmikporpasitaii. [lig yac 11 Tta 12 1o6u KUIBKICTh ayTOoparocom He OyJia OLIBIIO0
BiJ KOHTPOJIIO.

[Ipu pocnipkeHHI O3HAaK PO3BUTKY ayTodarii B yMoBax 3MOJEIbOBaHOI
MIKporpasiTailii OyJ10 BHUSBJICHO, 110 30Ha PO3TATY KOPEHS BUSBIISIE MIJBUILCHY
YYyTIUBICTh JO BIUIMBY 3a3HAYEHOT0 CTPECOBOTO UNHHUKA. 3 OTJISIY Ha Te, 110 Pi3HI
30HM KOPEHS BUSIBJISIIOTH PI3HY UYTJIMBICTH JO BIUIMBY MIKpOrpaBiTailii, 30KpemMa
HaWOUTbIIl aKTUBHUN PO3BUTOK ayTodarii B 30HI KOPEHOBOTO YOXJIMKA CIIOCTEPIralid
Ha 9-Ty n00y KJIIHOCTAaTyBaHHsS, a B 30HI po3TAry KopeHs — Ha 10-ty noOy,
HEOOX1AHUMU OYyJId MOAANBII HOCTIKEHHS JJI BU3HAYEHHS YaCOBOT'O MPOMIXKKY
JUIsl aHami3y aytodarii, 1HIyKOBaHOI yMOBaMH MiKporpasiTailii. 3a pe3yiabTaTaMu
OI[IHKY BHKMBAHOCTI KJITUH MPOPOCTKIB A. thaliana 3a IONOMOro0 MNPOMiaiyM
Honuny, skuil o3Bosisie BizyanizyBaru JJHK anontuyHux KiiTuH, 0yJi0 BUSBJIEHO,
mo 3 6 no 10-ty mo0y KJIiHOCTATyBaHHS KOPEHI XapaKTEPU3YBAIMCh BHUCOKUMHU
MOKA3HUKAMU BUKMBAHOCTI. Y 1€ MPOMIXKOK KJIIHOCTAaTyBaHHS, SIK 1 B KOHTPOJI,
B1JICOTOK KJIITUH y CTaHI IPOrpaMOBaHOi KJIITUHHOI 3aru0esi 3HaX0IUBCSL B MEKaxX
1-5 %, mo € (i310710TIYHOI0 HOPMOKO ISl KIITUH MNPOPOCTKIB A. thaliana.
BiamoBigHo, 11 1aH1 CBiAYATh PO T€, IO HE3BAKAIOUM HA OCOOJMBOCTI ajamnTalrii
EKCIEPUMEHTAIbHUX POCIUH JO0 YMOB MIKpOrpaBiTailii po3BUTOK ayTodarii He
MPU3BOAUTL 1O NPUCKOPEHHS IMPOILIECIB MPOrpPaMOBAHOI KIITUHHOI 3aruoeri.
AHaJIOT1YH1 BUCHOBKHU OyJIM TaK0 3p0o0JeHl Mpu AOCIIKEHH] IHIYKIII1 ayTodarii

y pOCIMH a0l0TUYHUMHU CTpecOBUMHU YnHHMKaMH [20, 163, 164].
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Pe3ynbTaTu 1OCHIKEHHS TTOKa3yIOTh, 1110 MIKpOTrpaBiTailisl BIUIMBA€E Ha PICT

Ta PO3BUTOK pociuH A. thaliana. ExciepuMEeHTH B KOCMIYHUX IMOJbOTAaX TAKOXK
MOKa3yIl0Th BKOPOYEHHSI Ta 3aKpydyBaHHS KOpeHIB A. thaliana [165]. A came B
nocaipkenHi Califar Ta 1H. (2020), Oys0 moka3aHo, 110 MijJ Yac KyJbTUBYBaHHS B
YyMOBaxX MIKpOTpaBiTallii KOpPEHI JIEMOHCTPYIOTh BHKPHUBIICHHS 1 JI€30pI€HTAIlIIO
pocTy. BiicyTHICTh CTaOLIBHOTO TPaBITALIMHOTO BEKTOpa CIPUUYUHSIE XAOTUUHUM
PICT KOPEHIB, SIK1 3aKPYyUYyIOThCS a00 3MIHIOIOTH HANPSIMOK. Taki yMOBU NPU3BOJIATh
JI0 CKOPOUYEHHSI 30H PO3TATY Ta MEPEX1IHOI 30HU KOPEHIB, 10 3MEHIIIY€E 3arajibHy
JIOBKUHY KOPEHEBOI CUCTEMHU 1 MOK€ HETaTUBHO BIUIMBATH HA 3/IaTHICTh POCIUH J0
MOTJIMHAHHS BOJM Ta MOXUBHUX PEUOBHH. ABTOPHU TAKOX MOKA3aju, 110 3aTPUMKa
POCTY KOPEHIB Ha PaHHIX CTaJlisIX KJIIHOCTATyBAHHS TAKOX € XapaKTEPHOIO PUCOIO,
XO4Ya 3 4acoM POCIHMHM aJanTylOTbCs IO HOBUX yMOB. Pe3ynbraTu gaHoi mpaiii
MEPEryKyIOThCS 3 pe3yJbTaTaMU HAIIUX JTOCIKEHb, 1110 BXKE OnucaHo Buile. Hamu
TaKoX OyJIO BUSIBJICHO 3arMHAHHS KOPEHIB Y BIAMOBIAb HA YMOBH MIKpOTpaBiTallii
Ta MPOJEMOHCTPOBAHO, IO picT Ta MopdoioriuHi 3MiHu A. thaliana, BUKIMKaHI
MIKpOTpaBiTalli€l0, BILUIMBAIOTh HA PI3HI KJIITUHHI Ipollecu Ta OepyTh y4yacTb Y

peryJsiii ayrodarii B pocinHax [164].

5.2. BoiiuB mikporpasiranii Ha popmyBaHHs ayTodarocom y KJIiTHHAX

KopeHiB A. thaliana

AyTo(arisi € BUCOKO KOHCEpPBAaTUBHHUM Ta €BOJIIOIIMHO 3aKPIMJICHUM IUISIXOM
MIITPUMAHHS KJIITUHHOTO TOMEOCTa3y a0o0 BIKMBAHHS 32 YMOB [Iii CTpecy, IO
MPOBOKYETHCSI HEIOCTATHICTIO JKUTTEBUX PECYPCIB, HAKOMUYEHHIM MOIIKOIKEHUX
opranen abo OUIKIB B KJIITUHI. AyTodaris 3ajisiHa B MATPUMII TOMEOCTa3y KJIITHH,
dbopmMyBaHHI 3apojiKa, MPOPOCTAHHI HACIHHSA, YTBOPEHHI MPOBIIHUX TKaHUH
KCWJIEMH, CTapiHHI JMCTKIB 1 3axucTi Big mnartoreHiB [166]. [lerpananis
MOIIKO/UKEHUX  OpraHesll Ta OUIKOBUX arperariB  BiAOYBAa€TbCA  3aBISIKU

(YHKIIIOHYBaHHIO JIITHYHUX CTPYKTYp KIITUHH. JIJIsl bOTO peanizailisi MexaHi3MiB
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aytodarii nepeadadae popMyBaHHsI ABOMEMOpPAHHUX MOJIEKY — ayTO(Parocom, ki
JOCTaBJISIIOTH KOMIIOHEHTH, 110 TOTPEOYIOTh JIerpaaallii, 10 JITHYHUX BaKyOJIeH 1Jis
iX mojanbIroi pernupkyasii [167].

HemonaBuo Oyno mokaszaHo, 110 pi3HI ablOTHYHI cTpecHu (TOJOAYyBaHHS,
OCMOTHUYHHUH 1 coliboBHil cTpecc Ta Y D-b-onpoMiHeHHs) 1HAYKYIOTh B KJIITHHAX
NpOpPOCTKIB  A. thaliana  po3BuTok  ayrtodarii, sKa pO3MVISLAAETbCA  SIK
BHYTPIIIHbOKIITUHHUN anantuBHUi npouec [163, 168]. Ockinbku 3a Ali pi3HUX
CTPECOBUX YMOB T'OJIOBHUMU (pakTOpamu, siKl aKTUBI3yIOTh ayToarito, € HecTaua
KUTTEBUX PECYpCiB (HAPUKIIAJ, 3HI>KEHHSI PIBHS aMiHOKUCIIOT, EHEPropecypciB,
(akTOpiB POCTY TONIO), JIOTIYHUM BUIJISJAE MPUITYHIEHHS, IO MIKpOTpaBiTallis
MOX€ TPU3BOJIUTH JI0 PO3BUTKY/aKTUBI3AIlT ayTodarii AJis BUOKMBAHHS POCIUH 32
nux ymoB. OIHHMM 13 MIAXOJIB /10 BUBYEHHS ayTodarii € CHOCTEpEeKEeHHs 3a
KHUCJIOTHICTIO KJIITUH, OCKUIBKH 1] 4ac ayTodarii 1130COMU/BaKyo01 Oy IyTh 37UTI 3
aytodariuaumu tutamu. LysoTracker Red — nie GapBHUK, skuii 3a0apBiIio€ KUCH1
KOMMapTMEHTH KJITHUHM Ta MOXE BHUKOPHCTOBYBATHCS SK JI0Ka3 ayTodariuHoi
JIOCTaBKU BaHTaxy 10 JizocoM (169). OTpumani nonepeaHi pe3ysbTaTH CBiI4aTh
PO HasIBHICTh MOP(HOJIOTIUHUX O3HAK 1HAYKII IILOTO Mpoliecy B nepiof 3 6 mo 12-
Ty 100y KyJIbTUBYBAaHHS 3a YMOB MiKporpasiTaiii. [[s BusiBieHHs ayTodarocom y
KIIITHHAX KOPEHIB A. thaliana B po60TI HaMH OyJI0 BUKOPUCTAHO (DITyOpPECIICHTHUI
O0apBuuk LysoTracker™ RedDND-99 (LTR). B pe3ynbTaTi mNpoOBEIECHUX
JIOCJII)K€Hb OyJI0 BUSIBIICHO MOSIBY 3a0apBIICHUX YEPBOHUX CTPYKTYP PO3MIPOM Bijl
1 MxMm, mo BiAnoBigawTh ayTtodarocomam (puc. 5.12.). Ha 6-ty m00y
KyJbTUBYBAHHS B €MiJEpMajJbHUX KJIITUHAX MEPEXIJIHOI 30HU KOPEHS BUSBIICHO
BEJIUKY KUIbKICTh ayTO(arocoM Yy MOPIBHSHHI 13 KOHTPOJbHUMHU POCIUHAMH.
Busisnieno, mo Ha 9-ty 100y BUpOIIYBaHHS KOPEHI, CKOpillleé 32 BCE MOUYUHAIIU
aJanTyBaTUCS JI0 CTPECY, MPO 110 CBIAYUTH 3MEHIIEHHS KUTBKOCTI ayTo(arocom y
KJIITUHAX KOPEHs Y MOPIBHSHHI 13 JAaHUM MMOKa3HUKOM Ha 6-Ty 100y. Ha 12-Ty no0y

KJIIIHOCTAaTYBaHHS  CIOCTEpIradd  HEBENUKY  KUIBKICTh  ayTtodarocoMm B
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eniiepMaJbHUX KIITUHAX MepexigHol 30HU KopeHs. OTpuMaHi JaHl CBiIYaTh Mpo
aJanTallilo POCIUH JI0 CTPECOBUX YMOB, BUKJIIMKAHUX I'PaBITAllITHUMH 3MIHAMU.

Jns miaATBEpIKEHHS OTPUMAHMX pe3yJbTaTiB Hamu OyJo MPOBEACHO
JI0OIATKOB1 €KCIIEPUMEHTH 3 BUKOPUCTAHHSIM TpaHCTeHHOI JiHii A. thaliana GFP-
ATG8a (puc. 5.12. g-l.). Cnig 3a3HauuTH, 10 Yy POCIUH, BUPOIICHUX B
KJIIIHOCTATUYHUX YMOBAX, TAKOK CIIOCTEPIrayiv 30UIbIIIEHHS KITBKOCT1 ayTO(Parocom
(ctpyktyp, Miuennx GFP-ATGS) B emigepMalibHUX KIITHUHAX MEPEXiAHOI 30HU
KOpeHs Ha 6 Ta 9-Ty 100y y NOpiBHSIHHI 3 KOHTpoJieM. Kpim Toro, 0yJsio BUSIBIEHO
3MEHIIEHHS KUIbKOCTI ayTodarocom Ha 12-Ty no0y B emiiepMalibHUX KIITHHAX
MepexiiHol 30HU KopeHs mpopocTkiB A. thaliana (GFP-ATG8a), BupomieHux B
yMOBax Mikporpagnitaiii. TakuM 4MHOM, OTpUMaHi Pe3yJIbTaTH 3a BUKOPUCTAHHS
O0apBHuka LTR Tta Tpancrennoi niuii 4. thaliana (GFP-ATG8a) B 060X BUnagkax
MOKa3ajau 1HAYKIII0 ayTodarii Ta MakCUMAaJIbHUI pIBEHb YTBOPEHHS ayTodarocom
y KIITHHAX KOPEHIB POCIAUH Ticias 6-Tu 110 KyJbTUBYBaHHS 3a YMOB
KJIIHOCTATYBaHHS Ta MOCTYMOBE 3HMKEHHS KIJTBKOCTI ayTo(arocoM B THX CaMHX
KIITHHAX KopeHd Ha 9 Ta 12-ty noOy BupolllyBaHHs. BaxnuBo 3a3HauuTH, 110
pO3MipH emniiepMaJbHUX KIITHUH KOPEHIB EKCIEPUMEHTAIbHUX POCIUH Oyiu
MEHIIIUMHU MOPIBHIHO 3 KOHTPOJIbHUMU. HalliMOBipHillIe 11e MOB’s13aHO 31 CTPECOBUM
HaBaHTAXEHHSM, 110 3a3HAI0Th KJIITUHU BHACIIJOK BUPOIIYBaHHS POCIUH B YMOBaXxX
KJIIHOCTATYBaHHS.

[Ipu nigpaxynky ayrodarocom, mivenux GFP-ATG8a, BusiBiieHo, 1o Ha 6-
Ty 100y BHUpPOIIYBaHHSI CIOCTEPIra€ThCd HAMOUIBII CYyTTEBA 3MIHA KIJIBKOCTI
ayTodarocom (OUIbII HIXK Yy 2 paza) NOpiBHAHO 3 KOHTpoJieM (puc. 5.13.). Xoua Ha
9-ty n00y KIIBKICTHh ayTo(arocoM 3MEHIIWJAcs, y KIITHHAX NEpeXiHOi 30HU
KOpeHs iX OyJio Bce OHO Oulbliie, HIXK Y KOHTpOJIbHUX pociuHax. Ha 12-ty no0y
BHUPOIIYBaHHS KUIBKICTh ayTO(arocomM y KIITHHAX KOPEHIB POCIMH B YyMOBax
KJIIIHOCTaTyBaHHA Oyja MNOAIOHOI 10 KOHTpOJbHUX pociuH. [li pesynpTatu
MIITBEP/KYIOTh HAIle NPUIYIICHHS MpO aJanTaiiid pPOCIUH J0 CTpecy

MIKpOTpaBiTailii.
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KonTtpons Kninocrar KonTtponb Kninocrar

C)

6 110

9 ni6

12 ni6

Puc. 5.12. Bizyamizauist ayrodarocom (Imo3Ha4yeHO KBajpaToMm) OapBHUKOM
LTR B emizepManbHUX KIITHHAX MepexXiAHOI 30HM KopeHs A. thaliana (Col-0) y
KOHTpPOJBHUX Ta KiiHocTtatoBaHux pociuH (a—f). Ta GFP-ATGS8a-miueni (g-1)
aytodarocoMu (IMO3HAYEHO CTPUIKAMH) B €MiJEpPMalIbHUX KIITHUHAX MEPEXiTHOI

30HU KOpeHs TpaHcreHHoi JiHil 4. thaliana (GFP-ATGS8a) (g—1). Macmta6: 20 MKM.

Sk Oyno nokaszaHo paniiie, 6apBHUK LTR MOXHa BUKOPUCTOBYBATH SIK JJOKa3
aytodariuHoi A0cTaBKH BaHTaxy 10 JjizocoM [170, 171]. Kpim toro, LTR Takox
BUKOPUCTOBYBAJIMU JJIsl OTPUMAHHS BIJIMOBIAHUX JIAaHUX PO PO3BUTOK ayTodarii B
KUpOBUX KIiTUHAX D. melanogaster [172]. Ham pesynbratu [173], oTpuMani 3a
nonomororo OapBuuka LTR, mnoka3zamu, mo akTuBHI mnpouecu ayrodarii
B110yBalOThCS B YMOBaxX Mikporpasirtailii uepe3 6—9 ni0. [lonepeani nocnimpxeHHs

MPOJAEMOHCTPYBIM, IO JJIsi MIATBEPIDKEHHS pPE3yibTaTiB, OTPUMAHUX 3a
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JIOTIOMOT OO0 allUIOTPOITHUX OAPBHUKIB, CJI1]] BAKOPUCTOBYBATH JJOAATKOBI M1IXO/H,
Taki sk JiHii, mo ekcrnpecyioTs GFP-ATGS8/LC3 [171, 174]. Takum 4yuHOM, 3a
BUKOPUCTaHHA TpaHCreHHOi NiHiT A. thaliana GFP-ATG8a namu 0yJio BCTaHOBIIEHO
aKTUBHUM PO3BUTOK ayTodarii Ha 6-Ty Ta 9-Ty n00y BHUPOIIYBaHHS POCIUH B
yMOBax 3MOJIEIbOBaHOI MikporpasiTauii. Takox panime miHis GFP-ATG8a Oyna

BUKOPHUCTaHAa JUIsl AOCIIJKEHHS poJji ayTodarii B erpaaaliii xjopomiactis [175].
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Puc. 5.13. KinpkicTh ayTodarocoM y pocianHax TpaHCTeHHOI NiHii 4.thaliana

(GFP-ATG8a) na 6—-12-ty 100y KyJIbTHBYBaHHS 32 YMOB Mikporpasitauii; p > 0,05

Bapto 3a3HaunTH, M0 JOCHIIKEHHSI BIUIMBY MIKpOTpaBiTallli Ha 1HIYKIIIO
aytodarii y pociuH paHilie He mpoBoawiucs. Panime nume Oyno BiOMO PO
JOCIIIIKEHHST PO3BUTKY ayTodarii B yMOBaxX MIKpOTpaBiTallii 3 BUKOPHUCTAHHSIM
kimitud HEK293T, mo crabinsHo ekcnpecytiote GFP-LC3 [176]. Takox Oyno
BCTAHOBJICHO, 110 KJIIHOCTAaTyBaHHS IUX KIITUH MPU3BOAUTH 10 YTBOPEHHS
ayTodarocoM y IUTOIIa3M1 Ta 3MIHIOE €KCIPeCcito ayTo(dariyHux MapKepiB, TAKUX
ak LC3-1T ta p62 Bxe uepe3 72 roauuu. [Haykiis ayrodarii cynpoBoKyBanacs

aktuBaniero AMPK (AMP-3anexHoi npoTeiHKiHA3M) 1 3HMXKEHHSM aKTHUBHOCTI
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MmimieHni panaminuay (mTOR), mo € "HeratuBHUM perynstopoMm aytodarii. s
niarBepkeHHss  poiat AMPK  y  mpomeci  inaykmii  aytodarii 32 yMOB
KJIIHOCTATYBaHHS aBTOPU BUKOPUCTOBYBaU SIRNA sl mpurHidYeHHsS eKcrpecii
AMPK. BusBunocs, 1o KIiTUHH 3 NpurHideHow ekcnpeciero AMPK He nokazanu
IHAyKIil0 aytodarii miag  BIUIMBOM  3MOJIENIBOBAHOI  MIKpOTpaBiTallii, 110
niarBepkye BaxiauBicth AMPK y perynsii nupsoro nponecy. Kpim toro, Oynio
MPOBEJEHO JociikeHHs Ha KiiTuHax C2C12, o6 nepeBipuTy iIHAYKIIIO ayTodarii
B M SI30BUX KJIITHUHaX. Pe3yabTaTu miATBEpAMIIH, 110 MIKPOTpABITAIllS IPU3BOIUTH
JI0 YTBOPEHHS BEIIUKUX Ta XxapakTepHux mwisiM LC3 B nuTomniasmi, o CBIIYUThH PO
iHaykuito  aytodarii. JlocnmiaHuKA AIAOUIM  BUCHOBKY, 10 3MOJEIhOBaHA
MIKpOTpaBiTallis cupusie IHAYKIT ayTodarii yepe3 peryJisifito CUTHAIbHUX HUISX1B
AMPK-mTOR. Ile BiIKpUTTS Ma€ Ba)XJIMBE 3HAUCHHS JJIsi PO3YMIHHSI TOTO, SIK
MIKpOTpaBiTallil BIUIMBA€ HAa KIITUHHI TPOILIECH, Ta SK BOHA MOXE CIPUSITU
po3p0o0I1Ii HOBHX MiAXOJIB O 3amoOiraHHs M’si30BiM aTpodii mij yac TpUBAIUX
KOCMIYHUX MOJIbOTIB IUIIXOM MOJYJISIIIT ayTodartii.

VY3aranpHiOOUM  pe3ysibTaTH, M0 OyJlid OTpUMaHi 3a JOIMOMOTOIO
MIKpPOCKOMIYHOTO aHanizy 3 BukopuctandsaM JiHii GFP-ATG8a ta 6apsauka LTR,
MOXHa 3pOOUTH BHUCHOBOK, III0 B YMOBaX MIKpOrpaBiTailii HalOUIbIl aKTUBHO
iHayKiis aytodarii BigOyBaeThesa yepe3d 6—9 ni6. B Toit uac, sk udepe3 12 nib
BHUPOIIYBaHHS BUSABJICHO 3MEHIIECHHS KUIBKOCTI ayTo(arocom, 10 CBIAYUTH PO
BAXKJIMBY POJIb MpoleciB ayTtodarii mij BILTMBOM MIKpPOTPaBITALlIMHOTO CTpECy.
MoxHa TpPUIYCTUTH, IO TaKe 3HIKEHHS PO3BUTKY ayTodarii (moaiOoHo A0
KOHTPOJIIO) MICJSl TPUBAJIOTO MEPiOy KyJIbTUBYBAHHS B YMOBaxX MiKporpaBiTallii
MOXxe OyTH TNOB’si3aHE 3 aJalTalll€l0 POCIWHU 10 BIJICYTHOCTI CTaJOro BEKTOpa

rpaBiTalii.
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PO3JILT 6

POJIb OKCHUJIY A3OTY Y BUIIOBII A. thaliana HA JIIYO
MIKPOTPABITAIIIi TA POJIb AYTO®ATTi B OIOCEPEJIKYBAHHI
I[bOI'O MPOIECY

6.1. BB eKk30reHHOro J0HOopa Ta ckaBenakepa NO Ha picT i po3BUTOK

NpPopocTKiB A.thaliana

Okcung azory (NO) — curHaibHa MOJIEKyJa, 3allydeHa 0 peryJsiii
PI3HOMAHITHUX TMPOLECIB y POCIHMH: Bl NPOPOCTAHHS HACIHHS, iX POCTY Ta
PO3BUTKY /0 UBITIHHA Ta Ao3piBaHHs mioaiB [177]. Kpim Toro, NO sik curHanbHa
MOJIEKyJa BIAIrpae KJIIOYOBY POJIb Y BIAMOBIJI POCIAMH Ha JMit0 OIOTUYHUX Ta
a0l10TMYHUX CTPECOBHX YMHHUKIB. 30kpema, NO mijBuillye CTIHKICTh POCIUH A0
TaKUX CTPECIB, K IOcyxa, 3acoieHHs, Y ®-B BUIPOMIHIOBAHHS, BIUIMB Ba)KKHX
MeETalliB, BUCOKUX Ta HU3bKHUX Temmepatyp [151, 178-180]. IIponemoncTpoBaHo,
110 NpH Ypa)KeHH1 POCIMH MaTOT€HAMH BiI0YBA€ThCS BUBLIbHEHHS MoOjeKkyd NO,
110 BKA3Yy€ MPO iX 3ay4EHHS Y PETyJIsLi0 CTINKOCTI 40 XBopoO [181].

BusBneno, mo eruneH, kaublid, ROS Tta NO sBIAOTHCS HaWEPIINMU
CUTHAJIbHUMH KOMIIOHEHTAMH Y BIJIMOBIAHIN peakiiii Ha 3MiHY CUJIU TsK1HHS [ 182].
Panime nosigomitsiiocst npo poiib NO ta ROS sik MeceHakepiB y rpaBITPOIIYHIMA
BIAMOBIAl IUISIXOM BIUIMBY Ha MEPEepO3NOJUT ayKcuHy B pocauni [183]. [Jus
MIJITBEPI>KEHHS 1[1€1 TIMOTE3U KOPIHHSA MPOPOCTKIB KYKYPYA3U MiAAaBalu BILIUBY
napaboJIiuHOI Ta OMOCEPEIKOBAHOI MiKporpasitailii. B pe3ynbTaTi Oyj0 BUSBICHO
3anyyeHHs aykcuHy, ROS ta NO no dopmyBanHs rpaBiTponHoi Biamoigi. NO
MOKE OpaTH y4acThb y ME€XaHI3Max peryJssuli anonTo3y KJIITUH, B TOMY YHCII NpU
nii mikporpasitamii. Hanpuknan, y JIHMCTKax KajaHXoe, 1[0 3a3HalUd BIUIUBY
iMiTOBaHO1 MikporpasiTatii (1 00/xB), BUSIBUIN 301IbIIEHHS KIJTLKOCT1 allONTHYHUX

KIITHH, o Oe3nmocepeaHbo KkopentoBano 3 piBHeM NO [184]. Pesynbpratu
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nociimkers poii NO y jokamizamii Ounka PIN2 ta TpancmopTi ayKCHHY HOpH
IpaBITPOMNIYHIN peakilii BKazyloTh Ha 3aiydeHHs NO sK Ba)XJIMBOrO KOMIIOHEHTY
BiAMOBiA1 pociauH Ha rpasiTaiito [185]. Caix 3a3Hauntw, 1110 poiab NO B MexaHi3Max
ajanTalii 7o MiKporpasiTallli, BKJII0Yaouu aytodarito, IpakTUYHO HE BUBYEHA. B
Haiii poboTi mpoBeAeHO AociiKeHHs poiit NO B peryisiii pocTy pOCIuH Ta
po3BUTKY ayTodarii 3a yMOB [1i CUMYJIbOBAaHOI MIKpOIrpaBiTallii 3a JOMOMOTOIO
oHOPIB Ta ckaBeHkepiB NO.

B pesynbrari npoBeneHux nociimkeHs [186] Oyino BUSBICHO, IO MOMEPEHS
00poOka HaciHHA A. thaliana po3zunaoM SNP (monop NO) B konneHntparisax 100—
500 MxM (mpoTsirom 24 r0o1) CTUMYJIIOBaja SIK MPOPOCTaHHS HACIHHS, TakK 1 picT
MPOPOCTKIB Ta MiABUIYBaja CTIMKICTh POCIHUH 10 MikporpasiTaiii. O6pooka SNP
MO-pi3HOMY BIUIMBaJia Ha PICT KOPEHS MPOPOCTKIB B KOHTPOJbHHUX YMOBaxX Ta 3a
yMOB 3MiH rpaBitaiii. B kouTponsHux 3paszkax SNP B konuentparii 100 ta 500
MKM CTUMYJIOBaB MPUPICT KOPEHIB HA 6-Ty Ta, 0COOIUBO, 8 100y BUPOIIYBaHHS
(puc. 6.1. a.). Y KoHTpoII1 IPpUPICT KOPEHS 301IbITyBaBCs B Mexkax 18 %, nocsraroun
MakCcMMyMa Ha 6-Ty 100y pocTy, 0co0JKUBO Mpu BUkopuctanHi SNP B koH1ieHTpaIrii
500 MxM (Ha 64 % BIAHOCHO KOHTPOJIIO 0€3 00poOKH). 32 YMOB KJI1HOCTATYBAaHHSI
TaKO0X OyJI0 BUSIBJICHO MO3UTUBHUM BILTUB AJoHOpPa NO, HAaUOIBIINN CTUMYTIOI0OUHMA
edexT crioctepiranu Ha 8 100y npu KoHreHTpairii 100 mxM SNP (1a 35 % BigHOCHO
KJIIHOCTaTOBaHUX POCIuH 0e3 00poOku SNP).

B pe3ynbraTi nonepenuboi o0poOku HaciHHs cPTIO (ckaBenmxep NO) y
koHeHTpaiisax 100—-1000 mxM BcTanoBieHo, 110 cPTIO npurHiuye picT roIoBHUX
KOpEHIB MpopocTKiB A. thaliana. Ilicns o6pobku cPTIO y konnentpanisx 100-500
MKM Bi10yBasiocsi HE3HAYHE CIIOBUIBHEHHS POCTY KOPEHIB 1 OLIbII BUpPAKEHE —
nicnga o6poOku cPTIO y konnentpanii 1000 MxM (puc. 6.1. b). Ockinbku pict
KopeHiB micig oOpooku cPTIO Bce x Taku NpOAOBXKYBaBCs, II€, BIPOTIIHO,
MOSICHIOETHCA THUM, IO MIATPUMAHHS TEBHOIO BHYTPIIIHHOKIITUHHOTO PIBHSA
eugorenHoro  NO  moxe  3a0e3nedyBaTUCh  TMOCTIHHOIO ~ AKTUBHICTIO

HITpaTpeayKTa3Hoi Ta/abo L-apriniH-3ai1eKHO1 CUCTEMH MOTO CUHTE3Y.



79

Kontpons (SNP) Kninocrar (SNP)
30 30 =
z - z
= 25 > =25 e
m L M L 5
S | 7Y \ st
z 20 T T £ 20 3
(5] T - (5] _ i
o =9 %
g 15 1_ g 15
ST, - i 5.4
;‘E)_ 10 T Boza -E_."u Fo }:c:in (s0z3)
= < E 100 M E 2 X Crig=100 aM
= 4 500 35N 9 = d— Krin=-500 30\
= o 1000 30\ = Kxiz=1000 36\
v v
4 ni6 6 nid 8 1id 4 ni6 6 nid 8 nid
Koutpons (cPTIO) Kninocrar (cPTIO)
30 30
= =
= 25 I =25
o o ¢ o
£ 20 i : £ 20 = i
& 2 T
g B . - g - E 1
ST : 10 -
é_ e = —e— Boxa =g - o — Knim(soms)
= s vil 100 3M S 5 Krig=-100 300\
o J < o D S
= 500 M = = Knig=500 oM
0 1000 3aM 0 Kig=-1000 3\
. . > : . —
4 i 6 ni6 8 ni6 4 1i6 6 1i6 8 16

Puc. 6.1. [Ipupict ronoBHUX KOpeHIB A. thaliana 3a yMOB KJIIHOCTaTyBaHHS

Ta 00pooOkm (a) SNP, (b) cPTIO

B 3aranpHux puicax Mop¢oJIoriyHI MOKa3HUKHU MPOPOCTKIB A. thaliana nipu
KJIIIHOCTAaTYBaHHI Majo BIAPIZHSIIMCS BiJ KOHTPOIIO. 30Kpema, KIIHOCTaTOBaHI
MPOPOCTKU BIAPI3HSUIUCS BiJ KOHTPOJBHUX JI€30PIEHTAIIEI0 POCTY, IO Oyi0
OB’ A3aHO 3 MOCTIMHOIO 3MIHOIO iIXHBOTO MOJ0XKEHHS BIITHOCHO BEKTOpA IpaBiTallii.
Cnin 3a3HauuTH, 10 30Ha AudepeHuiamnii 3 HecPOPMOBAHUMH KOPEHEBUMU
BOJIOCKaMH OyJia JIOBILIOIO MOPIBHSIHO 3 KOHTpoJieM (puc. 6.2. a, b). Kpim BBy Ha
pICT TOJOBHUX KOPEHIB MPOPOCTKIB A. thaliana, 00poOka €K30T€HHUM JTOHOPOM
SNP cnopuuussiia psin 3MiH iX Mop@doJorii, 1Mo MpOsBIJIOCH B iHIIIALIT
(dhopMyBaHHS HOBUX KOpeHEBUX BOJIOCKIB. Tak, micist 00poOku HacinHs 1000 MxM
SNP cnoctepiranu iHTEHCMBHE yTBOPEHHS HOBUX KOPEHEBHMX BOJIOCKIB Yy 30HI
mudepeniianii. [TogidHa kapTuHa criocTepiraiach 1y KIIIHOCTaTOBAHUX POCIIHUH, SIKi

3a3HaBaM 00poOku JoHOpOoM NO (puc. 6.2. ¢, d).
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Y KOHTponbHHUX pocCiIUH o00poOka ckaBeHmxepom 1000 mMxM cPTIO
MPU3BOJAWIA /10 YTBOPEHHSI 3a4aTKiB YMCICHHUX KOPEHEBUX BOJIOCKIB, SIKi
MPUTIAHSUIA PICT, 110 OYyJI0 TaKOX XapaKTEepPHO 1 JJIsl KJIIHOCTATOBAHUX MPOPOCTKIB
(puc. 6.2. e, f). Takum uumHoM, oOpoOka cPTIO mnpuszBOAUTH A0 YyCYHEHHS
010JI0T1YHOT aKTUBHOCTI eHaoreHHoro NO, 1o miaTBep/Kye HOTo 3B’sA3yBaHHS 31

CKaBEH/I)KEPOM.

(a) . (b) ol (C) (d) i (e) : 100 ym (f) oum

Puc. 6.2. Mopdonoris KOpeHIB TMpOpoCTKiB A. thaliana 3a yMOB
kiiHoctaryBaHHsa Ta 00pooku SNP/cPTIO (1000 mxM); (a) — H20; (b) — kiHOCTAT;
(c) — SNP; (d) — xkminoctat/SNP; (e) — cPTIO; (f) — xminrocTtat/cPTIO. Macmitab:
10x

OTpuMaHi HaMU pe3yJIbTaTH y3TOJKYIOThCA 3 pe3yJbTaTaMu Py aBTOPIB,
AK1 TATBEPKYIOTh BaKIUBY poiib NO y mpoiiecax kopeHeyTBopeHHs. NO Takox
Oepe ydacTh y peryJisiii CIoKorw Ta mpopocTanHs HaciHHsA [187, 188]. Illomo
MexaHi3MiB aii, To NO MoXxe B3aEMOIIATH 3 IHIIMMHA TOPMOHAMH, 1 Bia iX
B3aeMoOanaHcy 3alexuth edext voro aii. NO Moke BIIMBATH Ha METa00J13M
a0bciu30BO1 KUCIOTH ab0 Ha ii OamaHC 3 TiOEpeioBOI0 KHUCIOTO, IO PETYIIOE
CIIOKIM Ta aKkTHUBAlLil0 MPOpocTaHHs HAciHHSA. NO TakoX B3a€EMOJIE 3 ayKCMHOM B

peryJiilii po3BUTKY KOPEHiB, 0 TPU3BOAUTH 10 (POPMYBaHHS KOPEHEBUX BOJIOCKIB,
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30UIBIIYIOUH KUIBKICTh 1X 3a4aTKIB, @ TAKOXK JI0 MOJAOBKEHHS I'OJIOBHOTO KOPEHS 3a
paxyHOK 30UIbIIEHHS aKTUBHOCTI KopeHeBoi mepuctemu [189]. 3okpema, konu
KOpIHb 3a3HA€ TPaBICTUMYJISALII, ayKCUH MEPEBAXKHO TPAHCIOPTYETHCA B HUXKHIO
YaCTUHY 30HU PO3TATY, YTBOPIOIOYM TPAJIE€HT KOHLEHTpALil B I obnacti (UM
OOYMOBIIIOETHCA TaJIbMyBaHHS PO3TSATHEHHS KJITHH), 10 CIHOHYKa€ KOPIiHb
sru"Hatucss BHU3 [190]. AcuMeTpUYHHMI pPO3MOJIT ayKCHUHY BHKJIMKAE CEPIIO
HACTYIHUX KaCKaJHUX PEaKI[ii, TAKUX SIK 3aIyCK ACUMETPUYHOTO PO3MOILTY 1HIINX
CUTHAJIbHUX MOJIEKYJ, 30kpema NO [191].

Takoxx  HemomaBHi  jgochijxeHHs  Minibayeva Tta  iH.  (2023)
npoaemMoHcTpyBanu, o goHopu NO (SNP) 1 momiamid (criepMiH) BUKJIMKAIOThH
IHOyKIil0 aytodarii B KOpeHsX miieHuli, npu ubomy SNP BusBuBCs
HaliepekTuBHIUM 1HITYKTOpoM. NO 1 ROS BigirparoTh BaxJIMBI CUTHAJIbHI POJIi B
IIbOMY MpOIIECi, 0 mMATBEepKYy€eThcs TeHepaiieto NO 1 HakonnueHHsIM HoO» min
gyac 00poOku HiTputoM. Takox OyJlO BHUABJIEHO, IO EKCIpecis TeHIB alg,
3MiHIOBanachk micnsg o0poOku goHopamu NO 1 cnepminy. Lli pesynbratu
MEPETUHAIOTHCS 13 HAIIUMU JIOCTIKEHHSAM, OCKIJIBKY MIITBEPIKYIOTh BAXKIIUBICTh

NO y nporecax, moB’si3aHUX 3 POCTOM 1 pO3BUTKOM pociuH [121].

6.2. Jocaigxenns smicty NO y BiinoBiab Ha 1it0 MikporpasiTauii

Mexani3zM a1i NO Takosx IoB’si3aHHl 3 Moro B3aemonlicio 3 ROS, mo moxke
MOKpaIlllyBaTu OKHUCITIOBAJIbHO-BITHOBHUI roMeocTas 1 MOCUJIIOBaTH
AHTUOKCUJAHTHY 3JaTHICTh KMTUH [192], a TakoX 1HAYKYBaTU YyTBOPEHHS
TOKCUYHOTO aHioHy mnepokcuHiTputy (ONOO7) [193]. Ha TBapuHHUX KIITHUHAX
MOKa3aHo, 110 MIKPOTpaBiTallisl 1HAYKY€E aHT10T€HE3 Yepe3 TAKUW CUTHAIbHUHN MIJISX:
inaynuoensHa NO cunTaza — okeunt azoty — ul M® [194]. YMmoBu MikporpasiTaiiii
MOXYTh 30UIbIIYBATH SIK AKTUBHICTh AHTUOKCUJIAHTHUX (PEPMEHTIB, TaK 1 BMICT

[NIyTaTIOHY, L0 € BaXJIMBUM MEXaHI3MOM Y CHUCTE€MI 3aXUCTy KJIITHHU HPOTH
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OKHCHOTO CTPECY Ta BiIIrpae BaXJIUBY poJjb Yy aJanTallli TBApuH A0 MIKporpasiTallii

[195, 196].
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Puc. 6.3. Bwmict engorennoro NO B mnpopoctkax A. thaliana 3a yMoB

KJIiHOcTaTyBaHHA Ta 00poOku SNP a6o cPTIO

B wamiii poGoTi Oyno mMOpoOBEACHO MAOCHIKEHHS [0 BU3HAYECHHIO
BHYTPIIIHbOKIITUHHOT BMIicTy HITpUTIB (NO2) B KJIIHOCTATOBAaHMX POCIMHAX 3a
nonomororo peakiii I'picca. Konuenrpaiiito HITpuTiB (MKI/MII) BU3HA4Yalu Ha 6 Ta
9-1y 100y KyJIbTHUBYBaHHS MPOPOCTKIB A. thaliana, nonepeanbo 00podiaeHux SNP
a6o cPTIO B konuenTpariii 1000 MxM. B pe3ynbTaTi npoBeAeHUX JOCTIIKEHB OyI10
BHSIBJICHO, 1110 Ha 6 100y BUpolyBaHHS 00poOka SNP mpr3BOAUTE A0 MiABUIIICHHS
piBHs eHporeHHoro NO B 1,5 pa3a y KOHTpOJBbHHMX pociuH Ta B 1,8 paza — y
KJIiHOCcTaToBaHuX (puc. 6.3.). Ha 9-ty 100y Ky 1bTUBYBaHHS BHYTPIIIHbOKIITUHHUN
BMIiCT NO MOCTynoBO 3HUKYBABCS, [0 MOXE CBITYUTH MPO AANTAIlI0 POCIUH A0
BILUIUBY 3MIHEHOI rpaBitailii. BaxxnuBo 3a3Hauntu, 1o oopodka cPTIO nmpusBoauia

10 3HUKEHHS BMICTY eHjoreHHoro NO, oco0iMBO 3a YMOB KJIIHOCTATyBaHHS. 3a
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ux yMoB BMicT NO, 1HIyKOBaHUM KJI1HOCTAaTyBaHHIM, 3HUXKYyBaBcs B 1,3—1,35 pa3za
micist 00poOku ckaBeHKepoM NO (puc. 6.3.).

OxkpiM BUMIpIOBaHHS BHYTPIIIHBOKIITUHHOI KOHIeHTpallii NO, Hamu 0yIio
BUKOpHcTaHOo dayopectieHTHU 6apBHUK DAF-FM DA ni1s BU3HaueHHSI TKAHUHHOT
nokanizanii NO B KOpeHsX KIIIHOCcTaToBaHUX pociuH [197]. BaxnuBo 3a3HauuTH,
mo DAF-FM DA BUKOPHCTOBYETBCS JUIsl BUSBIICHHS Ta KIJIbKICHOTO BU3HAYEHHS
HU3BKUX KOHIIEHTpaIlii okcuay azory (NO). B pe3ynbrati mpoBeieHUX TOCTIKEHb
OyJ10 BUSIBJIEHO (hIyOpecIeHIliI0 OapBHUKA B €IliIepMaIbHUX KIITHHAX KOPEHIB Ha
6-Ty 100y BupoinyBaHHs (puc. 6.4.). UacoBuii npomixkok 6 mi0 oOupascs
BIIMOBIAHO JO PE3yibTaTIB MONEPEAHIX JTOCHIIIKEHb, OMUCAHUX BUIIE, aJKe
HalOUIBIIMI MK ayTodarii npunagas Ha 6 100y. dayopecueHTHUH aHalli3 MOKa3as,
o 06podka pocinud goHOpoM NO (SNP) nmpu3BoAuTh 10 3HAYHOTO IMABHUIICHHS
piBHs (hIyopecleHIlli, 0 CBIIYUTh Npo 30UIbIIeHHs KoHLeHTpalii NO y KiiThuHax
KOPEHIB SIK 32 HOpMaJIbHUX YMOB, TaK 1 32 YMOB KJIIHOCTaTyBaHHs (puc. 6.4. c, d).
Ha puc. 6.4 Mu MOXeMO CHOCTEpIiraTH MOSIBY 3€JI€HOTO CUTHAIY Micis oO0poOKu
noHopoM NO (SNP) sx B KOHTpOJI, Tak 1 32 YMOB KJIIHOCTaTyBaHHsS. YMOBHU
MIKpOTpaBiTallii € CTPECOBUMU JUIsl POCIUH, 1 MijBUIlleHHS piBHSI NO Mmoxe OyTu
YaCTUHOIO aJanTUBHOI BIAMOBIAI POCIMH Ha el cTpec. HaBmaku, BUKOpUCTaHHS
iurioiTtopa NO (cPTIO) 3HauHO 3HMXKYBajao 1HTEHCUBHICTH (puryopecueHiii (puc.
6.4. e, f), mo cBiMUUTH Mpo 3B’s13yBaHHs eHgorenHoro NO 3 cPTIO.

TakuMm 4YMHOM, pe3yJabTaTU JAHOTO AOCIIKEHHS BKa3ylOTh Ha BaXKJIMBY POJIb
OKCHUJTy a30Ty B peryJisiii ¢i310JIOTIYHUX MPOIECIB B KOPEHSAX POCIUH B yYMOBax
Mmikporpasitaiii. [ligsuienns piBast NO npu cTpecOBUX YMOBaX MOKE CIYTyBaTH
3aXMCHUM MEXaHI3MOM, COPSIMOBAHMM Ha TMOKPAICHHS BUXKMBAHHS Ta ajanTarli
pociuH. Iloganpin  AOCHIIKEHHS HEOOXIOHI [ T[JIMOLIOr0  pO3yMIHHSA
MOJIEKYJISIpDHUX MEXaHi3MIB, IO JIeKaThb B OCHOBI IIbOTO MPOIECY, a TAKOXK s

PO3pOOKHU CTpaTEerii MOKpaIEHHs CTIMKOCT1 POCIUH IO CTPECOBUX YMOB.
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H.,O SNP cPTIO

KouTtposb

100 pm

KuiHocrar

Puc. 6.4. Jlokanizamis NO B KIITHHaX KOpPEHS Ta KOPEHEBUX BOJOCKAX
A. thaliana na 6-ty 100y BUPOIIYBaHHS 32 HOPMaJIbHUX YMOB 1 MIKpOrpaBiTailii, a
Takox 3a 00poOku SNP uu cPTIO. Macmta6: 10x; (a) — H20, kontpons; (b) — H20,
kiiHoctart; (c) — SNP, koutpos; (d) — SNP, kninoctat; (e) — cPTIO, koutposns; (f)

— cPTIO, xminocrar. Macmrad: 10x

Takox Oyi0 mpoOBEeACHO KUIBbKICHY OLIHKY PIBHIB (uiyopecueHiii (yMm. oxn).
Puc. 6.5 neMoHcTpye piBeHb (Puryopecteniiii okcuay azory (NO) B emigepMalIbHUX
KIIITHHAX afneKkCcy KOpPEHIB Ta KOpeHeBUX Boiiockax Arabidopsis thaliana micns
o0pobku monopom NO (SNP) Tta 1uriditopom NO (cPTIO) 3a ymoB
KJiHocTtaryBaHHA. Ha KOHTposibHUX 3pa3zkax, o0pobnenux Bomotro (H20), BuanHO
O0azanbHUIl piBeHb (IYyOpECUEHIlll, SIKUM TOMITHO TMIiJBUIIYETHCS 3a YMOB
KJIIHOCTATYBaHHA, 1[0 BKa3ye€ Ha BIUIMB MIKporpasitaiii Ha meradonizm NO y
KOPEHSX pociHH. 3pa3ku, o0pobiaeHi SNP, moka3yioTs 3Ha4HE MiABUIIIEHHS PiBHS
(dbayopecuieHIlli K 3a HOPMAJIBHUX YMOB, Tak 1 3a yYMOB KIJIHOCTAaTyBaHHS, 11O

CBIIUUTHh MNPO 30UIBIICHHA BHYTPIIHBOKIITUHHOI KoHUeHTpaiii NO. HaBmaku,
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3pa3ku, 00pooOseHi cPTIO, neMOHCTpPYIOTh Maii’ke TIOBHY BIJCYTHICTb
(dbayopecuieHIli K 32 HOPMAJIBHUX YMOB, Tak 1 3a YMOB KIJIHOCTAaTyBaHHS, IO
miATBepKye eexTuBHe 3HUMKEHHS piBHS NO 1Hr16iTOpOM. 3aramom, OTpUMaHI
JlaH1 BKa3ylOTh Ha Te, 10 MIKpOTpaBiTallis 3Ha4yHO MHijBuiilye piBeHb NO y KOpeHsx
pociuH, a 00podka SNP nomatkoBo mijacuitoe 1eit eext, Toai sik inridirop cPTIO

edexTuBHO 3HMXKYE piBeHb NO B KIIITHHAX HE3aJIEKHO BiJl yMOB BUPOIIYBaHHS.
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Puc. 6.5. PiBenb ¢ayopecuenuii NO B emiiepMalibHUX KIITHHAX amnekcy
KOpPEHIB Ta KOpeHeBHX BoJjiockax micist o0poOku SNP/cPTIO 3a ymoB

KJIIHOCTATyBaHHS

Panime Ha kopeHsx coi Oyyo mokazaHo, mo NO Takox Oepe ydactb y
rpaBiTponiyHoMy BuruHaHHi kopeHs [198]. 3a momomororo G6apBHuka DAF-2DA
OyJI0 BUSIBJICHO, 1110 TPAaBICUMYJISIIisl BUKIUKAE IIIBUIKE ACUMETPUYHE HAKOTTUYCHHS
NO B kopeHsix, 110 € HeoOXiqHUM Yy BiamoBiAl Ha ctpec. Poinb NO B perynamii
MIKpOTpaBiTallli JOCTIKYBaIu TaKOXK Ha IllaHo0akTepisix Microcystis aeruginosa,
10 JIO3BOJWJIO aBTOpaM 3MOJENIIOBAIM HACTYIHY MOCIIAOBHICTh MOMAIM, SIKI

Bi10yBatoThes miciisg 00pooku SNP ta cPTIO B TakoMy mopsiiKy: MiKporpasiTalis
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—3MiHH renepaiiii NO — nigBuiieHHs koHneHTpamii NO — HaAnpoayKiiisi MpOAYyKTIB
NO ta NO-moxigHuX — HITPO3aTUBHUU CTpeC — HEraTWBHI HaAcHiaku. Skmo SNP
nocuiaoe Hagnpoaykiito NO B yMmoBax Mikporpasitamii, To cPTIO, naBnakw,
nepexomnoe yactuHy NO 1 omocepellKOBaHO 3MEHINYE BIUIMB TOKCHYHHUX
NpoayKTiB, renepoBanux 3 NO [199]. TakuM 4yMHOM, BUKOPUCTaHHS €()EKTUBHUX
noHOpiB 1 ckaBeHxkepiB NO Moxke OyTH pEeKOMEHJO0BaHO Uisi 3a0e3MeyYeHHS
peryJitoBaHHs BMICTY eHoreHHoro NO, sikuil 3ay4aeThes 10 BIAMOBII KJIITHH Ha

BIUIUB (haKTOPIB 30BHIIIHHOTO CEPEOBUIIA, 30KpeMa MIKpOTpaBiTallii.

6.3. Poab ayrodarii y BiamoBiab Ha ail0 MiKporpasiTaumii 3a y4acri

OKCHY a30Ty

AOuU IOCHIIUTH BIUTUB JIOHOPIB Ta ckaBeHkepiB NO Ha 1HIYKIIIO MPOLECciB
ayTtodarii 3a yMOB MIKporpasirtailii, 0yJi0 BUKOPUCTAHO (HDIIyOpeCIieHTHUI OapBHUK
LTR [197]. Bizyamizauito aytodarocoMm mnpoBoauiaud Ha 6 00y BHUpOIIYBaHHS,
OCKUIbKH 3a MOMEPEIHIMU JaHUMHU B IIeH Nepio BIAOYBAEThCS 1HAYKIIS MPOLECY
aytodarii. B pe3ynbrari JOCIIKEHHS AMHAMIYHUX 3M1H ayTodarii Oyi0 BUSBICHO
BHYTPIIIHbOKJIITUHHE HAKOMUYEHHsI ayTodarocoM Ha 6-Ty 100y BUpPOIIYBaHHS Ta
MOCTYNOBE 3MEHILEHHS iX KUIBKOCTI IPHU MOJANbIIOMY KYJIbTUBYBaHHI 3a YMOB
Mikporpasitaiii. I 3’ scyBanns poiai NO y po3BUTKY ayTodarii BAKOPUCTOBYBaIU
00poOKy HACiHHS K TOHOPOM, Tak 1 ckaBeHkepoM NO. 3riJIHO OTpUMAaHUX JAHUX,
00po6ka SNP He mpu3Boamiia 10 CYTTEBUX 3MIH Mpollecy ayTodarii mopiBHSIHO 13
KJIIHOCTaTOBaHUMH 3pa3zkaMu 0e3 00poOku SNP (puc. 6.6. c¢). Lle cBiguuth mpo
MO>KJIMBY 1HT10YIOUY pOJIb MOJIEKYJI OKCUIY a30Ty Ha IMpolecH ayTodarii 3a yMOB
Mikporpasitaiii. HemomaBHo omnyOmikoBaH1 J1aHl MOKa3ylOTh MPOTUIICHKHI
pe3ynbTatu, a came o0pooka nmenutli gJonopom NO 1HyKyBaia mpoiiecu ayrodarii
3a HOpMaJIbHUX YMOB [121], ane y Hamomy BUMAAKY POCIUHH MiJAaBalUCh CTPECY
MIKporpasitailii, i, MOXJIHMBO, KOMOIHAIII CTpeCy Ta BHECEHHS JJ0JaTKOBHX

Moekya NO He cipuuuHuIM 3pocTanHs ayrodarocom. Panime Sarkar ta in. (2011)
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TaKo OyJ0 moKa3aHo, 1o NO npurHidye CHHTE3 ayTo(arocom 3a J0moMOroro psiay
MexaHni3MiB. NO nopyinye aytodarito IIIsIX0oM 1Hr10yBaHHS aKTUBHOCT1 CyOCTpaTiB
S-nitposumoBanua, JNK1 ta IKKB. Kpim toro, NO inrioye IKKP 1 3uHMKY€E
dhochopumoBanass AMPK, mo npu3Boauts a0 aktuBaiiii mTORCI1 gepes TSC2
[200].

Kontpons Kninocrar

Kninoctatr/SNP Kninocrar/cPTIO
(c) )

Puc. 6.6. Jlokamizauisa ayrodarocoM B KIITHHaX KOpeHs A. thaliana Ha 6-
Ty 700y BUPOIIYBaHHS 3a YMOB KJIIHOCTAaTyBaHHs: () — KOHTPOJb; (b) — KJIIHOCTAT;

(c) — xkmiroctat/SNP; (d) — kmiroctat/cPTIO. MacmTa6: 20 MkM

JlocniixeHHs KOMOIHOBAHOTO BIUIMBY KJIIHOCTaTyBaHHs Ta 0OpPOOKU HACIHHS
cPTIO nmnokazano He3HayHe 30UIbIIEHHS ayTodarocoM B TMOPIBHSHHI 13
KJIIHOCTaTOBaHUMHU 3pa3zkamu 0e3 00pooku cPTIO (puc. 6.6. d). Moxmnugro, cPTIO,
Oynyuu ckaBanmxkepoM NO, miiicHO MOXKe COPUYUHATU THAYKIIIO ayTodarii yepes

3HMKeHHA piBHSA NO Ta nopyiieHHs BIANOBIAHUX CUTHAIBHUX ILIAXIB, OB’ I3aHUX
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3 ayrtodarieto. JlaHi pe3yJbTaTH BUMArarTh MOJATIBIINX OUIBII TJIHOOKHUX
MaifOyTHIX JOCIIIKEHb.

Icnye Hebarato nocaiKeHb MPO B3a€EMO3B’SI30K MK MIKPOTpaBITAIlIEIO Ta
NO, npoBeaenux Ha TBapuHax. [lokazaHo, 1110 MIKpOTpaBiTallisi MOXKE BIUIUBATH HA
cunte3 NOS ta BupoOaenns NO y ccasuiB [201]. Tak, octreo061acTu, KyJIbTUBOBaHI1
32 YMOB MOJIEIIOBAHOI MIKpOTpaBiTallii, JEMOHCTPYIOTh BHINY akTHUBHICTH NOS 1
niaBuineHy npoaykuiro NO. Brinus mikporpasitaiiii IpU3BOAUTH J0 MiABUIIECHHS
Bmicty NO, a takox INOS ta MPHK y cepueBux miomnurax urypi. YacTkoBo, sik
BBaXaloTh, uepe3 akTupailito mnporeinkiHazun C [199]. YMoBu MikporpasiTaiii
MOXYTh BIUIMBATH HA PO3BUTOK €MOpPIOHIB MHILEH HIJISAXOM PETyJIsIii ekcrpecii
NO. Tak, y KyJbTypaJIJbHOMy CEPEIOBHUIIl 3a YMOB MIKpOrpaBiTalli BHUSBIEHO
Buiuii BMicT NO Ta aktuBHICTH NOS, 110 MOTEHIIIHHO MPU3BOJIUTH A0 3aTPUMKH
€MOPI1OHAJIBLHOTO PO3BUTKY MUIIII Ta anonTo3y KiIiTuH [202].

IcTtopis mochimkxenr NO Ha pociamHax 3HAYHO OOMEXEeHa, 10, BJAcHE, 1
BKa3y€ Ha aKTyaJbHICTh Ta MOTPeOy B Takux podotax. Bimomo, mo NO perymtoe
PI3HOMAaHITHI KJIITUHHI CUTHAJIU Yepe3 S-HITPO3WIIOBAHHS CIIEHU(PIYHUX 3aJIHIIKIB
nucteiny OuikiB [153]. BHyTpIIHBOKIITUHHUN pPIBEHb S-HITPO30TIYTAaTIOHY
(GSNO), ocHoBHoOro Oiosoriudo aktuBHOro Buay NO, perymoerbcss GSNO-
penykrazoro (GSNOR), sika € ronoBHuM peryisitopom curtaminry NO. Panime
OyJl0 TMPOJAEMOHCTPOBAHO, 10 S-HITPO3WJIIOBAHHS BHUKJIUKAE CEIEKTUBHY
aytodarito B KIITUHAX A. thaliana y BIANOBIAb HAa KUCHEBE TOJIOJYBaHHS. S-
HitposwntoBaHHs GSNORI1 no 3amumiky Cys-10 iHaykye xoHdopMaliitHi 3MiHU
yepes3 3ayuyeHHsl OUIKiB, sKi koaytoTh 010k ATGS8. Ilicns 3B’ g43yBaHHs 3 OLIKOM
ATG8 GSNORI1 koMmapTMeHTami3yeThcsi B ayTodarocomax Ta gerpaaye. OTxe,
BKa3aHUN MeXaH13M JIEeMOHCTpY€E (P1310JI0TTUHY 3aJIEKHICTh CEJIEKTUBHOI ayTodarii
Ta iHayKoBaHe S-HiTpo3witoBaHHAIM GSNORI y 3B’s3Ky 3 TIMOKCI€I0, TUM CaMUM
BCTAHOBJIIOIOYM MOJICKYJISIpHUI 3B’S130K Mk NO-CUTHajJlHroM Ta ayTodariero

[153].
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B ymoBax 3MineHoi MikporpasiTailii piBeHb GSNOR 3HM>keHMI B TOPIBHIHHI
3 Ha3eMHHM KOHTPOJIEM, OJHAK PIBHI TPAHCKPUNTY ILHOTO OUIKA 3alUIIAIOTHCS
MOCTIMHUMH, IO CBIIYWTH MPO 3HIKEHHA Jerpasaiii ta obopory GSNO, ska €
OCHOBHOI0 (hopMOI0 30epiranHs, HaMIBUAIIOTO JKepena Ta 0ydepy NO BHaACHIIOK
npucyTHOCTI cur”Hamy TsoKiHHS [203]. OpgHowacHO 30UIBIIYETHCS  PIBEHB
TpaHcnopTepa BakyossipHoro Hitpaty (NO3™) xmopugHoro kanainy A (CLC-A),
KWW OMOCepeIKoBye IMBUAKE HakonmuueHHs NOs; y BakyoJisiX Ta BUBLILHECHHS B
uuto3odi [204]. i 3MiHM BKa3yroTh Ha NpuckopeHHs cuHTe3y NO Ta 3HMKEHHS
Oydepuzaliii #oro akTUBHOCTI 3a BiACYTHOCTI cuiau TsokiHHA. Jigs NO Ha OuikH
MPU3BOAUTH 10 S-HITPO3UIIOBaHHS, 110 MOXxe BiaoyBatucs yepe3 GSNO, NO abo
npoaykT peakiiii NO - cynepokcun ta nepokcuHiTput (ONOO™) [205]. TTokazano,
o akTuBHICTE GSNOR HeoOXxi/iHa 1Sl AESIKUX peakiliid S-HITPO3WIIOBAHHS, TOI
K 1HIII MOCTTPaHCIALIHI Moaudikalii Bin0yBatoThcs He3anexHo Bl GSNOR.
TakuM YMHOM, MOXHa 3pOOUTH BHUCHOBOK, W0 PEryJIOBaHHS BMICTY
egaoreHHoro NO € Ba)JIMBOI CKJIAJIOBOI0 BHYTPIIIHBOKJIITUHHUX MEXaHI3MIB
CUTHAIIIHTY, SIKI 3aJly4arOThCA 1O BIAMOBIAL KJIITUH POCIMH Ha CHUMYJbOBaHY
Mikporpasitamito. OTpuMaHi pe3yJbTaTH CIyTyBaTUMYTh MIAIPYHTSIM IS
PO3pOOKHM MIAXO/IB MIABUILNEHHS aJanTailli poCIuH MiJ 4Yac iX KyJIbTUBYBaHHS B

yYMOBax KOCMIYHOTO I1IOJILOTY.
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PO3JILI 7

YYACTH MIKPOTPYBOUOK Y PETYJISIII HPOLECIB AYTO®ATI'TT
3A YMOB MIKPOTPABITAIIII

7.1. JdocaigiKeHHs1 BIUIMBY KJIHOCTATYBAHHA Ha  Opradisauiro

MIKpPOTPY0OOYOK y KJIITHHAX KOpeHs A. thaliana

[Topy1iiieHHs pOCTY TOJOBHUX KOPEHIB MOXKYTh OYTH HACIIJIKOM HETATUBHOI'O
BIUIMBY KJIIHOCTATyBaHHS Ha MO/ Ta €JIOHTALII0 KJIITHH, III0 MOK€E OYTH OB’ s13aHE
3 nmopyuieHHssMH B opranizaiii MT. Excnpecis xumepHoro reHa gfp-map4 y niHii
A. thaliana (GFP-MAP4) no3Bonwia HaM BUBUUTH TKaHUHOCTICHU(DIUHY
opranizaiito MT y )XKMBUX KIITUHAX KOPEHIB, K1 BUPOIYBAJIM B YMOBaX 3MiHEHO1
rpasitamii. JlocnigxeHHs npoBoauau 3 6 no 12 o0y KyJbTUBYBaHHS MPOPOCTKIB
Ha TOPU30HTAIBLHOMY KiIiHOCTATI (4 00/XB), @ KOHTPOJIbHI — Y HOPMaJIbHUX YMOBax
(6e3 kIiHOCTATY).

B pe3ynbTaTi NpoBeNEHUX MOCHIKEHb Ha 6-Ty 100y KIIHOCTATyBaHHS
CIIOCTEpIraJiv 3MiHYy TUIIOBOT OpI€HTAIll] Ta Opraxi3ailii koptTukaibHuxX MT y pizHHX
TUMAaX KIITUH KopeHs. Bcranosneno, mo MT B enigepManbHUX KIITHUHAX
KOPEHEBOTO alEKCy KOHTPOJBHUX POCIMH MalTh [EPEBAKHO IONEPEUHY
opieHrartiito (puc. 7.1. e). B iHTepda3zHuUX KIITHHAX MEPUCTEMH Bi3yali3yIOThCs
enpomiazmMariudi MT, 1m0 pagiansHo BiAXoAsaTh Bij sapa (puc. 7.1. ). YV kiniTunax
MEpPHUCTEMH, 110 JUIUTHCS, BUSABICHO Taki MITOTUYHI Pirypu MT, gk MiTOoTHYHE
BepeTeHo, mpernpodaszHa cTpiuka Ta dparMoruiact. B emiaepmManbHUX KIITHHAX
MepexiHol 30HU Ta 30HHU PO3TIATYy KopeHs A. thaliana mpuCyTH1 BHOPSAJIKOBaHI
napaienbHi psiau koptukanbHux MT (puc. 7.1. g), po3TanioBaHuX MOMEPEUYHO, a B

KJIITHHAX 30HM JudepeHIriaiii BOHM Ha0yBarOTh HABCKICHOT opieHTarii (puc. 7.1. h).
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Puc. 7.1. Opranizaiiss MIKpOoTpyOOUOK B PI3HUX THNAX KIITUH KOPEHS

A.thaliana na 6-Ty 100y BHpOIIYBaHHS 3a YMOB KJIIHOCTaTyBaHHsS: (a, €) —
eniiepMalbHl KIITUHU KopeHeBoro yoxiuka; (b, f) — 3ona mepucremu; (¢, g) —
erniiepMaibHl KIITUHU Ha PiBHI 30HU po3Tary; (d, h) — 3oHa audepenmialii.

Maciura6: 10 MM

Takox Oyno mokasaHo, mo Ha 9 ta 12-Ty 100y KJIIHOCTaTyBaHHSI POCIIHH
BUSIBJICHO HE3HAuHy jAe3opradizamito MT y KIiTHHaX ycixX AOCTIIXKYBaHUX 30H
KopeHs A.thaliana. 3miaun B opranizamii MT He mpu3Beiau A0 PI3KUX MNOPYUIEHb
pocty Ta Mopdoiorii KOpeHiB, sik HaMu OyJI0 3a3HA4eHO BHUIlle. TakUM YHHOM,
OTpUMaH1 JlaHi TMOKa3yloTh, IO 3MOJIETbOBAHA MIKPOTpaBiTallil BUKJIHMKaJa
MOpyIlIeHHsT B HaTuBHIN opraHizamii MT wyepe3 mOCTIHI 3MIHM TOJOXKEHHS
POCJIMHHUX KJIITHH 1 OpraHiB BIIHOCHO BEKTOpa rpasiTalii. Bece 11e cBiquuTh npo e,
o MT cami no cobi MOXyTh BUCTYIIATH SIK TpaBiTalliiHl PEUENTOPU KJIITHH, a 1X
CTPYKTypHA peOpraHizailisi € OJJHUM 13 €JIEMEHTIB rpaBiTAI[iiHOT Yy TIUBOCTI KIITUH

KOpEHSI.
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Bigomo, 1o IUTOCKENET POCIMHHOI KIITHHU Oepe y4yacTb Yy BIAMOBIIL
KJIITUHHOI CTIHKM Ha [II0 PI3HOMaHITHUX abloTHYHUX ¢dakTopiB. 30Kpema, IIe
CTOCYEThCS 3MIH HaTUBHOI opraHizamii MT ta M® 3a nii mikporpasirartii [92, 206,
207]. Hamri cnocTepekeHHsI TaKOXK MIATBEPKYIOTH rinoresy, o MT BigirpaioTs
BXJIMBY POJIb y Tpomi3mi. 1[I BUCHOBKM 3HAXOAATh MIATPUMKY B JOCIIIKCHHSIX
[Ileuenko Ta Kopatom (2015) npo opranizaiito IIUTOCKEIETY 3a YMOB
KJIIHOCTAaTyBaHHA. Tak, €KCIEPUMEHTH B YMOBaX CHUMYJIbOBAHOI MiKpOTpaBiTallli
BUSIBUWIM  MIJABUIIEHY YacTOTy XAaOTUYHO PO3TAlIOBAHUX  KOPTUKAJIBHUX
MIKpPOTPYOOUOK B JUCTalbHIN 30H1 po3TAry A.thaliana Ta TinokoTUNsAX B. napus
[208]. 3a maHumu JiTepaTypu, TaKOX BIAOMO, IO CAaUT COPUUHSATTA TpaBiTallii
3HaXOJUThCS B MEXaX JUCTAJIbHOI 30HU PO3TATY KOPEHs 1, SIK MPUITYCKAaIOTh, Ha
HBOTO MpuMagac 6oau3bKo 2 % BCi€l 3AaTHOCTI KOPEHs CripuiiMaTu rpasitaitio [209,
210].

Hamri  mocnmiypkeHHS — BIUIMBY — KJIIHOCTaTyBaHHS ~ Ha  OpraHizaliio
Mikporpyoouok (MT) y xmituHax xkopeHsi A. thaliana y3romXyroThes 3
omyOJIKOBAaHUMH JIaHUMHU TIPO POJIb ILMTOCKENETy B aJamnTalli pOCIHH 10
abloTMyHUX (HaKTOPIB, TAKUX SIK 3MIHEHA rpasiTallisi. 30Kkpema, OyJ0 BCTAHOBJICHO,
1[0 MPHU TPABICTIMYJIALIT OPOPOCTKIB Zea mays KopTukanbHi MT B kiTUHAX Ha
BHYTPIIIHIA CTOPOHI BUTMHY KOPEHIB 3MIHIOIOTH OPIEHTAII0 13 MONEPEYHOi Ha
MO3/I0BXkHIO. PeopieHTanis koptukanbHux MT crmocrtepiranacss TakoX B
KOJICONTUIISAX KYKYPYJ3H Ta TIMOKOTUJISAX COHAIIHMKA 332 YMOB 3MOJEIhOBAHOI
Mikporpasitaiii [211, 212], nocaiau in vitro moKa3yrTh IpaBi3aiexkHICTh IPOIIECY
nommepusanii MT. Lle nae mincraBy npumyckati, o MT cami 31aTHI BUKOHYBaTH
(GyHKIIII0O TpaBipelienTopa KIITHH, a CTPYKTypHI NepeOynoBH TyOyJIiHOBOTO

LUTOCKEJIETY € OJHUM 3 €JIEMEHTIB UyTJIMBOCTI JJO 3MIHEHOT MiKpOTrpaBITaIlii.
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7.2. PiBHi ekcnpecii reHiB a7g8 npu inaykuii ayrogarii Mikporpasirauiero

Panime Oymno BcTaHoBieHo, Mmoo Y®-onpoMiHeHHS, TOJOAyBaHHS,
OCMOTHUYHHUN Ta COJIbOBUM CTpPECH XapaKTepHUM YMHOM BIUIMBAIOTh Ha PIiBHI
ekcrpecii rTeHiB atg8 'y A. thaliana [12]. Hamwmmu xoneramu Oyio
O0XapaKTEPU30BAHO 3aKOHOMIPHOCTI €Kchpecii reHiB a-TyOyminy, Oinka ATGS 1
T€HIB €H3UMIB, 3AIYYEHHUX JI0 allETUIIOBAHHS O-TyOYJIiHY, & TAKOK I'€HIB KIHE3UHIB
(MOTOpHHUX OLIKIB), IKI MOKYTh OyTH MPUYETHUMHU JIO OTMIOCEPEIKYBAHHSI ITPOIIECIB
aytodarii 3a ywactio MT [12, 168]. Takox Oyiao MNpoBEeNEHO MOIEpPeaHI
JIOCJII>KEHHS 1[0/I0 BIUIMBY KJIIHOCTATyBAaHHSI HA MOKJIMBUI PO3BUTOK ayTodarii B
KopeHsiX A. thaliana. Otpumani pe3ylbTaTH CBIQ4aTh MOpPO  HASBHICTH
MOpGOJOTIYHUX O3HAK IHAYKII LbOro mpoiiecy B mepiog 3 6 mo 12-ty noOy
KJIiHOCcTaTyBaHHA. OJHaK BIUIMB TaKoro (hakTopy, Ik MiKporpaBiTallis, Ha pO3BUTOK
ayTtoarii Ta 3Ha4Y€HHs LbOT0 MPoLeCy AJIA aJanTalli pOCIuH 32 YMOB HEBarOMOCTI
3AJIMIIAETHCS MAJIO JOCIIKEHUM.

Bigomo, mo 6ok ATGS Bimirpae BaxIMBY poJib B IMpolecax peanizaii
aytodarii. Jlokanizyrouuch SIK 13 30BHIIIHBOI, TaK 1 BHYTPIIIHbOI MeMOpaHU
ayTodarocoMu, BiH BIAMOBIJA€ 3a BiJ €IHAHHS Ta €KCIAHCIIO MpeayTodarocoMHOi
ctpyktypu [213]. Y A. thaliana ponuna reHiB atg8 npeacTaBiieHa 9-Ma reHaMu, K1
BiIHECEHI /10 TpbOX cyOpoauH. HasiBHICTH OaraThoX reHiB atgs CBIAUYUTH MPO T€, IO
ix OLIKOBI MPOAYKTH MOXYTh OYTH 3ajisiHI Ha pI3HUX eTamnax (opMyBaHHS
aytodarocom [214]. ba 6inbIie, TKaHUHHO-cIENU(IYHA EKCITPECIS IIUX T'E€HIB BKa3ye
Ha MOXJIUBICTH AudepeHiiioBanoi poii pizaux 13opopm ATGS y BiANOBIAL Ha
cenu(iyHl CHUTHAIM Ta CTPECH B OKpeMHX Tumax KiiTuH. lle mpunymieHHs
MIATPUMY€EThCS AocikeHHs MU Thompson Ta iH. (2005), 1110 TOKa3y1OTh, SIK Pi3HI
130popmu ATGS 3amyyaroTbes 10 npoleciB ayrodarii y pisHUX TKaHUHAX POCIUH

3a HOpMajbHUX YMOB [150].
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Puc. 7.2. TennoBa kapTa, 110 AEMOHCTpPY€E Pi3HI PiBHI €KCIpecii 130THUIIIB

reHiB AtATG B A. thaliana 3a HOpMalbHUX YMOB

Jnst nocaimkeHHsl BIAMIHHOCTEHN y piBHI ekcrpecii reHiB AtATGS B pi3HUX
yacTUHaX pociauHu Arabidopsis thaliana 3a HOpMaTbHUX YMOB OyJIO BUKOPUCTaHO
TEIUIOB1 KapTu, oTpuMani 3 0Oa3u nanux ePlant (puc. 7.2.). Jlo yBaru OpaBcs
napameTp FPKM (¢pparmentu Ha ki100a3y TpaHCKPHUNTY Ha MUIbHOH IPOYUTAHB),
AKUU BpAxOBY€ JIOBXKUHY TPAHCKPUNTY 1 3arajbHy KUIbKICTh MPOYUTAHUX
(dbparMeHTiB y 3pa3Ky, IO J03BOJSi€ MOPIBHIOBAaTH PIBHI EKCIpecii T'€HIB MIXK
pizHuMH 3pa3zkamu. Lo sckpaBimmil Koalp Ha TEIUIOBIM KapTi, TO BULIUN PIBEHb
ekcrpecii. AHaii3 TEMJIOBOI KapTu MOKa3ye, 10 reHu cimeictBa AtATGS MaroTh
PI3HY CTYHIHb 3aJIy4€HOCT! Y (PYyHKIIOHYBaHHI PI3HUX YAaCTUH POCIuHU A.thaliana.
byno BcranoBneHo, mo AtATGSf ekcnpecyeThecsi B yCiX YacTUHAX POCIUMHU (4Ud
npopocTkiB) A. thaliana, a came: AtATGSf npoleMOHCTpyBaB BHCOKHIl PIBEHb
ekcrpecii 'y ciM’sA0asax (4epBOHMU KOJIp) Ta CEpelHId pIBEHb EKCIpecii y
TIMOKOTHUJI1 Ta PO3ETII JIMCTKIB (’KOBTUH Ta CBITJIO-CHUHIN KOJIbOPH). B KOpeH1 piBeHb
ekcrpecii OyB TakoX BHCOKUU (TEMHO-CHHIN Kouip). Bucokuii piBeHb ekcmpecii

AtATGSf y ciM’s110a5X BKa3ye, M0 el I'eH MOKe OyTH KPUTUUYHHUM JUIsl PAHHIX
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€TariB po3BUTKY pociuHu. Takox 130tun At4TG8i mokazaB y ciM’J10/151X Ta KOPEHI1
Jenio miABUINeHy ekchpecito. [ligBumienuit piBenb ekcnpecii AtATGSi 'y
CIM’J10JI51X Ta KOPEH1 MOXKE BKa3yBaTH Ha clelliaii3oBaHy (DYHKIIIIO IIbOTO I'eHa B
[UX TKAHUHAX — MOYKJIMBO, TTOB’A3aHY 3 pEryJidIli€lo ayTodarii B yMoBax cTpecy abo
po3BuTky. Cipuil koiip Ha TemioBii kapTi, mo Bianosinae 400 FPKM nns rena
AtATG8a B KOpeHi, CBIAYUTH MPO HEBHCOKUU pIBEHb ekcrpecii. 4 3 9 130TumiB
AtATG (AtATGSb, AtATGSd, AtATGSg, AtATGSh) noka3zanu HU3BBKHUIL pIBEHb
eKcrpecii y KOpeHi, 0 BIANOBIIaB CHHROMY KOJIhOPY Ha TeruioBii kapTi. [le Moxe
CBIIYMTH IIPO T€, IO JaHI F'€HU HE 3aJydyeHl y peaji3alii po3BUTKY aytodarii B
KJIITHHAX KOPEeHs MiJ yac npopoctanHs. Hu3bkuii piBeHb eKcrpecii MOXKe BKa3yBaTH
Ha Te, 110 11 130TUIU HE € KJIIOYOBUMHU JJI aJlafTallii KOpeHs 10 HOPMAJIbHUX YMOB
a0o0 cnenu@iyHuX CTPECcOBUX (PAKTOPIB, 3 SIKUMHU CTUKAETHCA POCIMHA HA PaHHIX

eramnax po3BUTKY.
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Puc. 7.3. BinnocHa excnpecis 130tumniB AtATGS y npopocTKiB A. thaliana na
6, 9 ta 12-Ty 100y BHpOILYBaHHS 32 YMOB KJIIHOCTaTyBaHH4. Jlitepamu (a, b... 1 T.
J1.) TO3HAYaI0Th TOCTOBIpHO BiAMIHHI Habopu nanux (mpu p < 0,05, Fischer LSD),

6apu moxu6ok — SEM
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Y pe3ynbTaTi MNPOBEIEHOr0 MOJEKYISPHO-TEHETUYHOTO aHalli3y pIBHIB
ekcrpecii 9-Tu TeHiB poauHu atg8 Oyno BHUSIBIEHO, IO pPIBHI IX eKcHpecii
BIIPI3HSJIMCS B 3aJI€KHOCTI BIJl TPUBAJIOCTI KJiHOCTaTyBaHHs (puc. 7.3.) [173]. Hdns
OLIBIIOCTI LMX TeHIB (WIICTh 3 JAEB’SATH) 3arajbHa KapTUHa Oyla HACTYMHOIO:
noMipHe 30UIbIIECHHS eKcrpecli Ha 6-U JeHb POCTY MOPIBHSHO 3 KOHTPOJEM;
He3HayHe 301IbIIeHHs eKcrpecti (1HO1 HeCcyTTeBE) Ha 9-i ICHb, 3a IKUM CJI1yBajio
3HauHe 3,7-8,8-kpaTHe 3MEHIIeHHs1 ekcrpecii Ha 12-i neHp (B miamazoHi In(2-
AACT) = -1,5-2,18, ax mokazano Ha puc. 7.3. Jlns 3a0e3rnedeHHs AOCTOBIPHOL
HOpMaJi3allii B aHaii31 O0yJI0 BUKOPUCTAHO T'€H JOMAIIHLOTo rocrnogapctsa AtEFa.
3okpema, yepe3 6 110 pocTy POCIWH B YMOBaxX 3MOJEIbOBAHOI MiKpOTpaBiTallii
AtATG8a, AtATGSb, AtATGSc, AtATGS8d, AtATGS8e, AtATGSf, AtATG8i nocToBipHO
MIABUIIYBAIM CBOIO ekcrpecito B 1,42—-3,93 pasza mopiBHSHO 3 KOHTpoOJieM (puc.
7.3.). HaliGinb11e 3pocTanHs excnpecii Ha 6-Ty 100y 3adikcoBano 1t AtATGSi (In
=1,37) ranapanoriB AtATG8c i AtATGS8d — B 3,03-3,21 pa3a BianoBigHo (In=1,11-
1,17). V toii xxe uac AtATGS8g i AtATGSh npoaeMOHCTPYBaIN 3HUKEHHS eKCIpecii
B 2,72 147,46 pasa BianoBigHo. BapTo 3a3HaunTH, 1110 111 JBa T€HU OyJIH €IMHUMH
renamMu ATGS, ski 3HUXKYBalu PIBEHb €KcIpecii Ha 6- JIeHb POCTy 3a YMOB
KJIIHOCTaTyBaHHsI, ToAl K AtATGS8h moka3aB MakcuMmainbHe 3HmKeHHs (In = -3,93),

sKe He OyJs0 3adikcoBaHe IS )KOJHOTO 3 peaAcTaBHUKIB AtATGS.

Ha 9-ty no0y kynbTuBYyBaHHS ekcmnpecis reHiB AtATGS8c, AtATGSd,
AtATG8e, AtATGSg pocnuH, 1m0 Oyau B yMOBax MiKporpasiTailiii, JOCTOBIPHO HE
BiIpi3HsNACAd Bil KOHTpOnbHUX. AfATGS8a moka3zaB HEBEIWKE, aje JIOCTOBIpHE
30uIbIIeHHS ekcrpecii B 1,28 pasza nopiBsiHo 3 koHTpodeM. AtATG8Eb, AtATGSh ta
AtATGS8i nokazanu noai0He 3poctanusa y 2,43, 4,22 ta 3,81 paza BiamoigHo (In =
0,89-1,44, puc. 7.3.). Ilizuime, Ha 12-ty no0y, ekcapecis O6uibiocti reniB ATGS
JIOCTOBIpHO 3HMXKYyBanacs B 3,72-8,76 paza. I[HauBinyandbHI BIAMIHHOCTI MIX
reHaMu AtATG8a-g 13 3HUKEHOIO eKcIipecielo Ha 12-Ty 100y eKClepuMeHTy OyJiu
HenoctoBipuumu. LlikaBo, mo mapanoru AtATGSEh ta AtATGSi manu miABUIIEHY

excrpecito Ha 12-Ty 100y kiiHoctaryBaHHs (In = 1,19-2,18). 3poctanns ekcnpecii
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AtATGS8i 6yno naitBumum cepen yeix AtATGS na Oyab-skiil ctaii 1 301IbIIyBanocs

y 8,85 pa3a mopiBHSIHO 3 KOHTPOJIEM.

[TopiBHIOIOUHM PIBHI €KCIIPECIi TEMIOBOI KapTH Ta PiBHIB €KCIIPECIi TeHIB (pucC.
7.2., puc. 7.3.) AtATGSE B ymoBax KIIHOCTaTyBaHHS, BaXKJIMBO PO3YMITH, IO
TEIUIOBAa KapTa Moka3zye 0a3oBy ekchpecito reHiB AtATGS B pi3HHX YacTUHAX
POCIIMHY 32 HOpMaJIbHUX YMOB. {7151 Outbiiocti reHiB AtATGS (AtATG8a, AtATGSb,
AtATG8c, AtATG8d, AtATGSe) cnoctepira€eTbCs HE3HAUHE MIJBUILCHHS PIBHIB
ekcrpecii miciist 6 Ta 9 110 KIIiHOCTaTyBaHHS Ta 3arajibHE 3HMKEHHS P1BHIB eKCIpecii
micis 12 a1, 1o MoKe CBIIUUTH PO HETaTUBHMM BIUTMB CTPECY Ha Il TeHHU abo 1X
perynsuito. Excnpecis AtATGSf moxe OyTH BaKJIMBHUM JUIsI KOPEHEBOI CHCTEMH,
OCKUIbKM Ha TEIUIOBIM KapTi MU CIOCTEpIradu JOCUTh BUCOKHUH 1i pIBEHb, IO
Bianosigas 600 FPKM. MonekynsapHO-TeHETUYHUM aHaIi30M MiATBEPIKEHO, 110
piBeHb AtATGSf 3poctae Ha 6 100y B yMoBax Mikporpasitaiiii. [le Mmoxxe cBiguuTH
PO KiIbKa BaKJIMBUX acmekTiB. [lo-nepiie, Bucokuit pisenb exkcapecii AtATGSf'y
KOpPEHEBIM CcHUCTEeM1 BKa3zye Ha HOTO MOXJIMBY KPUTUYHY POJIb y 3a0e3MeyeHHI
KJIIITUHHOTO TOMEOCTa3y Ta aJarTailii 10 3MiH y HAaBKOJUIIHbOMY cepeioBuiiii. Kpim
TOro, MiJABUIICHHS PiBHS ekciipecii AtATGSf moxe OyTy OB’ si3aHE 3 HEOOX1AHICTIO
ajanTtaiii KOpeHEeBOi CHCTEMHM 10 HOBHMX YMOB MiKporpasiTauii, 3a0e3nedyroun
ONTUMAJbHUM PICT 1 PO3BUTOK pociuHU. B Toit cammit yac AtATG8i mokazye
cTablUIbHY Ta MIiJBUILEHY EKCIPECil0 B yMOBAaX MIKpoOrpaBiTailii, 1 3a JaHUMU
TEIUIOBOI KapTH MU TaKOX CIIOCTEpIraju MiJBUILCHHS PIBHIB €KCIIpecii B KOpEHi,
mo Bianosigano 400 FPKM, i1 me moke BKa3yBaTH Ha HOro 3ally4eHICTb 0
aganTanii ymoB Mikporpasitaiii. [loctiitHo Bucokuii piBeHb ekcrnpecii AtATGSi
MOK€ CBIJYHUTH IPO HOro BaXJIMBICTh y 3a0€3M€UeHH1 CTa0lIbHOI poOOTH KIIITUH
KOpEHS 1]l 4ac CTPeCy, 10 COPUYMHEHUM BiJICYTHICTIO MOCTIMHOTO BEKTOpa CHIIH
TsokiHHSA. AtATGS8Z Ha TenoBid KapTi IEMOHCTPYBAB HU3bKI PIBHI €KCIpecii sIK B
MaroHi, Tak 1 B KopeHl A. thaliana, 1 3a ymMOB MIKpPOTpaBITaIlli MU TaKOX
CIIOCTEpIraJii HU3bKi PiBHI €KCHPECii Ha YCIX YaCOBUX, 110, MOXJIUBO, CBITYUTH IIPO

HOro He3HAYHY POJIb y BIAMOBIISIX HA CTPECOB1 YMOBH.
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HemonaBuo Oyino omyOJikoBaHO Ouibllie J0Ka3iB mpo posb Ounka ATGS y
dbopmyBanni aytodarocom [11, 215]. Takoxx Oyiaum mTpoBEAEHI TOCITIIKEHHS
excrpecii rena ATGS y A. thaliana 3a pizaux abiotuuHux ctpecis [216]. Hamumu
KOJIEraMHM paHiiie OyJo JOCHiIKEeHO 3MiHU B ekcripecii reHa At ATGS B A. thaliana
B YMOBAaXx ToJIOAYBaHHS, 3aCOJIEHHS Ta OCMOTUYHOTO cTtpecy [20]. ITpu nopiBHsIHHI
HalllMX JaHUX 3 pe3yJdbTaramMu piBHIB ekcrpecii TeHiB AftATGS 3a yMoB
roJIOAYBaHHS, COJIBLOBOIO Ta OCMOTHYHOTO cTpeciB Ta Y®-b onpominenHs Oyio
BCTAHOBJICHO MIJBUINCHHS piBHIB ekcrpecii (y 1,5-2 paza) reHiB AtATG8e, AtATGSf
3a YMOB BIUIMBY YCIX JOCIII)KYBaHUX CTPECOBHX YMHHUKIB. [Ipu niboMy aJist reHa
AtATGSi Byl piBHI eKcrpecii MOPIBHSAHO 3 KOHTPOJIEM OyJu BiMIUEHI TUIBKH 3a
yMOB rosiogyBanHs. [likaBo, mo oaun i3otun At4ATG8a 6yB 3HWKEHUM Tif Yac [UX
CTpECiB, ajie 1HAYKOBAaHUN B yMOBax MIKpOTpaBiTallli — MOXIHUBO, caMe BiH Oepe
y4yacTb y Impouecax aytodarii 3a ymoB kiiHocTtaryBaHHd. [lpu (ikcoBaHOMY
BYIJICIIEBOMY T'OJIOJYBaHHI CIOCTEPIraeThcsi HaaMipHa ekcrpecis re’iB AtATGSa,
AtATG8Eb, AtATGSh, AtATGS8i, 1 Takox moJi0HAa KapTUHA €Kchpecii reHiB Oyla
OTpUMaHa B YMOBaxX MIKpOTpaBiTallii.

Panime [217] Oyno mnokaszaHo, mo reHu AtATGSf ta AtATGS8h maroTh
BUpIIIaIbHE 3HAYCHHS ISl TIATPUMaHH TpolieciB ayTtodarii 3a ymoB dochaTHOTrO
roJIOAYBaHHS, TOJ1 SIK BTpaTa I[UX T'€HIB MPU3BOAUTH 0 MIABUILIEHOIO JIiIiyBaHHs
ATGS. LikaBuM € Toil pakt, mo AtATGSf ta AtATGSEh nokazanu noAiOHI NaTepHU
eKcrpecii B KopeHsx 3a ¢hochaTHOro TojoyBaHHS.

Takum 4YMHOM, MIKpOTrpaBITallisi MOXeE 1HIYKyBaTH ayTodarito, 110 BaXKJIUBO
JUISL POCIIMH, SIKI HaMararoThCsl aJanTyBaTUCS 10 €KCTpeMadbHUX YMOB. OCKUIbKH
ATGS € cTpyKTYypHOIO 4aCTUHOIO ayTo(arocoMu, sika 0e3nocepeHb0 Oepe yuacThb
y BUKJIMKaHIM cTpecoM ayTtodarii, TO MOXKHa MPUITYCTUTH, 110 TeHU AtATGS 6epyTh

0e3MmocepeIHIO YUacTh Yy PO3BUTKY ayTodarii 32 yMOB MiKpOTpaBiTallii.
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7.3. PiBHi ekcmpecii redHiB o- ta B-TyOyJiHy npu iHaykuii ayrodarii

MiKpOrpasiTaunicro

Sk 3a3Hauvanoch BUIIE, BAXIMUBY POJIb y PETyJslii po3BUTKY ayTodarii
Bimirpae nurockenetr. MT uepe3 3MiHM IMHAMIYHOTO CTaHy Ta MOCTTPAHCISALINHY
Moaudikamito TyOymiHy (aueTUIIOBaHHS), 3allydeHl JI0 MPOLECIB JI03pIBaHHS,
AKTHUBHOI'O TPAHCIIOPTY 3pUIUX ayTO(ParocoM isl 3MUTTS 3 JTITHYHUMU OpraHellaMH,
OMOCEpPE/IKYBaHHS KIITUHHUX CHUTHaJiB, IO perymoTs ayrodariro [20]. 3
BUKopucTaHHAM JiHiT A. thaliana (ATG8h-GFP), BectepH-0noT-ananizy mimigaiii
ATGS8 Ta Bu3HaueHHs cUHXpOHHOrO BuBULIbHeHHA GFP Oyno mokazaHo, mo Taki
CTPECOB1 HaBaHTAXEHHS, SIK METa0OJIYHHI, COTbOBUN, OCMOTUYHUM cTpec Ta Y D-
b ompomiHeHHs, TPU3BOAWIM 10 PO3BUTKY/aKkTHUBallii ayTodarii, 0coOJHMBO B
TkanuHax kopeHs [12]. Xoua 3B’s30k Mix MT Ta ayrodariero Bce 1€
JOCIIIKYEThCS, YK€ OyJo MOKa3aHo, L0 MIKpOrpaBiTallisi MOXeE BIUIMBAaTH Ha
apXiTeKTypy ULHUTOCKeleTa Ta CHpPUATH  (DYHKIIOHAJTBHOMY  KJIITUHHOMY
peMopentoBanHio [218, 219]. OcTtaHHi AOCHIKEHHS MOKA3yIOTh, IO IIUTOCKENET
MOxe OyTH nepimuM gatyukom MikporpasiTaiii [220]. Ockinbku MT € BaxxiuBumMu
peryjiaropaMy TMO3UIIOHYBAHHS Ta PyXy OpraHej, BOHU TaKOX MOXYTh Opatu
y4acThb y (yHKLIOHYBaHHI ayTo(arocoM y KiiThuHax. Hapasi HenocTaTHbO B1JIOMO,
ax MT B3aeMoiit0Th 3 ayTodarocomamu: uepe3d ATG8, MoTopH1 OUIKU un OyAb-sKi
1HII1 O11KH, acoriiioBadi 3 MT.

Y TBOpeHHs ayTo(})arocoMm € CKJIaJHUM MPOIECOM, IKW BUMarae KOopauHarii
eKchpecii psiiy TeHiB, 30Kpema reHiB - Ta B-tyOyminy [6, 12]. Ilepen npoBeneHHsIM
EKCIEPUMEHTANIbHOI YAaCTUHHM TaKOoX OYJI0 MPOaHaII30BaHO TEIUIOBI KapTH, IO
JIEMOHCTPYBajdu pIBEHb €Kcrmpecii TeHIB o- Ta [-TyOymiHy B A. thaliana 3a

HOpMalIbHUX YMOB (puc. 7.4.).
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Puc. 7.4. TennoBa kapTta, 110 JEMOHCTPYE Pi3HI PiBHI €KCIpecii 130THUIIIB

reHiB AtTUA B A. thaliana 3a HOpMaIbHUX YMOB

AHai3 TemIoBoi KapTu ekcrnpecii reHiB AtTUA B pi3HUX YaCTUHAX POCIUHU
A. thaliana 3a HOpManbHUX NOKA3aB PI3HY aKTUBHICTbH IIUX T'€HIB, 10 BKA3y€ Ha iX
TKaHUHO-CIIeUU(P1uHy excrpeciio. BaxnauBo 3a3HaunTy, 1mo S 13 6 reniB AtTUA 3a
HOPMAaJIbHUX YMOB IMOKa3aJId MiJIBUIIICHHS PIBHIB €KCIPeECii y KOPEH1 Ta MIIOKOTHIII,
o BignmoBiano aianazony 3HadeHb 900-1500 FPKM. Mu noGauunu, 1o reHu
AtTUA3 1 AtTUAS nemoHCTpyBaiii BUCOKHN PIBEHb €KCIpECIi, 10 BiAMOBIAANIO
1500 FPKM, mo cBiauuTh MpO iX BaXKJIUBY pPOJIb y POCTI Ta PO3BUTKY IMaroHa
(30KpeMa pO3BUTKY TIIMOKOTHIIS) Ta KOPEHS.

KopiHb € rpaBiuyTJIMBUM OpPraHOM pOCIHUHH, SIKUM pearye Ha 3MIHU B
HaBKOJIMIIHBOMY cepenoBuill. Bucoka excnpecis AtTUA3 1 AtTUAS wmoxe
BKa3yBaTH Ha IiXHIO Yy4YacThb Yy 3a0e3Me4eHHl CTPYKTYpPHOI IUIICHOCTI Ta
(YHKIIIOHATBHOCTI KOPEHEBOI CHUCTEMH, 10 € KPUTHYHO BaXJIUBUM IS
CTaOUIBHOIO 3POCTaHHS 1 a/lanTalii pOCIMHM 10 CTPECOBUX YMOB. LI reHu MOXyTh
BIIIFPaBaTH KIIOUOBY pOJb Yy PEryJislii MIKpOTpyOOUOK, 5IKI 3a0e3lneduyroTh
BHYTPIIIHbOKIITUHHUNA TPAHCTIOPT 1 MIATPUMYIOTh CTPYKTYPHY IUTICHICTD KJIITHH

KOpEHS, 110 JI03BOJISIE€ POCINHI €EKTUBHO pearyBaTH Ha 3MiHU y HABKOJUIITHbOMY
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CEepeJOBUIIII Ta MIAITPUMYBATH ONTUMAIBHUN PICT 1 pO3BUTOK. Takox reH AtTUAG6
JIEMOHCTPYBaB BHCOKHU PIBEHb €KCIpecli B KOpPEHI Ta JUCTKaX, 1[0 BIAMOBIAAIO
1300 FPKM. V toii e yac red AtTUA I noka3aB HU3bKUI PIBEHb EKCIIPECIi y BCIX
YaCTMHAX POCIWHM, [0 MOXKE BKAa3yBaTH HAa MOro MEHII aKTUBHY pojib abo
crneuudiyHi QyHKIT y MEBHUX YMOBaX. 3arajibHUi MaTTepH ekcnpecii reHiB AtTUA

CBIIYUTH MPO 1X BAXKIUBICTH IJI PI3HUX KIITUHHHUX MPOIECIB Y PI3HUX TKAHUHAX

POCIIVHM.
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Puc. 7.5. Bignocna excmpecist i3otuniB AtTUA na 6, 9 Ta 12-T1y no0y
BUPOIIYBaHHS POCIMH B yMoOBax Mikporpasitamii. Jlitepamu (a, b... 1 T. 1a.)
M03HAYal0Th JOCTOBIPHO BiAMiHHI Habopu ganux (mipu p < 0,05, Fischer LSD), 6apu

noxnbok — SEM

BpaxoBytoun 3a3HaueHe, HaMH OyJIO IMPOBEACHO JOCHIIKEHHs eKcrpecii 6
reHiB o-TyOyJiHy (puc. 7.5.) Ta 9 reniB B-tyOyniny A. thaliana 3a aii Ha pocaUHU
KJiHocTaTyBaHHs. [licns 6 110 kiaiHOCTaTyBaHHS HE OyJIO BUSIBJIEHO CIIELH(PIYHUX
natepHiB ekcnpecii mana nanem AtTUA. Hanpuxnan, excrpecis reHiB AtTUAI,

AtTUA4 ta AtTUAS5 Oyna 3HA4YHO 3HM)KEHA TMOPIBHSHO 3 KOHTpojeM. PiBeHb
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excmpecii rediB AtTUA I ta AtTUA4 noctoBipHO HE BiapizHABCS, In =-1,57 ta -1,13
BiAMOBIAHO (3HIKEHHS B 4,79 Ta 3,09 pa3a Ha 6-Ty 100Yy), TOA1 SIK €KCIpecis reHa
AtTUAS 3anumanacs sumoro In = -0,35. Excripecis AtTUA2 ta AtTUA3, HaBmaku,
JTOCTOBIpHO 3pocTaia B 1,85-2,95 paza (puc. 7.5.). Y Toii ke yac 301JIbIIICHHS PIBHS
excrpecii rena AtTUA6 6ysi0 CTATUCTUYHO JOCTOBIPHUM, IPOTE HE3HAYHUM — JIUIIIE
B 1,07 paza. LlikaBo, 110 rpyna nmapajoriyHuxX reHiB Majga NpOTHICKHY JTUHAMIKY
excnpecii. Tak, miaBumieHHs excrpecii AtTUA3 cynpoBOKYyBalOCs 3HUKECHHIM
excapecii AtTUAI ta AtTUAS5, Ttomi sk 3HuxeHHS ekcnpecii AtTUA4
criocTepiranocs Ha GoH1 BUCOKOT ekcnpecii reHa ArTUA2.

Ha 9-ty no0y kninoctatyBanHs Bl reHu AtTUA manu iJIBUIIEHY €KCIPECIIO,
npote Ha pi3HUX piBHAX. ['eHu AtTUA3, AtTUA4 ta AtTUAG6 Manu miABUILCHHS B
excnpecii y 2,44-3,93 paza, Toni sik AtTUA2 ta AtTUAS —y 1,56 ta 2,16 pa3za
BiAMoBiAHO. 3MmiHa ekcrpecii AtTUAI Oyna nyxe HEe3HaYHOI0, TPOTE CTATUCTUYHO
JIOCTOBIpHOIO — juIile Ha 6 % Oinble MOpiBHAHO 3 KOHTposieM. Yepe3 12 nid
KyJbTUBYBAaHHS B YMOBaX MIKpOIpaBiTallii €KCHpeciss BCiX TE€HIB 0-TyOyJiHIB
3HMKYyBanacsi. HaitOinbiiie 3HU>KEeHHS PiBHIB eKcipecii 0yio 3adikCOBaHO ISl reHa
AtTUA4, excnipecis saxoro 3MmeHmmnacs B 9,55 paza (In = -2,26). [nuii yotupu rexu,
AtTUA2, AtTUA3, AtTUAS ta AtTUAG, 6ynu 3amxKeH] nmpubau3Ho B 2,29-3,51 paza.
3miHa piBHs ekcnpecii AtTUAI Oyna, 3HOBY 3K Taku, AY>KE€ HHU3BKOIO — T€H
ekcrnpecyBaBcs Juiie Ha 1,7 % HuK4Ye MOPIBHSIHO 3 KOHTPOJIEM.

[TopiBHIOIOUM PIBHI €KCIpecii TEMIOBOi KapTH Ta PIBHIB €KCHpecii T'eHiB
AtTUA B yMOBax KJIIHOCTaTyBaHHsI, MU 0aunumo, 1o reH AtTUA 1 30epirae HU3bKUM
pIBEHB €KCIIpecii SK B HOpMAJIbHUX YMOBaXx, TaK 1 IMiJi BIUIMBOM MIKpOTpaBiTallii, 10
MOX€E CBITYUTHU MPO HOr0 MEHII aKTUBHY POJib a0o0 crieuudiuHi GyHKII, sIKI HE
3aJIeKaTh BIJ MIKporpaBiTalliiHoro crpecy. Sk Bxe OyJio cKa3aHO BHIIE, 3a
HopManbHUX yMOB TeHu AtTUA3 ta AtTUAS neMOHCTPYIOTb BHUCOKUW pIBEHb
eKcIpecis 3pocTae Ha 9-Ty 100y, ane 3HWKyeThbesl Ha 12-Ty, 10 MOKe BKa3yBaTH Ha

iX aganTUBHY BIANOBIAL Ha cTpecoBl yMoBH. Bucoka excripecis AtTUA3 ta AtTUAS
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Ha 9-Ty 100y MO’K€ CBIIYUTHU PO AKTUBHY aJanTallil0 KOPEHEBO1 CUCTEMU J10 HOBUX
YMOB, 3a0€3Me4yl04d HEOOXIHY CTPYKTYpPHY MIIATPUMKY JUIsi KOPEHs. 3HUKEHHS
piBHs ekchpecii Ha 12-Ty 00y MoOXke BiIOOpakaTH 3aBEpILCHHS aJanTUBHOL
peakuii. OTpuMaHi 1aHi cBiQ4aTh Npo BaXIUBICTh AtTUA3 ta AtTUAS y perynsauii
CTPYKTYPHUX KOMIIOHEHTIB MIKPOTPYOOYOK, MOXKJIMBO 3a0€3MeUyI0U MPABUIIbHY
dbopmy Ta QYHKIIII0 KOPEHEBOT CUCTEMHU MOMPH JIE30PIEHTOBAHICTh poCcTy. Takox 3a
HOPMAJIbHUX YMOB HaMu OyJI0 BHSIBJIEHO MiABUILIEHHS PiBHIB ekcripecii AtTUAZ2 ta
AtTUA4. 3a ymoB MikporpaniTaiii Ha 6 Ta 9 100y iX eKcrpecist TaK0X 3pocTaa, o
CBIIYUTH MPO 3aTYUYCHICTh JAHUX 130THUIIB y peaii3alii BIAMNOBIJI HAa CTPECOBI
YMOBH B YMOBaxX MIKpOTpaBiTallli, KOJIM KOPIHHS POCIMHU 3a3HA€E JI€30pI€HTAIlll, 1

NOPYUIY€ThCSI HOPMAJIBHUI PICT.
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Puc. 7.6. TennoBa kapTta, 110 JIEMOHCTPYE Pi3HI PiBHI €KCHpecii 130THUIMIB

reHiB AtTUB B A. thaliana 3a HOpMaIbHUX YMOB

OTpuMaHi pe3yJbTaT CB1AYATH, 110 3MIHH B €KCIpecii 130TuMiB reHiB AtTUA
MOXYTh OyTH MOB’s13aH1 3 POJIbI0 MIKpPOTPYOOUOK y PO3BUTKY IpoiieciB ayTodarii
1] Yyac MiKporpasiTauii, 30kpeMa Ha 9-Ty 100y KyJbTHBYBAaHHS, KOJIU aKTUBHICTh
aytodarii Oyna HaitBumoto. ['en AtTUAI, ¥iMmoBipHO, HE Oepe ydacTi B MpoOIleCl

ayTodarii, OCKUIbKH HOT0 eKcIipecist 0yJia cTablIbHO HU3BKOIO MPOTSATOM TPUBAJIOTO
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BHUPOIILYBaHHS JOCIII)KYBaHUX pociiuH. Lle y3romkyerbces 3 rinoTe30r0 mpo Te, 110
pi3H1 130TUIHU TyOYJIIHY MOXKYTb MaTH crieliu(iuni (yHKIIT B 3aJIEKHOCTI1 BIJl TUITY
KJIITUH Ta YMOB BUPOILYBAHHS, a TAKOX MOXYTb OyTH 3aJlisiHI y PI3HUX acHeKTax
BI/IMOBI1 POCIIMH HA CTPECOB1 (PaKTOPH, TaKl IK MIKpOTpaBiTallisl.

AHnani3 TemioBoi kaptu (puc. 7.6.) ekcmpecii reHiB [B-TyOymiHIB 3a
HOPMaJbHUX YMOB IOKa3aB Pi3HY aKTUBHICTh I€HIB y PI3HUX YACTUHAX POCIUHU
A.thaliana, 30kpeMa y kopeHi. BaxxuBo 3a3HauuTH, 110 yCi 9 130THUIIIB MaJIl PIBEHb
ekcrpecii y kopeni Buiie 200 FPKM, 1110 ¢Bi74uTh Npo BaxIuBIiCTh reHiB AtTUB 'y
mpoIlecax pPoO3BUTKY KOpeHEeBOi cucTeMu. HailBuiuii piBeHb eKcIpecii B KOpeHi
cepell ycix IocaikeHux reHiB OyB 3adikcoBanuit mis reny AtTUB4, nocsraiouu
3HaueHHs1 noHan 1400 FPKM, mo cBig4uTh Mpo, MOKIMBO, KIIOYOBY pOJIb Y
3a0€3MeUeHH]I CTPYKTYpHOI CTaOUIBHOCTI MIKPOTPYOOUOK, IO € KPUTHYHO
BOXKJIMBUM IS aJalTailli KOPeHEBOI CUCTEMH O MEXAaHIYHUX CTPECIB Ta 3MIH Y
HaBKOJIMIIHBOMY cepenoBuilil. B toii camuii yac renun AtTUB2 ta AtTUB3 Takox
JEMOHCTPYIOTh, TaKOX, BHCOKHUW pIBEHb EKCIIpecii B KOpPEHi, IO BIJMOBIIA€
npu6au3no 1200 FPKM. Li pe3ynbTaTu MiAKPECTIOIOTh BaXKIJINBICTh IEBHUX T'€HIB
B-tyOyminiB, Takux sk AtTUB2, AtTUB3, AtTUB4 y miaTpuMmill CTPYyKTYpHOT
LUIICHOCTI Ta (DYHKI[IOHATBLHOCTI KOPEHEBOI CUCTEMHU, 3a0€3MEUYI0UH aIanTalllio Ta
CTIMKICTh POCJIIMHU J0 HABKOJIUIIHIX YMOB.

Ha Bigminy Big AtTUA nepeBaxHa OUIbIIICTh TeHIB [-TyOyIniHIB
JIEMOHCTPYBaJu BUCOKY MOAIOHICTH ekcmpecii (puc. 7.7.). 'ean AtTUB4-9 manu
MIJIBUIIEHY €Kcrpecito Ha 6-Ty 100y B 1,65-3,36 paza (nuiue excrpecist AtTUB4
JIOCTOBIpHO Biapi3Hsutacs Bin rpynu). Ha 9-ty moOy cnoctepiraiin OCTOBIpHE
3HM)KEHHS PIBHIB eKcrpecii 1ux reHiB y 1,7-2,58 paza, toai gk Ha 12-Ty 100y
KJIIHOCTaTyBaHHs reHu AtTUB4-9 3HOBYy Oyjn JIOCTOBIPHO MiJBUILEHI y MeXax
13,9-79,7 % mnopiBHgHO 3 KOoHTposeM. B Toit cammuit yac AtTUB2 1 AtTUB3, sxi
MICTSITBCS B OJJHOMY JIOKYC1, IEMOHCTPYBAJIU CXOXK1 MaTePHU €KCIpeCii y BIAMOBIIb
Ha kiiHocTaTyBaHHs. AtTUB2 1 AtTUB3 manu niJBUIIEHI PiBHI eKcrlpecii Ha 6-i

JieHb, a caMe — 2,75-kpaTtHe 301nblieHHs excrpecii AtTUB2 ta 5,65-kpaTHe aid
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AtTUB3 nopiBHsHO 3 KOHTposeM (puc. 7.7.). Ha 9-ty no0y ekcrpecisi reHiB OyJia
ne BHUIOK, JAeMoHCTpyroun 3,34- ta 10,97-kpaTHe 30UIbIIEHHS EKCIpecii
BIIMOBIAHO, IO CyMpoBO/KyBanocs 4,58- Ta 1,21-kpaTHUM 3HUKEHHSM pPIBHIB

ekcnpecii Ha 12-Ty 100y.
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Puc. 7.7. Bignocna excmnpecist 13otuniB AtTUB na 6, 9 ta 12-Ty 100y
BHUPOIIYBaHHS POCIMH B yMOBax Mikporpasitamii. Jlitepamu (a, b... 1 T. 1.)

MO3HAYAIOTh JOCTOBIPHO BiIMiHHI Habopu panux (mpu p < 0,05, Fischer LSD), 6apu

noxnbok — SEM

3ayBaxuMo, 110 reH AtTUB1 0yB €1uHUM I'€HOM [-TyOyiiHy, IKHiIl Maii’ke He
3MIHIOBaB pIBEHb €KcIpecii Ha 6-Ty 100y, AOCTOBIPHO HE BIAPI3HABCA BiJ
KOHTPOJIIO, ajie OyB miABUIIEHUN Ha 9-Ty Ta 12-Ty 100y — BignoBigHo 16 Ta 86,7
%.

Ha oOcCHOBI NOpIBHSAJIBHOIO aHajidy OTPUMAHUX JaHUX OyJI0 BHUSBIEHO
noAioH1 piBHI ekcripecii AtATG8a, AtATGSc, AtATGSd ta AtTUA2, AtTUA3, mo
MOX€E CIYTryBaTH MIATBEPDKEHHSAM Y4acTi IMX TEHIB y peanizamii ayrodarii,

1HyKOBaHOI MiKporpasiTali€to. PaHiiiie Takox 0yJi0 BUSIBIEHO CHUIBHY €KCIIPECIIO
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AtTUAI 1 atg8e nipu rononyBanHi, AtTUA3 1 AtATGSf npu conboBOMY CTpeci,
AtTUA3 1 AtATGSf, AtATGSe npu OCMOTUYHOMY CTpPECl, IIO0 TAKOXK € JI0Ka30M
creuu(iyHOCTI UX OLIKOBHX Map y PO3BUTKY ayTodarii, IHIyKOBaHOI PiI3HUMU
cTtpecamu [12].

TennoBa kapTta 1 rpadik ekcnpecii reniB At7UB B ymoBax MiKporpasiTaiii
MOKA3yI0Th 3arajioM y3rOJI)KE€H1 pe3yJbTaTh, ajie 3 JeIKUMH BiAMIHHOCTAMU. ['eHun
AtTUB2, AtTUB3 1 AtTUB4 neMOHCTPYIOTh BUCOKY €KCIIPECIIO Y PI3HUX YAaCTUHAX
POCJIMHU Ha TETUIOBiHM KapTi, 1 LSl eKCIpecis MATBEPAXKY€EThCs Ha rpadiky, 0CoOIUBO
Ha paHHIX eTanax BIUIMBY Mikporpasitamii (6—9 no0a). Ile Bka3dye Ha MOXKIIUBY
BAXKJIMBY POJb IMX TE€HIB Yy aJanTaliiiHuX Mpolecax pOCIUHU JI0 YMOB
Mikporpasitaiii. Bucoka excnpecis AtTUB2, AtTUB3 i AtTUB4 Bka3ye Ha Te, 110
[l TEHU MOXKYTh OYyTH KPUTUYHUMH JJI MIATPUMKUA CTPYKTYPHOI CTAOLILHOCTI Ta
(YHKIIIOHATBHOCTI KOPEHEBOI CHUCTEMH. 30KpeMa, iX AaKTHUBHICTb MOXe OyTu
HEeOoOX1HOwO st (popMyBaHHA 1 cTabimizamii MIKpOTpyOOUOK, siKi 3a0e3MeUyroTh
MPaBUWJIBHUI PICT 1 PO3BUTOK KOPEHSI HaBITh B YMOBaX J€30PIEHTOBAHOTO POCTY,
CIPUYMHEHOI'0 MIKPOTPaBITALIIEIO.

VYyacte B-TyOyniHy B iHAYyKIIii ayTodarii e HeIOCTaTHbO BUBUYECHA, OCKIIBKU
reHu TUB BUKOPHUCTOBYIOTHCS SIK T€HU «JOMAalIHbOro rocnoaapctBa» y Glehnia
littoralis ta A. thaliana [221, 222]. BusiBnena Hamu nudepeHIiiHa Ko-eKcupecis
pi3Hux reHiB AtATG 1 TyOyniHy MoXe OyTH OB’ A3aHa 3 TOYHUM HalalllTyBaHHSAM
CUCTEM MIKpPOTpyOOUOK Ta aytodarii oaHa JO OJIHOi JJisI HaJeXHOIo
(dbyHKIIOHYBaHHS. BUCHOBKM 11010 3MiH €KcIpecii reHiB B-TyOynniHy noTpedyroTh
MOAANBIIOT0 TMOTIUOJICEHOTO JIOCHIKEHHS, OCKUIbKM 1XHI PpiBHI eKcopecii
BIIPI3HAIOTHCA BiJ PiBHIB ekcrpecii reHiB 7UA, 0cobiuBo 11e 0yJio mMOMITHO Ha 9-
Ty 400y KIIHOCTATyBaHHA. 3aJUIIAETHCA HE3PO3YMUIMM, YOMY PIBEHb €KCIpecii
IIECTHU TeHIB B-TyOyIiHy 3HOBY 3picC MIiCJsl TPUBAJIOTO MIKPOrpaBITALIHOTO CTPECY,
X0ua 1€ He CIOCTEPIranocs AJis )KOJHOIO0 3 TeHIB fua. MoXHa IPUITyCTUTH, 10 1€
MOB’A3aHO 3 TUM, IO P-TyOymiH Oepe ydacTh y psai HOCTTPaHCISAIMHUX

Moaudikaiiit [223], HeoOX1IHUX [Jis 3B’ A3yBaHHs OUIKIB, acomiiioBanux 3 MT abo
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MOTOpPHHX OLJIKIB, @ TAKOX BOHU MOXYTh MojyitoBaTu ¢yHkiio MT y BiamnoBiab
Ha MO3aKJIITUHHI NOJIPA3HUKH.

OuiHoYM piBHI €Kclpecli BCIX JOCHIKYBaHUX HaMd TEHIB, MOYKHA
cTBepKyBatu, 10 reHu AtATG8Eb, AtATGSS, a takox AtTUA2, AtTUA3 ta AtTUB2
1 AtTUB3 Ko-eKclpecylThCsl y BIANOBIAb Ha [II0 KIIHOCTaTyBaHHA. Mu
MPUITYCKAEMO, 110 Il T€HU MOXKYTh OyTH KJIIOYOBMMH €JI€MEHTaMH B ajanTarii

POCJIMH 10 TPUBAJIOTO BIUIMBY MIKpOrpaBiTallii.

Marepianu 1bOro po3aily BUKIAJAEHO B MyOJIiKallii:
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Y3AT'AJIBHEHHSA PE3YJIBTATIB JOCJIIKEHHSA

Y nuceprariiiHii  poOOTI HaBEAEHO OpPUTIHAIBHI JaHi, SKI YIiTKO
JEMOHCTPYIOTh, 11O MIKpOrpaBiTailisi 1HAYKYE PO3BUTOK ayTodarii B KIITHUHAX
A. thaliana 13 3amy4eHHAM A0 IBOTO Mpolecy MIKpoTpyOouok. Ayrtodarisa Oepe
y4acTh Y BUJAJIEHHI Ta Jerpaaailii HenpaBUIbHO 3TOPHYTUX, JOBrOPYHKIIIOHYHOUHX
OUIKIB Ta MONIKO/PKEHUX OpraHea y Mpoleci pocTy Ta po3BUTKY pociuH. [lpu
aytodarii de novo HopMylOThCSl Creliali3oBaHl CTpyKTypu aytodarocomu. Lle
JBOMEMOpaHH1 YTBOPEHHS, BCEPEIUHI SKUX MICTUTHCS KIITHHHUNA Marepial, 110
niasirae pyiinyBansio. [Ipu 3nuTTi aytodarocoM Ta J1i130COM BUHUKAIOTH BEJIHKI
CTPYKTYypH — ayTo(aroiii3ocComu, i€ 1 BIAOYBA€ThCS PO3IICTUICHHS KOMIIOHEHTIB
KIITAHHA, IO MOIATaloTh aerpagamii [224, 225]. Ha panuii 4ac BUBYEHHS
(b1310710T14HOT poJIi ayTodarii npu CTpeci € OAHIEIO 3 AKTYaTIbHUX MPoOJIeM 010J10T1i,
OCKIIBKM B 3aJIEKHOCT1 Bl CTYyHEHS MOLUIKO/KEHHS KIITHUH LIEM Mpolec MOxe
cripusitTd ab0 BWXXKUBaHHIO, a00 3arubeni kimiTuH [226, 227]. BcraHoBieHO, IO
MIKpOTpaBiTallisi € CTpECOBUM (HaKTOPOM, SIKMM BILUIMBA€E HA MOP(QOJIOTIIO Ta PICT
pociun [228]. Panimie OyJi0 MpPOAEMOHCTPOBAaHO BIUIUB MIKpOTpaBiTallii Ha
dbopmyBaHHs KIITUH Me30]iTy B apabioncuci Ta mpopocTkax ropoxy [155, 210].
Tako B110MO, 10 YUCJIEHHI CTUMYJIA MOXYTh BUKIMKATH ayTOo(darito, ajie TOYHUN
crioci0 il MiIKpoTrpaBiTallii Ha pOCIWHM HE 3’ ICOBaHUM.

Hamu npoBeneHo q0CiIKeHHS BIUTMBY MIKpOTpaBiTallli Ha PICT Ta pO3BUTOK
NPOPOCTKIB A. thaliana Ta BCTAHOBIIEHO, IO KJIIHOCTaTyBaHHS HE BIUIMBA€ Ha
NIPOpPOCTaHHs HACIHHA A. thaliana, 1 CyTT€BUX MOP(}OIOTIYHUX BIIXUIEHb HA [IbOMY
eTari He crnocrepiraetbes. OHaK MPOPOCTKHU, BUPOIIEHI B YMOBAaX 3MOJI€IbOBaHOI
MIKpOTpaBiTallii, BIAPI3HSAIUCA BiJi KOHTPOJBHHUX POCIHUH [I€30PIEHTAIIEIO
HaIMpsMKy POCTY KOPEHIB, 110 MOB’SA3aHO 3 MOCTIMHOIO 3MIHOIO iX MOJIOKEHHS
BIJIHOCHO BeKTOpa cuiM TsokiHHSA. [Ipu aHanmizi Mmopdomorii Ta po3BUTKY TOJIOBHUX
KOPEHIB MPOPOCTKIB OYyJIM BUSIBICHI BIIMIHHOCTI B X 30HaX poCTy. 30KpeMa, 30HU

pO3TAry Ta mnepexigHa Oyiu KOpPOTIIMMH 3a il KJIIIHOCTATyBaHHS B MOPIBHSAHHI 13
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KOHTPOJIBHUMHM pOCIMHAMU. B TOi camuii yac KUTbKICHUM aHai3 CepeHbO1 TIIOIIII
eniiepMaJbHUX KIITHH B TEPEXiAHIN 30H1 MMOKAa3aB HE3HAYHI BIAMIHHOCTI (MEHIIIEe
Ha 29 %) y po3aMipax JOCHIAXKYBaHUX POCIUH MOPIBHIHO 3 KOHTPOJIEM.

Jns ouinku Mopdonorii KopeHs OyJio BUKOPUCTAHO YOTHUPHU BEIIMYUHH,
30kpema rpaBiTponiunuil iHaekc (GI), inaekc BeptukansHoro pocty (VGI), kyt
rpaBiTponiyHoro Haxmity (GSA) Tta iHaekc ropuszontanbHoro pocty (HGI). GI e
MOKA3HUKOM, SIKUH BUKOPUCTOBYETHCA JJIs1 OLIIHKU MPSIMOJIIHIHHOCTI POCTY KOpEHs
pOCIMH Yy BIANOBIAL HA TpaBiTallilo. Y HAIIOMY JOCHIIKEHHI, MNPOPOCTKU
Arabidopsis thaliana 3a yMoB kiiHocTaTyBaHHs, Manu 3HadeHHs GI 0,7, mo
CBIIYUTH MPO MEHII MPAMOJIHIMHUN PICT KOPEHIB MOPIBHIAHO 3 KOHTpojeM, ae Gl
nopiBHioBajuo 0,9. Ile o3Hauae, M0 KITHOCTATyBaHHS BIUIMBA€ HA rPaBITPONIYHUN
pICT KOpEHIB, 3MYIIYIOUM iX BIAXWIATHUCS BIJI HOPMAJIbHOIO BEPTUKAIBLHOIO
HanpsaMKy. JlociikeHHsT TakoXK MoKa3ano 3HauHe 301abiieHHss GSA y mpopocTKiB
MicsA KJIIHOCTaTyBaHHS, MOPIBHSHO 3 KOHTPOJIEM, IO CBIAYHUTH MPO BIIAXUIICHHS
KOPEHIB BiJl HOPMaJIbHOI BEpTUKaIbHOI opieHTalli. [le BigxunaeHHs Oyiao 4acoBo-
3aJIeKHUM, Aocsratoun miky Ha 12-i1 gens. [lokazuuk VGI aisg KOHTPOJBHUX
pociuH ctaHoBuB 0,9, MmO CBIQYUTH MNPO iX BEpPTUKAIBHUU picT BHU3. Jlid
IIPOPOCTKIB B yMOBax kiiHoctaryBaHHs VGI crtanoBus 0,3, 1110 BKa3zye Ha 3Ha4HE
BinxuieHHs Bia Beptukaii. HGI Bka3zye Ha HapsMKU pOCTY KOPEHS Y TOPU3OHTAIIL.
HGI nns xouTponbHux pociaun OyB Omm3bkum g0 0 (0,1), mo Bkazye Ha
BEPTUKAIBHUN PICT KOpeHs BHU3. {151 mpopocTkiB B ymMoBax kiiHocTtaryBaHHs HGI
ctaHoBuB 0,7, 10 BKa3ye Ha BIAXWICHHS KIHUMKA KOPEHS BIPaBO abo BIIBO Bij
BEpPTUKAJI 1] BILIMBOM MIKpOrpaBiTaIlii.

Takox OyJi0 BUSABICHO MOSABY MOP(MOJIOTIYHUX O3HAK PO3BUTKY ayTodarii,
30kpema BUHUKHEHHSI MDC-3abapBieHux CTpyKTyp po3mipom Bia 3 10 20 MKM.
Cnin Big3HauutH, 1mo Ha 10-Ty 700y KyJIbTUBYBAaHHS y KIITHHAX KOPEHS KITbKICTh
MDC-3a0apBiieHUX CTPYKTYp CTPIMKO 3HMXKYBaJlach, III0 MOX€ OyTH O3HAKOIO

ajanTallii KOpeHiB 10 YMOB MIKpOrpaBiTailii.
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3a moroMororo diyopecueHTHoro 6apsauka LTR nmpoaemoHcTpoBaHoO, 110 Ha
6-Ty 100y KJIIHOCTaTyBaHHS BiI0YBAa€ThCsl 30UIBIICHHS KITBKOCTI ayTo(parocom B
eniiepMaJbHUX KIITUHAX MEPEX1IHOI 30HU KOPEHS, a TAKOXK IMOCTYIIOBE 3MEHIIICHHS
iX KUIbKOCTI Ha 9-Ty Ta 12-Ty 100y MOPIBHAHO 3 KOHTPOJIBHUMHU pociinHamu. [Ipu
MiJIpaxyHKy ayTodarocoMm 3a BUKOPUCTaHHS TpaHCTeHHOi JiHii 4. thaliana (GFP-
ATGS8a) orpuManu HaCTyHHI pe3yJbTaTh: 1HAYKIIO ayTodarii Ta MakKCUMaIbHUM
piBEHb YTBOpPEHHS ayTo(arocoM y KIITHHaX KOpPEHs pOCIUMH Ha O-Ty 100y
BHUPOIIYBAaHHS 1 IOCTYIIOBE 3MEHILIEHHS iX KUIBKOCTI Ha 12-Ty 100y KyJIbTUBYBaHHS
3a yMOB MikporpasiTauii. MoxHa NpPUIYCTUTH, IO TaKe 3HIKEHHS PO3BUTKY
aytodarii Moxxe OyTH MOB’si3aHE 3 aJaNTall€l0 POCIUHU A0 BIICYTHOCTI CTAJIOrO
BEKTOpa rpapiTallii.

Oxkcup azoty (NO) € BaKIHMBOIO MIJK- Ta BHYTPIITHBOKJIITHHHOKO CUTHAJIBHOIO
MOJIEKYJIOH0, sika Oepe y4acTh y pPi3HHUX MPOIECaX PO3BUTKY Ta CTPECOBUX PEAKIIAX
pociuH [229, 230]. Panime nosinomisuiocs mpo poiab NO ta ROS sik MmeceHkepiB
y TpaBITPOIMIYHIA BIAMOBIAI IIJISXOM BIUTMBY Ha MEPEPO3MOALT ayKCUHY B POCIIUHI
[183]. PesynbTaTu nocaimkens poai NO mpu rpaBITpONiyHINA peakiiii BKa3yloTh Ha
3anmydeHHs NO siKk BaKJIMBOIO KOMIIOHEHTY BIAMOBII POCIHUH Ha rpasBiTaiito [185].
Hamu mnpoBeaeno pocmijpkeHHss poiai NO y BIANOBiI POCIAUH Ha YMOBH
CUMYJILOBAHOI MiKporpasitailii 3a y4yacti goHopa (SNP) ta ckaBenmxepa (cPTIO).
BcranoBneno, mo oOpoOka HaciHHS A. thaliana nonopom NO-SNP ctumymioe
3MIHM POCTOBUX IapaMETPiB KOPEHIB Ta MPU3BOAUTH N0 MIJBUIICHHS CTIMKOCTI
pocauH 10 KiaiHocTtaTyBaHHs. [1icis 00poOku HaciHHs SNP BmicT ennorenHoro NO
y KOHTPOJBHUX POCIHUH Ha 6-Ty 100y KyJIbTUBYBaHHs MifBUIIYBaBcs y 1,5 paza, y
kiiHoctaroBanux y 1,8 paza. Ha 9—12 noOy BMmict engorenHoro NO mocTymnoBo
3HMKYBABCs, 110 MOXE CBIIYUTH NP0 aJanTalilo poOCIMH JO YMOB
KJIIHOCTATyBaHHS.

3a pomomoroto cnemnudiuHoro ¢uayopecuentHoro 3oHga DAF-FM DA
BUSIBJICHO MIJBUIIICHHS PiBHS (DIIyOopecleHIlli B eniiepMaIbHUX KIITHHAX aleKCiB

KOPEHIB Ta KOPEHEBHMX BOJIOCKAX Y KIIHOCTAaTOBAHUX POCIHUH, IO CBIAYUTH PO



112
HaKOMU4YEHHs eHoreHHoro NO B IMX TKaHMHAX KOPEHS 32 yMOB cTpecy. Ha 6-Ty
100y BHUpOUIYBaHHS 3a YMOB KJIIHOCTAaTyBaHHS MOPIBHAHO 3 KOHTPOJIbHUMU
pOCIIMHAMU BUSBJICHO 30UIBIICHHS KIIBKOCTI ayTodarocoM B eMiIepMaIbHUX
KJIITHHAX MEePEXi/IHOI 30HU KOPEHS 3 HACTYITHUM 3MEHIIICHHSM 1IbOT0 MOKa3HUKA Ha
9—12 no0y. O6pobka HacinHs ckaBeHKepoM NO cPTIO He3HauHO mpurHivyBasa
PICT IPOPOCTKIB, 1 1IeH €(hEeKT MOCUIIFOBABCS 32 YMOB KJIIIHOCTaTyBaHHSI, BKIIOYAIOUH
3Ha4YHE 3POCTAHHS HAKOMUYEHHS ayTO(arocoM B emiiepMaIbHUX KIITUHAX. TakuMm
YUHOM, OTPMMAaHI JIaHi CBIYaTh MpO TE, 110 PETYIIOBaHHS BMICTY eHJIoreHHOTo NO
€ BaXJIMBOIO CKJIQJIOBOI0 BHYTPINIHBOKJIITUHHUX MEXAHI3MIB CHUTHAJIHTY, SKI
3aJy4aroThCs 0 BIAMOBI/II KJIITHH POCIUH Ha CUMYJIbOBaHY MIKpOTpaBITaIIilo.

AytodarocomMu — 1e PyXJUBI CTPYKTYpH, s pyxy sikux noTpioni MT.
BcranoBneno, o nopymeHHs MT npu3BoIuTh 10 3HAYHOTO 3MEHIIEHHS KIIBKOCTI
3putux aytodarocom, aje HE BIUIMBAE HA TPUBAIICTh iX KUTTA ab0 3JIUTTS 3
nmizocomamu. byno npunymeno, mo MT 3amydeHi 10 JOCTaBKU JUIIE 3PLIMX
ayTodarocom Jyisi Aerpajalii i TaKuM YMHOM CTBOPIOIOTH IPOCTOPOBUI Oap’ep MIxK
darodopamu ta mizocomamu [231, 232]. IcHye Bce Oinblie aokasiB pomi MT B
aytodarii y KIITUHAX JIPIXKIKIB Ta ccaBliB [233-235], ane gaHUX 1OAO POCIUH
Mano. Y KIITHHAax JpixkIKiB Ta TBapuH MT 3a0e3nedyroTh /103piBaHHA Ta PyX
aytodarocoM uepe3 IiX AMHAMIYHI 3MIHM Ta MOCTTPAHCISIINAHI MoauQikaiii
TyOyniHy. MT yTBOpIOIOTH CKJIaJHY B3a€MOIOB’SI3aHY MEPEXKY, fKa 4YacTo
(YHKIIIOHYE SIK [UIAXA JUIi  BHYTPIIIHBOKJIITUHHOIO  METaboJi3My, IO
KOHTPOJIOETHCS crienu(piyHUMU MOTOpHUMU Olnkamu [236].

Hamri gocnimxenss 3 BukopuctanusaM JiHii A. thaliana (GFP-MAP4) takox
MPOJIEMOHCTPYBAJIH, 1110 BiAOYBAIOTHCS 3MIHU HATUBHOI opieHTanii MT y kimiTuHax
KopeHs. MT crTaioTh 1€30praHi3oBaHMMHU Ta AE30pPIEHTOBAHMMHU Ha 6-Ty 1100y
BUPOILYBAaHHS y BCIX JOCIDKYBaHUX 30HaxX KopeHs A. thaliana 3a MoOB
kiiHoctaryBaHHA. [Ipore yepe3 9—12 nmi0 pi3kuX MNOpYIIeHb B Opl€HTAIli Ta
opranizaiii MT He BHUSBIEHO, 110 MOXXe OyTH TMOB’S3aHO 3 MEBHOIO AJIaNTAIlIEI0

pociauH A0 Mikporpasitaiii. Ili maHi m107aTKOBO MiATBEPKYIOTH Te, Mo MT €
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BHYTPIIIHbOKJIITUHHOIO MIIIEHHIO Ta O€3M0CEepEIHbO OEPYTh YUaCTh y BIAMOBI/II HA
CTpEC BUKJIMKAHUI MIKpOrpaBITAIIIEIO.

binok ATGS € cTpyKTypHOIO OJMHUIICIO ayTodarocoM 1 6e3nocepeIHbo oepe
y4acTh y PO3BUTKY CTpec-1HIyKoBaHO1 ayTodarii y kiaituHi. OTpuMaHi pe3yJbTaTu
CB1/IYaTh TaKOX MpPO Te, 110 yacTuHa reHiB AtATGS (AtATGSb, AtATGSe, AtATGSf
ta AtATGSi) moxe OyTu Oulbin crnenudiYHO [Ji1 TMOBHOIIIHHOI peani3alii
aytodarii 3a ymMoB MikporpaBiTauii. OCKUIBKM PICT 1 PO3BUTOK POCIUH
0e3MocepeIHbO 3aJIeXkKaTh BlJl MPABUIBHOTO (DYHKIIOHYBAHHS IUTOCKENETY, HAMU
OyJI0 BUSIBJICHO 3HA4YH1 3MiHU B IPOPUISX eKCIpecii reHiB a- 1 B-TyOyliHy B yMOBax
Mikporpasitaiii. Ha ocHOBI mpoBeneHUX AOCIIKEHb MOXEMO 3pOOUTH BUCHOBOK,
[0 OCHOBHA pEakilisi pOCIMH Ha CTpPeC, BHUKIMKAHA MIKPOTpaBITAIlI€LO,
CIIOCTEPITa€eThCA MPOTATOM Tmepmux 6—9 Ai10 BUpPONIYBaHHA B yMOBax
MIKpOTpaBiTaIlii.

HocnimkeHHss piBHIB eKcmpecii TeHiB o- Ta [-TyOyJiHy 3a yMOB
MIKpOTpaBiTallii MoKa3ajau BaXJIUBY pOJb IIUTOCKENIETa, 30KpeMa MIKpOTpyOOUOK, Yy
peryJiilii Hboro npoiuecy. byno BUSIBIEHO, 110 MIKpOTpaBiTallisi 3HAYHO BILUIMBAE HA
apXiTeKTypy IIMTOCKENeTa, 10 MIATBEPIKYye BaxunBicTb MT y no3piBaHHI Ta
TPAHCIOPTYBaHHI ayToarocoM A0 JITHYHHX OpraHeia. AHali3 piBHIB eKcIpecii
reHIB 0- Ta [-TyOyliHy 3a HOPMaJlbHUX YMOB TIOKa3aB pi3HY TKAHUHHY
creuu(1yHICTh IIUX FEHIB, 30KpeMa BUCOKU piBEHb €KCIPECii B KOPEHEBI1N CUCTEMI,
[0 CBIIYUTH MPO iX BAXIMBY POJIb y MIIATPUMAHHI CTPYKTYPHOI ILIUTICHOCTI Ta
(YHKIIIOHATBLHOCTI KOPEHSI.

Pe3ynbTaTi MOJEKYISPHOTO aHATI3Y IIECTH 130TUIIB O-TYOYJIiHY TOKa3yIOTh,
10 JAEsKI 3 [IUX TeHIB MOXHA 1IeHTU(IKYBaTH SIK OUIbII crieu(IyHl y 301HCHEHHI
aytodarii 3a yMOB MIKporpasiTalii. 30KpemMa, BCTAaHOBJICHO MiJBUIICHHS PIBHIB
excrpecli reHiB AtTUA2, AtTUA3 nva 6—9 nody. Ha 12-ty noOy BupouiyBaHHS
pPOCIMH 32 YMOB KJIIHOCTAaTyBaHHS JKOJIEH 13 IIECTH 130TUIIB HE I[IOKa3aB

MiABUIIECHHS piBHA ekcrpecii. I'en AtTUAI, iMmoBIpHO, HE Oepe ydacTi B Ipolieci
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aytodarii, OCKUIbKM MOro excmpecis Oyna cTaOUIbHO HHU3ZBKOI MPOTATOM
JIOCJII)KYBAHOTO TIEP101y BUPOITYBAHHS POCIIUH.

AHai3 ekcripecii eB’SITH TeHI1B B-TyOyJiHy TaKOX MOKa3aB BaplaTUBHICT.
Cnocrtepiranu TMEBHUW TMaTepH €KCIpecii, a caMe: Ha paHHIX eTamnax
KJIIHOCcTaTyBaHHA (6 110) OnblIicTh TeHIB P-TyOysiHy Manu MiIBUIIEHI PiBHI
eKcHpecii, Aalli CoCcTepiraiy 3HMKEHHS Ha 9-Ty 100y 1 3HOBY HE3HAUYHE 3pOCTaHHS
micna 12 16, [Botunu AtTUB2 1 AtTUB3 npoJeMOHCTpYBalu MiJBUINECHI PiBHI
ekchpecii, ik Ha 6 — Ty, Tak 1 Ha 9 — Ty 700y 32 YMOB MiKpOTpaBiTallii.

B pe3ynbTaTi NpoBENEHOr0 MOPIBHSJIBHOIO aHANI3y PIBHIB €KCIpecii BCIX
JIOCJIIIDKYBAaHUX TEHIB MOXKHa CTBEpKyBaTu, 10 TreHu AtATGSEb, AtATGSf, Ta
AtTUA2, AtTUA3, ta AtTUB2 ta AtTUB3 cniabHO €KCIPECYIOTHCS Y BIJNOBIIb Ha
Jt0 MiKporpasiTaiii. Mu npumyckaemo, 1o i T€HU MOXYTh OyTH KIIOYOBHUMHU
eJeMEHTaMM ajanTallii pociuH 10 MiKporpasiTauii. OCKUIbKH JaH1 PO €KCIPECIto
POCIMHHOTO TYyOyJliHY B YMOBaX MIKpOTpaBiTallli OTpUMaH1 BIEpIlE, 3aKIaJeHO
MIATPYHTS JJIsl TOAANBIIOT0 BUBYEHHS I'eHIB 1 OLIKIB ayTodarii Ta iX B3aemMomii 3

LIUTOCKEJIETOM.
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BUCHOBKH

Y nuceprauiiiHii poOOTI BCTAHOBIEHO, W0 MIKpOrpaBiTallisl IHAYKYE
MpOIIECH PO3BUTKY ayTodarii B KIITUHaX KopeHs A. thaliana 3a yd4acTio
MiIKpoTpyOouok. Ha TpanckpuniiiiHoMy piBHI 0XapaKTEPU30BAHO 3aKOHOMIPHOCTI
ekcrpecii TeHiB o- 1 B-TyOyniHy Ta O0u1ka ATGS, ski MOxyTh OyTH 3alydeHi 110
OMOCepe/IKyBaHHs TpolieciB ayrodarii 3a y4yacTio MIKPOTPYOOUOK mpH Ail
MIKpOTpaBiTallii B KJIITUHAX KOPEHs MPOPOCTKIB A. thaliana.

1. BctanoBieHo, 110 MiKpOTpaBiTallii BIUIMBAE HA PICT Ta PO3BUTOK TOJTOBHUX
KOpPEHIB MPOPOCTKIB A. thaliana. BusiBneHo, mo Ha Mop(oOJOriYHOMY piBHI
PO3BUTOK CTpEC-1HIYKOBaHOI ayTodarii y KOPEHSIX E€KCIEepUMEHTAIbHUX POCIHUH
xapakTtepusyerbecsi mosiBoro  MDC-3a0apBiieHUX CTPYKTyp, WLIO BIJMOBIIAIOTH
ayTodarocomam.

2. IIponeMOHCTpOBaHO 3aKOHOMIPHOCTI PO3BUTKY ayTodarii 1HAyKOBaHOI
KJIIHOCTATYBaHHSAM y KOPEHSAX MPOPOCTKIB A.thaliana. OTpumani pe3ynbTaTu 3a
nomomoroto 6apBauka LTR ta Tpancrennoi miHii GFP-ATG8a B 000X Bumajakax
MOKa3ajau 1HAYKIII0 ayTodarii Ta MaKCUMaJIbHUI pIBEHb YTBOPEHHS ayTodarocoMm
y KIITHHaX KOPEHS POCIMHU Ha 6-Ty a00y BHUPONIYBAaHHS POCIUH, a MOTIM
MOCTYIOBE 3MEHIIEHHS 1X KUTbKOCTI Ha 9-12 100y B yMOBax MiKporpasiTaiiii.

3. BCTaHOBIIEHO BIUIMB €K30T€HHUX JOHOPA Ta CKABEHIKEPA OKCHAY a30Ty
(NO) Ha po3BHUTOK 1 piCT KOPEHIB IPOPOCTKIB A.thaliana 3a yMOB KIIIHOCTAaTyBaHHSI.
BusiBnieHo, 1110 10HOp OKCUAY a30Ty — HiTponpycu HaTpito (SNP) crumyitoe 3miHu
POCTOBHX TapaMeTpiB KOPEHIB Ta MPU3BOJUTH 10 MIABUIINCHHS CTIMKOCTI POCIHH
pu Aii MIKporpaBiTarlii.

4. BcTaHOBJIEHO, 110 32 YMOB KJIIHOCTATyBaHHS BIOYBA€THCS MiJIBUIICHHS
BMICTY €HJOI€HHOIO0 OKCHAY a30Ty B JOCII[DKYBaHMX pOCIMHAaX Ta
MPOJIEMOHCTPOBAHO Y4YacTh JOHOPIB Ta CKABEHKEPIB OKCUIY a30Ty B IIbOMY
npoueci. 30Kpema, IOKa3aHO IMIJBHUILEHHS BMICTY HITpUTIB B 1,5 pasu y

KOHTPOJIBHUX POCIIUH Ta 1,8 pa3u y KIIIHOCTaTOBaHUX Ha 6-Ty 100y KyJIbTUBYBaHHS.
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I3 301IbIIEHHSIM TPUBAJIOCTI KyJIbTUBYBAaHHS B1JOYBA€ThCS MOCTYIIOBE 3MEHILIEHHS
€HJIOT€HHOTO BMICTY OKCHJYy a30TY, III0 MOK€ CBITYUTH MPO aJaNTalil0 POCIUH A0
YMOB KJIIHOCTaTyBaHHSI.

5. BusiBiI€HO 3MIHM HATUBHOI Opl€HTAILlll MIKPOTPYOOUOK y KIITUHAX KOPEHS
A. thaliana 3a yM0OB MikporpasiTaiiii. 30kpema 0yJio MOKa3aHo, 0 MiKpOTPYOOUKHU
CTalOTh [J€30pIEHTOBAaHUMU Ha 6-Ty 100y BHpPOIIYBaHHS B KIITHHAaX BCIX
JIOCIII)KYBAaHUX 30H KopeHs A. thaliana 3a nii xiiHocTaryBaHHs. OTpuUMaHi JaHi
MIITBEP/KYIOTh T, M0 MIKPOTPYOOUKH MOXYTh BHCTYNATH SK CAMOCTINHI
rpaBiTalliiiHl PEeUENnTOpU KIITHH, a CTPYKTypHaA peopraHizallis MIKpOTPyOOUOK €
OJIHUM 13 €JIEMEHTIB IpaBITALIIIHOT Yy TIUBOCT1 KIITUH KOPEHS.

6. [IpoanamnizoBaHo piBHI ekcmpecii reHiB 0ika ATG8 Ta BCTaHOBIEHO, 1110
MIKpOTrpaBiTallis 1HAYKY€e MiBUILECHHS PiBHs ekcrpecii reHiB AtATGS A. thaliana
Ha pI3HUX YacOBUX MPOMDKKaxX. 30Kpema, piBeHb ekcmhpecii reHiB AtATGSD,
AtATGS8e, AtATGSf ta AtATGSi 3pocTaB Ha 6-Ty Ta 9-Ty 100y KITIHOCTATyBaHHSI.

7. OTpuMaHO J1aHl, K1 MATBEPKYIOTh y4acTh I'€HIB O-TyOyJIIHY Y PO3BUTKY
aytoarii, 1HIyYKOBAaHOI KJIIHOCTaTyBaHHAM y A. thaliana. 3o0xpemMa, BCTaHOBIJIEHO
MiABUIIECHHS piBHIB ekcmpecii reHiB AtTUA2 ta AtTUA3 nHa 6-Ty Ta 9-Ty 100y
KJIIHOCTAaTyBaHHA. BUsBIIEHO CIbHY €KCIpecito TeHiB o-TyOyminy Ta Ounka ATGS,
[0 MOXE CJIIYTyBaTd MIATBEP/KEHHSIM Y4yacTi IUX TEHIB y peani3aiii ayrodarii,
1HTyKOBAHO1 MIKpOTpaBITaIII€lO.

8. Brepiiie Bu3Hau€HO piBHI ekcnpecii TeHiB B-TyOysiHy B POIIECl PO3BUTKY
CTpec-1HAYyKOBaHOI ayTodarii 3a yMOB KJIIHOCTaTyBaHHS Ta BUSIBJICHO IiIBUIICHHS
piBHIB ekcnpecii reHiB AtTUB2 1 AtTUB3 Ha 6-Ty Ta 9-Ty 100y BHUpOILYBaHHS Ta
3HMKEHHS PIBHIB iX ekcripecii Ha 12-Ty 100y B ymoBax MikporpasiTaiii. OTpumani
JaHl CBiIYaTh PO CHUIbHY ekcmpecito TeHiB AtTUA2, AtTUA3, ta AtTUB2,
AtTUB3, 1o miATBEpKYE iX y4acTh y ajanTalli 10 I[bOro BUAY CTpeCy.

9. IlpoBeaeHO MOPIBHSUIBHUI aHali3 PIBHIB €KCIpecii BCIX JOCTIIKYBAHUX
T'€HIB Ta BCTAaHOBJIEHO CiUbHY ekcinpecito AtATGEb, AtATGSf, ta AtTUA2, AtTUA3,

ta AtTUB2 Ta AtTUB3, 1110 BKa3ye Ha cenu(IYHICTh 3aTyYeHHS 3a3HAYEHUX T'€HIB



117
y peanizaiiio aJanTHUBHOI BIAMOBII KJIITHH POCIMH HAa BIUIMB MIKpOTpaBiTallii.
Takum 4YWHOM, OTpUMaHi pe3yJbTaTH CTBOPIOIOTH BUXIJHY IUIaTQOpMy st
MOJANBIIOT0 BUBUCHHS KIITUHHUX MEXaHI3MIB 3aiydeHHs pi3HuX 13otumiB ATGS8
Ta 1X B3a€MOJIi 3 IHIIMMHU KIITUHHUMU KOMIIOHEHTaMH y PO3BHUTKY ayTodarii 3a

YMOB MIKpOTpaBiTallii.
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