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Abstract. History of the discovery, formation, structural and biochemical traits of the protein bodies, derivatives of the granular
endoplasmic reticulum (GER) that are known as ER-bodies, are reviewed. The functions of ER-bodies in cell vital activity mainly
in Arabidopsis thaliana are reported. The highly specific component of ER-bodies, B-glucosidase enzyme, is described and its
protecting role for plants under effect of abiotic and biotic factors is characterized. Based on the analytical review of the literature,
it is shown that ER-bodies and the transcription factor NAI2 are unique to species of the family Brassicaceae. The specificity of the
system GER — ER-bodies for Brassicaceae and thus the fundamental and applied importance of future research of mechanisms of its
functioning in 4. thaliana and other Brassicaceae species are emphasized.
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Pedepar. B oniszi BUCBITICHO iCTOPIIO BiAKPUTTS, 0COOMMBOCTI (POPMYBaHHs, CTPYKTYpHi Ta OioxXimiuHi xapakrepuctuku EP-
TLJIEIb — HOXITHUX TPaHyJSIPHOTO eHoIuIa3MaTinaHoro petukyinymy (I'EP); onmmcano ixui ¢yHK1il y 3a6e3mnedeHHi )KUTTESIIBHOCTL
KITHH (TiepeBakHO Ha mnpukinani Arabidopsis thaliana). Onumcannit Bucoxocnenudiyanii KommoHeHT EP-timens — eH3zum
B-rroko3uaasa Ta 0XapakTepH30BaHO 1 POk Y 3aXHMCTI POCIUH Bij a0iOTHMYHUX 1 G10THYHMX YMHHMKIB. Ha OCHOBI aHamizy oy
JiTeparypu nokasano, mo EP-rinbus i Tpanckpunmiiinmii paxrop NAI2 pa3soM nmpuramanHi BUKIIOYHO BUIAM POIUHN Brassicaceae.
[Migkpecneno ocodonusicts cuctemu I'EP — EP-tinbus mis poaunu Brassicaceae, a oTxe, pyHIaMeHTaIbHE TA MIPUKIIaTHE 3HAYCHHS
MaiOyTHBOTO JIOCIIKEHHsI MeXaHi3MiB 11 QyHKIioHyBaHHs Yy A. thaliana Ta iHIINX BUAIB POAUHHU Brassicaceae.
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Ennomnmasmarnanuit  perukynym (EP) Bmepme Oys
OMHCAHUI Y KyJAbTYpi KIITUH (HiOpOOIACTIB, OTPUMAHUX
i3 eMOpioHIB KypeW, SK TOHKHHA "IIHYpOK", IO
MPOCTSTAETHCS 110 BCIH UTOIUIA3Mi, MOXKE YTBOPIOBATH
MEpPEeXKEBY CITKY, KOHTAKTY€ i3 SICpHOI0 MEMOpPaHOO Ta
IUIa3MajieMol0, Ma€ PO3UIMPEHHS Y BUIIAAI "HEpIBHUX
To4yok", '"mamplienomiOHMX yTBOpeHH"' Ta "Be3WKyd',
MicusiMu "miHYpoK" nokpuTHid rpanyiamu (Porter et al.,
1945).

[MizHime ysBiaeHHs moxo crpykrypu EP 1 iioro
OCHOBHUX (DYHKIIHA OyJH ICTOTHO PO3IIUPEHI 3aBISIKH
METOJ[aM EJIEKTPOHHOI Ta KOH(OKAIBHOI MIKpPOCKOMI{
(Buvat, 1963; Hawes et al., 1981; Quander, 1990),
NPWKUTTEBOIO BUBYCHHS KIITHH B Y®-crektpi Ta
Bimeosiiomku (Quander, Schnepf, 1986; Lichtscheidl,
Weiss, 1988), 3aMOpOKyBaHHS-CKOIIOBAHHS  TOIIO
(Staehelin, Chapman, 1987; Fernandez, Stachelin, 1987).
CyTTeBO TOMMUOWIN YABICHHS IIOIO IPOCTOPOBOT
opranizauii EP onepikaHi TpuBHMIpHI 300pakeHHS Y
HaruBHOMY cTaHi (Mitsuhashi et al., 2000; Kamigaki
et al., 2009). CTpyKTypHO BHAUISIIOTH arpaHyisipHUH
(AEP) tarpanynstpamii (I'EP) peTuxyrymu, Ha 30BHIITHIN
MOBEPXHI MEeMOpaH OCTaHHBOTO MICTATHCS PUOOCOMH
(Staehelin, 1997). ITnoma memoOpan EP ckiagae Ginbiie
ITOJIOBMHY 3arallbHOi IUTONIi BCiX MeMOpaH KIITHHH. B
kiaituHi EP mpencraBieHui JMHAMIYHOIO CHCTEMOIO
3'€IHAHUX MK CO0OI0 IDIOCKHX Ta/abo pPO3MIMPEHUX
mycTepH 1 wwitiHapuyHux Tpyoouok (Lai et al., 2014;
Wang et al., 2014; McFarlane et al., 2017). EP 6epe
0e3rocepesiHI0  y4acTh B YTBOPEHHI  30BHIIIHBOI
MeMOpaHH siiepHOI OOOJOHKH A Yac MOAUTYy KIITHHHU
(Maison et al., 1993; Voeltz et al., 2006). BcranopineHo,
mo ocHoBHI ¢yHKIii EP momsraiote y O6iocuHTe3i
Ta MeTaboNli3Mi PEYOBHH, 30KpeMa OUIKIB, JIMiIiB,
BYIJIEBOJIIB, TOOYIOBi I1HIMMX MEMOpaHHHX CTPYKTYp
KIITHHY 1 TIPOJAYKYBaHHI Bakyolb Ta OLIKOBUX TiJICIb
(Howell, 2013; Angelos et al., 2017; Stefano, Brandizzi,
2018; Balla et al., 2019).

BinkoBi TUIBISI B €HAOCHEPMI Ta 3apOJKax HACIHUH,
ski € noxigaumu ['EP, micTars 3amacHi OiKé Ta myke
PI3HOMAHITHI 3a CKJIAJOM, CTPYKTYypOrO Ta (YHKII€
POCTHH 3 Pi3HUX TAKCOHOMIYHUX TPYII, 30KpeMa 3JaKiB
i 6000Bux (Zhou et al., 2013). Hampuknan, OinkoBi
Times Zea mays L. (Poaceae,) MicTITh 3€iH, Sorghum
bicolor (L.) Moench (Poaceae) ta Oryza sativa L.
(Poaceae) — nponamin (Okita, Rogers, 1996; Herman,
Larkins, 1999; Nagamine et al., 2011; Kumar et al.,
2012), Triticum aestivum L. (Poaceae) — TmiaauHu i
rroteHinn (Rosenberg et al., 1993; Tosi et al., 2011), a
Vigna mungo (L.) Hepper ta V. radiata (L.) R.Wilczek

Yipaincoruii 6omaniunuii scypnan, 2020, 77(6)

(Fabaceae) — umcteinoBy enponentuaasy (Okamoto,
Minamikawa, 1998; Toyooka et al., 2000). B kmiTrHax
BEreTaTUBHUX OpPraHiB BHIB pOAWHH Brassicaceae
Juss. ommcaHO OUTKOBI TifBLS, SIKI MICTSTH (EPMEHT
B-rmroxo3mmasy Ta TpUTAMaHHI JIMIIE I POIHHI
(Hayashi et al., 2001; Matsushima et al., 2003a, b;
Nakano et al., 2014; Wang et al., 2017; Nakazaki et al.,
2019; Yamada et al., 2020).

Toxomxenns EP-tijiennp

BijKoBi TUIBIS y POCIMH BUIIB POJAMHU Brassicaceae
32  JIONOMOTOK  METOMiB  (ha30BO-KOHTPACTHOI  Ta
EJICKTPOHHOI MIKpPOCKOII Briepiie OyJio BHUSIBICHO B
KIIITHHAX KOpeHs Raphanus sativus L. sk posmmpeHi
mucrepan ['EP, siki 3amoBHEHI peyoBHMHOIO CEpeAHbOT
enekTpoHHOI mIimeHOCTI (Bonnett, Newcomb, 1965), i
mi3Hiire Ha3BaHi "OoHeTkamu" Ha yecth H.T.J. Bonnett.
OCKITBKH BMICT 1 QYHKIIT IUX CTPYKTYp OyaIu HEBizoMi,
ix HasBamu "TaeMHHMUMMH opraHenamu" ("mystery
organelles") (Gunning, 1998) i mmpoko KoCIiIKyBaIH
BIpoaoBK 1960-1990 pp. in vivo Ta in vitro B iHIINX
BUiB ponuHu Brassicaceae (Iversen, 1970a; Behnke,
Eschlbeck, 1978; Gailhofer et al., 1979; Jergensen,
1981). 3okpema, moaiOHI TuIbLS Oyi0 ieHTH(DIKOBAHO
B KJIITHHAX KOPEHEBOTO YOXJIMKA Ta 30HH PO3TATYBAHHSI
KOpeHIB 1popoctkiB Lepidium sativum L. (Iversen,
Flood, 1969), Cardamine hirsuta L., Arabis alpina L.,
Sinapis alba L. (Iversen, 1970b), Thlaspi arvense L.
(Hoefert, 1975), Armoracia rusticana G.Gaertn.
(Jergensen et al., 1977) Ta Brassica chinensis L. (Bones
et al., 1989). B kiiTuHaX anikaiabHOI MEPUCTEMH KOPECHS
TIJICNh HE CcIocTepiraid. 3rofoM TOmiOHI  TUIBIM,
noxiani Big I'EP, Oyso onmucaHo B KOPEHSIX TPAHCTEHHHUX
pociun Arabidopsis thaliana (L.) Heynh., sxi mictim
3eneHuit  (oryopecuentHuit 6ok (green fluorescent
protein, GFP), (Haseloff et al., 1997; Gunning, 1998;
Ridge et al., 1999; Mitsuhashi et al., 2000; Hawes et al.,
2001; Hayashi et al., 2001) Ta HazBano EP-Timpmsmu,
(Hayashi et al., 2001), xoua iX 11e JSSIKUil Yac Ha3UBAJIH
"raemanmanmu opranenamu’ (Hawes et al.,, 2001) a6o
"Beperenononionumu  tineimu”  ("fusiform  bodies")
(Nelson et al., 2004). 3a ocranHi poku EP-Tinmpus
nmoctoBipHO imeHTH(]iKOBaHI Y B. rapa L. (Kalinina,
2007), Arabis alpina, Crucihimalaya lasiocarpa
(Hook.f. & Thomson) Al-Shehbaz, Olimarabidopsis
pumila (Stephan) Al-Shehbaz, Cardamine hirsuta,
Thellungiella salsuginea O.E.Schulz, Sisymbrium irio L.
ta Capsella rubella (Nakano et al., 2017).
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CrpykTypHO-0ioximMiuHi ocodnuBocTi EP-Tisiens

EP-Tinb1is, siKi MICTATh B-TIIOKO3H/1a3y, € YHIKaJIbHUMH
TS BUIIB pOIUHU Brassicaceae, 10C1 BOHH HE BUSBIICHI
SK y BUAIB 3 IHOIMX POAWH 3 TOPSIKy Brassicales,
30Kkpema, Resedaceae i Tovariaceae (Iversen 1970b;
Behnke, Eschlbeck, 1978; Bones et al., 1989), tak i y
BUJIB 3 ponuH Papaveraceae i Fumariaceae (Rhoeadales)
(Iversen, 1970b; Bones et al., 1989), Fabaceae (Fabales)
(Esau, 1975), Solanaceae (Solanales) (Hawes et al.,
2001) romro (Iversen, 1970a; Esau, 1975; Thangstad et al.,
1990, 1991; Schmid et al., 1999; Okamoto et al., 2003;
Senatore etal.,2009; Nakano etal., 2017). [IutanHs momo
ydacTi MIKpOTUICIb y MeTadoii3Mi IVIIOKO3MHOJIATIB
(B-Tiormroko3un-N-rigpokcucynbhariB) — BTOPUHHHX
MeTaloMiTIB, sAKi € crnenudivHUMU I Brassicales
(Halkier, Gershenzon, 2006), 3a1111a10¢si HEBUPIIICHUM
YIOPOIOBK  KUIBKOX  JECATHJNITh.  Po3misganacs
MOXJIMBICTh HpUCyTHOCTI B EP-TimbIsiX Mipo3uHasm,
sSKa Maja aKTHBHICTh IOJ0 CHHIrpHHY (amidaTHaHOrOo
rmoko3nHonary) (Iversen, 1970a; Nitz et al.,, 2001).
Ane 1o Tirmore3y OylI0 CHPOCTOBAHO Ta BCTAHOBICHO,
o ocHoBHUM (pepmenToM EP-Tinens € B-miroxo3uiasza
(Matsushima et al., 2003a).

3a 0IIOMOTOI0 aHai3y TPAHCKPUITOMY Ta MPOTEOMY
A. thaliana nyxoro THITY, TPAHCTEHHUX POCIUH 1 MyTaHTIB
coil, etrl-4, tsal, nail, nail-1, nail-2, nai2, leb, pykl0,
lecl, mebl, meb2, mebl meb2 at4g27870, bglul8
pvkl0, naipl, naip2 Ta naip3 ineHTH(})IKOBAHO OCHOBHI
reHH Ta OLIKH, SIKI 3aJIydeHi J0 MporeciB (hopMyBaHH:
ta ¢yukuionyBanHa EP-tinens (Dunkley et al., 2006;
Yamada et al., 2011; Nakano et al., 2014). Bukopucranus
MyTaHTIiB nail-1 ("nai" — "BimcyTHIiCTE" y mepexmami 3
SMOHCBHKOT MOBH), nail-2 (Matsushima et al., 2004) ta
nai2 (Yamada et al., 2008, 2020) 103BOJIHIIO BCTAHOBUTH,
mo ¢opmysanns EP-tinens koHTpomoeTsest pakTopamu
tpanckpuniii NAI1 ta NAI2. BaxiauBo BiAMITHUTH, 10
NAI2 npuramannuii mume Brassicales (Yamada et al.,
2008, 2020) Ta ineHTU(IKOBAHUHA y reHOMI BCIX BHIIIB
Brassicaceae, Toi sIK B iHIIMX POIHH LOTO MOPSAKY BiH
tparusieTbesi He 3apxau (Nakano et al., 2017; Yamada
et al., 2020). Ha mpuxmani myranra tsa/ (TONSOKU 1)
BU3Ha4eHo, 1o 010k TSA1 (TSA-associating protein 1),
SIKUHA € Onmm3bkuM romonoroM NAI2, Bimirpae BaITUBY
poib y dopmyBanHi EP-Tinens BHACHIIOK, MOPaHCHHS
pocmuHM Ta il ¢iToropMoHy MeTHDKacMoHary (Geem
et al, 2019). YV wnHokayr-mytaHTta coil (coronatine-
insensitive protein 1), HEIYTIAMBOTO MO EK30TEHHOI il
METWIDKacCMOHaTy, Ta HOKayT-MyTaHTa efrl-4 (ethylene
receptor 1-4), HeuyTauBoro 1o aii ermieny (Matsushima
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etal., 2002), EP-Tinbus ve yrBoproBaimcsi. Mytanr leb-1
(long ER-body) i moagiiinuii mytant bglu2l-1 pykl0-1 3
rmopymieHoro pobdororo rena PYKI0 mictumu EP-Tinmbrs
B MCHININ KiJTbKOCTI, aji¢ OiIBIIOr0 po3Mipy Ta 3HAYHO
BUIOBKEHOI 200 aTUIOBOi (hOpMH MOPIBHSHO 3 TAaKUMH
y aukoro Tumy (Nagano et al., 2009). AOpesiarypa
PYK10 mocniBHO HE po3mmH(ppPOBY€ETHCS, a TIOSICHIOETHCS
sk "Oera-mroko3uaasauil komrieke" ("beta-glucosidase
complex"), xoua TaKe MOSICHEHHS € HE 30BCIM KOPEKTHUM.

KoHcTpyroBaHHSI HOKayT-MyTaHTa nail JIO3BOJIMIIO
inenTudikyBatn creuudiuni Oinku MemOpanu EP-
tinenp (Yamada et al., 2013). AHami3 OUTKOBOTO CKIIIy
HOKayT-MyTaHTiB mebl (membrane of ER-body),
meb2 Ta motpiiitHOTO MyTaHTa mebl meb2 at4g27870
MOKa3aB, 10 BiJICYTHICTh OIHOTO 31 CTPYKTYpHHX OLIKIB
MeMOpanu EP-Tinenp He BIUIMBa€ Ha IXHE YTBOPCHHS
Ta HaKONWYEHHS B HUX B-IIIIOKO3MIA3M; KiIbKicTh EP-
TiJIeNb y X MYTaHTIB Oylia Takolo, SIK i B TUKOTO THUITY.
BunanenHs aekuUTbKOX OUIKIB y TMOABIHOTO MyTaHTa
mebl meb2 BUKNIWKaIO TOpymeHHS (OPMYyBaHHS Ta
mopdouorii EP-tineus (Yamada et al., 2013). Ha moznexni
nozagiftHOTO MyTauTa bglul8 pykl0 (B-glucosidase 18)
nokasaHo 3axucHy ¢yHkniro EP-tinens npu noimaxni
pocauan TpaBoimHumu TBapuHamu (Nakazaki et al.,
2019). BuBueHHS OMMHUYHUX, TOABIHHAX Ta MOTPIHHIX
mytantiB naipl (NAI2-interacting proteins), naip2 i
naip3 1amo MOXJIMBICTH 1ICHTU(IKYBaTH OLIKH, SIKi
BIZIrpatoTh BUpiNIaNbHy poyib y Oiorenesi EP-rinenp
(Wang et al., 2019).

OcuoBuuii  gepment EP-tirenp B-miroxo3uaasa
(Tmroko3ua-mmokorigponaza, K® 3.2.1.21) xaramizye
rigpomiz apwi- Ta ankiia-f-D-miroko3uaiB, a  Takox
TIIOKO3UIB 13 ByreBogHuM (parmentom (Esen, 1993).
Bcranosneno, mo p-mmokosunaza PYKI10 y wmituni
TPAIIAETHCS B JBOX CTAHAX: AKTHBHOMY HEPO3YHHHOMY
Ta HeakTHMBHOMY po3unHHOMY (Nagano et al., 2005).
Terom A. thaliana xonye 47 B-tmoko3unas (BGLU) (Xu
etal., 2004), 40 i3 HUX MICTATh CHTHAJIBHY ITOCIiTOBHICTb
Ha N-KiHIIi MOJINENTHAHOTO JIAHIIOTA 1 § — CUTHAJIBHUI
eJIeMEHT yTpHMaHHS B KommapTMmeHTax EP ma C-xinmi
(Nakano et al., 2014). [lo ocTaHHIX HaJeKaTh OLIKH:
BGLU18, BGLU19, BGLU20, BGLU21, BGLU22,
PYKI10 / BGLU23 (mami — PYKI10), BGLU24 Ta
BGLU?25. BeranosieHo, 1o 6110k PYK 10 macoro 65 x/]a
€ OCHOBHUM KOMITOHEHTOM EP-Tijiens Ta HaKonmn4yeThest
aume B mux crpykrypax (Matsushima et al., 2003a;
Matsushima et al., 2004). BuxopucraHHsi TpaHCTE€HHHX
pociuH i3 3actocyBanHsaM MiTku GFP go3Bonmiio 4itko
Binpizaatu EP-tinpus, mo wmictate ¢epment PYKI10
(Mitsuhashi et al., 2000; Hawes et al., 2001; Hayashi
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et al., 2001; Matsushima et al., 2002, 2003a, b, 2004;
Hara-Nishimura et al., 2004), Bix iHIIHX O1IKOBHX TiJICIh
y xmituHax (Schmid et al., 1998; Toyooka et al., 2000;
Herman, 2008; Yasuda et al., 2009; Kumamaru et al.,
2010; Satoh-Cruz et al., 2010; Nagamine et al., 2011).
Binok PYK10 HaneuTh 10 pOAMHMU TIFOKO3U]I Tipoia3
1 (glucoside hydrolases 1, GH1) (Xu et al., 2004), Toxi
K 1HIN [-mIoko3ujasw Hanexarb 1o poauH GH3,
GHS, GH9 a6o GH30 (Henrissat, 1991; Ketudat Cairns,
Esen, 2010). ITocmimopricte DGPVXPPSNKLARASFP
(X — mneBmzHadeHo) Ha N-kinmi PYKI10 3abesmeuye
BHUBUTBHEHHs 1bOTO Oinka (Matsushima et al., 2003a).
Ha C-xinmi PYKI10 po3ramoBaHuii CHrHaJIbHUIA
emement yrpumanHs KDEL, skuii BimmoBimae 3a
aKyMyJIIOBaHHS (DEPMEHTY B MeEXKax KOMITAPTMCHTIB
EP Tta BimmoBigHo EP-timenp (Denecke et al., 1992;
Matsushima et al., 2003a) i 3anobirae #ioro cexkpeuii 3
EP, a y pa3i BumaaxoBoro BHXomxy Oinka 3abe3meduye Horo
nosepHenns 70 EP (Pagny et al., 1999; Stornaiuolo et al.,
2003). Abpesiarypa KDEL cknameHa 3a BiAIOBiTHUMHI
MapKyBaJIbHUMHU JIiTEpaMH 710 KOKHOI aMiHOKHCIIOTH,
SIKi BXOIATH y If0 mociimoBHICTh: K — misun (lysine,
Lys), D — acniaparinosa kuciora (aspartic acid, Asp), E —
miyTaminoBa kuciora (glutamic acid, Glu) i L — nedinun
(leucine, Leu).

ITin BrimBoM ab0ioTMuHMX a00 OIOTUYHUX YMHHUKIB
B EP-timprax, oxpim PYK10, monarkoBo MOXyTh OyTH
MIPUCYTHI e TpH 130¢opmu B-riiroko3uaasu. Tak, micis
MEXaHIYHOTO MOIIKO/PKEHHS 200 MOiJaHHs TPABOITHUMH
TBapUHAMH CIM'SJIONBHUX JIMCTKIB Ta JIMCTKIB PO3ETKH
A. thaliana BinOyBaBca cuHTe3 1 HakommdeHHS B EP-
tinbisix BGLU18 (Ogasawaraetal., 2009; Nakazakietal.,
2019), a micns mil MeTwbKacMoHaty abo TpaBMYBaHHS
OpraHiB MPOPOCTKIB LUX POCIUH BHSBISUINCS Mi3epHi
kimekocti BGLU21 ta BGLU22 (Nagano et al., 2008;
Yamada et al., 2011). BGLU18 y mautiit KiTbKOCTI TaKoX
Oya ipucyTHs B EP-TiNbLSX KIITHH JIUCTKIB PO3CTKH 32
HOpPMaIIbHUX YMOB pocTy pociuH (Yamada et al., 2011;
Nakazaki et al., 2019) Ha BinMiHY Bi TakuX y KJIITHHaX
xopenst (Nakano et al., 2014). TToka3aHo, 1m0 10 cKIamy
EP-rinenp iHozi, 30KpeMa B yMOBaX OCMOTHYHOT'O CTPECY,
MOXYTh BxonuTH nporeasu y VPE (vacuolar processing
enzyme) ta RD21 (responsive to desiccation-21), Ha
C-KiHIII IKUX HEMA€ CUTHAIBHOTO €IEMEHTY YTPUMaHH:I
EP (Hayashi et al., 2001).

Bcranosneno, mo mem6Opana EP-tinenp, Ha BinMiHy
Bin EP, Mictuth y cBoeMy ckiami nBa croernmdivHi
interpasipHi Oimkn — MEB1 Ta MEB2 (membrane
protein of endoplasmic reticulum body 1, 2), ski, Ha
JlyMKY aBTOPIB JIOCIi/PKeHb, BUKOHYIOTh 3HAYHy pPOJIb
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y ¢yskmionyBanai EP-timens (Yamada et al., 2013;
Nakano etal.,2014). JTo cknany chopmoBanux EP-tinens
Takok BXoauTh Oitok NAI2 (Yamada et al., 2009, 2011;
Nakano et al., 2014), sikuit BiaoBigae 3a HAKOTUYCHHS
PYKI10 (Yamada et al., 2008) Ta opranizamito OiNKiB
MEBI i MEB2 (Yamada et al., 2013), a Takox OiKu
NAIPI, NAIP2 i NAIP3, mo Bu3HauaroTh po3mip EP-
tintens (Wang et al., 2019). Takox po3mip EP-rinenp
3aNeXnTh Bix HasBHOI KimbkocTi PYK10, B okpemmx
Bunagkax — Bix BGLU21 (Nagano et al., 2009). NAI2
i NAIP1 Bxomsth 10 ckinanay EP-Tinerns KIiTHH KOpeHs,
TIMOKOTHIISA Ta CIM'SIONBHUX JTUCTKIB A. thaliana, Tosi
sk NAIP2 i NAIP3 3Haxo/sTh 1€ i B JINCTKAX PO3ETKH
(Wang et al., 2019).

3a  HeCHpHUSATIMBHX JUIi  POCIMHH YMOB Y
¢yHkmionyBaHHI EP-Tinenp MOMAaTKOBO BHSBISIOTHCS
micth OinkiB JALs (jacalin-related lectin) — PBPI
(PYK10-binding protein 1) (Matsushima et al., 2003b,
2004), JAL22, JAL23, JAL31, JAL33 i PBP1/JAL30,
Tpu Oinku GLLs (GDSL lipase-like protein) — GLL22,
GLL23 i GLL25 (Nagano et al., 2005, 2008), a Takox
6inku ML3 (MD2-related lipid recognition protein 3)
(Hakenjos et al., 2013), ERMO3 (endoplasmic reticulum
morphology 3) (Nakano et al., 2009, 2012) ta MATH
(Meprin and TRAF homology domain-containing
proteins) (Yamada et al., 2008; Nakano et al., 2012),
SKi HE BXOJATH JI0 IXHBOTO CKJIAIy, a 3HAXOMATHhCS B
[UTO30J1i, IUTOCKEJICTI, BaKyoJIsiX, Iula3MaieMi abo
amorutacti. Ili 6inkm pazom i3 PYKI10 Gepyts ydacTp
y Bignosigi EP-tinens Ha Ii0 CTPECOBUX UYHWHHHKIB
(Nagano et al., 2008), OimpmicTe i3 HHX, 30KpeMa
PBP1 (Nagano et al.,, 2005), crpusitoTh MiJBHIIEHHIO
aKTUBHOCTI f-Tmroko3upasu. llpumyckaerses, mo 3a
Takux yMoB Yy ¢yHkuionyBanni EP-tinens MoXyTb
Opatu yuacte Oinku GNL1 (GNOM-like 1), SEC24a
(endoplasmic reticulum morphology 2) (Faso et al.,
2009; Nakano et al., 2009), PR1 (pathogenesis-related)
ta PDF1.2 (plant defensin 1.2) (Nakano et al., 2014), sxi
JIOKaJTi30BaHI B iHIIUX KoMmapTMeHTax kiitnau. PYK10
Takok B3aemomie 3 Oinmkamum NSP1 (nitrile specifier
proteins), NSP3, NSP4, ESP (epithiospecifier protein)
ta ESMI1 (epithiospecifier modifier 1), sxi BIIMBalOTH
Ha KIHIIEBI MPOIYKTH METa0OIi3My TJIFOKO3HHOJIATIB
(Nakano et al., 2017). Cxema mporecy yrBopenHs: EP-
TiJICIb, @ TAKOXK KOMITOHEHTH, IKi O€pyTh Y4acTb y IIbOMY
mporieci Ta monanbmomy (GyHKLIiOHyBaHHI EP-Tiners,
HaBeJIeHI Ha puc. 1.
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Puc. 1. Cxema dopmysanns EP-tinens y kmitinHax emigepmicy cim'snoneit Arabidopsis thaliana. O: HOpMandbHI yMOBH POCTY
pociuH; ©: HECHPHUATINBI YMOBH POCTY POCIHH; | — rpaHyIspHHI €HIOIUTa3MaTHYHUA peTuKyimyM; Il — iHmi KoMmapTMeHTH
pocnunHOi kiituau; 1 — tpancsuis: NAIL excripecyerbest Ta innykye ekcipecito PYK10, NAI2, NAIPs, MEBI i MEB2; 2 —
nouarok opmysanus: PYK10, NAI2 i NAIPS MoxyTb B3a€MOZISITH Mixk cO00I0 A7 BU3HAYEHHs opmu Ta po3mipy EP-Tinbms; 3 —
cnenudikamis memopanu: NAI2 yrsoproe komruteke 3 MEB1 1 MEB2, a moTim 3amy4ae ix 10 yrBopeHHA criennpiunoi memopanu EP-
TinbLst; 4 — 3aBepiueHHs popmyBaHHst; C- 1 N- KiHIi aMiHOKHUCIOTHOT OCTIJOBHOCTI B-IIIF0K03K1a3u BianoBiaHo; SP1 — curnanbHuii
CIIEMEHT YTPUMAaHHS B MEXKaX CHJIOIIA3MaTHYHOTO PETUKY/IyMYy; SP2 — CHIHa/IbHA HOCIIJOBHICTb, SIKa Bi/IOBi/1a€ 32 BUBLIBHCHHS
B-rmoko3ngasu. 3a Nakano et al. (2014) B moaudikanii Romanchuk (2020)

Fig. 1. Scheme of ER-body formation in Arabidopsis thaliana cotyledon epidermal cells. O: normal growth conditions; @: impact
of abiotic or biotic factors; I — granular endoplasmic reticulum; II — other compartments of a cell; 1 — translation: NAI1 is expressed
and induces the expression of PYK10, NAI2, NAIRs, MEBI and MEB2; 2 — start of formation: PYK10, NAI2 and NAIPs can interact
with each other to determine the shape and size of the ER-body; 3 — membrane specification: NAI2 forms a complex with MEB1 and
MEB?2, and then involves them in the formation of a specific membrane of the ER-body; 4 — completion of the ER-body formation;
C-, N- — C- and N-terminus of the amino acid sequence of B-glucosidase, respectively; SP1 — endoplasmic reticulum retention signal;
SP2 — signal peptid that is responsible for the release of B-glucosidase. After Nakano et al. (2014), modified by Romanchuk (2020)

dynknioHaabHe 3HaYeHHsa EP-Tiens ta Tpasoinuux TBapuH (Nakano et al., 2017). Icuye
IyMKa, o mig 9ac mporo mporecy PYK10, BGLUIS,
BGLU21 1 BGLU22 iHoai MOXKYTh BUKOHYBATH (DYHKIIIFO
nputaMaHHy Mipo3uHasi (Xu et al., 2004; Hopkins et al.,
rmokosuHonarie  (Nakano et al., 2017). 3okpema, 2009; Nakano et al., 2017; Yamada et al., 2020). I na
4. thaliana  mictute  amidarwani, OGeHSMIBHI T oy oronmi mesiki aBropn BimHocaTs PYKI10 1o Miposunas
iH7O0NBHI DroKo3uHoIatH (Brown et al.,, 2003), tomi (Wang et al., 2017, 2019), Xxoua BCTAHOBICHO, WO BiH
SK CIJIBHOIO s Brassicales € HasBHICTh JHUIIE Mae CTOpiHeHicTs 10 Hux Jume Ha 45% (Matsushima
OeH3MIbHIX FHIOKF)WHOHa.TiB (Nakano et al, 2017.)' etal., 2003a) i Bci inenTU(ikoBaHi Mipo3MHA3K HE MAIOTh
B cpoto wepry, innonbHi [THOKOSMHOMATH Yy BHAIB  cyryanpHoro enementa yrpumanns B EP. Miposunasu
Brassicaceae mnpencrapieHi TaKMMH ~ PEYOBHHAMH, (tiormokosm-riokorinponasu, K& 3.2.1.147) — ne

[Mpunyckaerbesi, mo ¢yHkiionyBanus EP-timenp y
POCIMHHMX KJIITHHAX TIOB's3aHe 13 MeTabomizMoM

K IHI‘OH_'3'Y'MQTHH" 1'MeTOKcmHHOH'3'y_'MeTHH'7 ponuHa GepMEHTIB, sKi GEPyTh y4acTh y 3aXUCTi POCIHH
4-TiAPOKCHIHAON-3-y-METWI-  Ta  4-METOKCHIHAOM-3- Bin BBy crpecoBux umHHUMKIB (Henrissat, Davies,
y-metmi-Tiitoko3uHonaraMu - (Nakano et al., 2017). 2000)

[Tpn mOMmKOIKEHHI TKaHWH POCIMHM Ta IOTPAIUITHHI
naroreHiB PYK10 rigponi3ye iHI0NbHI TIIOKO3WHOJIATH,
BHACNIJIOK HYOTO YTBOPIOIOTBCS XIMIYHO  aKTHBHI
CHONTyKH, 30KpemMa i3oTiomianaru ta Hitpwin (Halkier,
Gershenzon, 2006), sSKi € TOKCHYHUMHU AJs1 30yAHUKIB

3'sicoBaHO, MI0 32 HOPMATBHUX YMOB pocTy EP-Tinbms
y BEJMKIM KUTBKOCTI NPHUCYTHI B KJIITHHAX emizepmicy
KOpEHIB TIPOPOCTKiB A. thaliana (Bikom mo 14 mi0).
B emigepmici TIMOKOTHJIS Ta CIM'SIOMBHHUX JIUCTKIB
TaKAX MPOPOCTKIB KimbKicTh EP-Timens He3HadHa,
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Puc. 2. Cxema nokamnizauii EP-Tinens y kIiTHHaX TKaHUH Pi3HUX opraHiB Arabidopsis thaliana. 1: 3pina pocnuna; II: mpopocTok;
1 — TUCTOK pO3eTKH, 2 — IEHTpaJIbHA JKHJIKA, 3 — INIACTHHKA JIMCTKA, 4 — Kpaif JINCTKOBOI IIACTHHKHY, 5 — IOBEHUIEHHUH JIUCTOK, 6 —
CIM'SIIONBPHUN JTCTOK, 7 — YEPEIIOK, 8 — TITOKOTHIIb, 9 — KOpiHb, 10 — KiH4KK KopeHs, 11 — KopeHeBHi YOXIHK, 12 — CTaTOUUTH, 110
MepexosiTh 10 cekpelii, 13 — cekpeTopHi KimitiHY, 14 — nuctanpHa 30Ha po3TaryBanHs, 15 — kitiHu emigepmicy. 3a Nakano et al.
(2014), Han et al. (2019), Nakazaki et al. (2019) B momudikanii Romanchuk (2020)

Fig. 2. Scheme of the localization of ER-bodies in Arabidopsis thaliana. | — mature plant; Il — young seedling; 1 — rosette leaf, 2 —
midrib, 3 — lamina, 4 — edge of the leaf blade, 5 — juvenile leaf, 6 — cotyledon leaf, 7 — petiole, 8 — hypocotyl, 9 — root, 10 — root
apex, 11 —root cap, 12 — statocytes transient to secretion, 13 — secretory cells, 14 — distal elongation zone, 15 — epidermal cells. After

Nakano et al. (2014), Han et al. (2019), Nakazaki et al. (2019), modified by Romanchuk (2020)

a B JHCTKaX pO3CTKH BOHH 3ICOUNBIIOTO BiICYTHI, 1
TPAIISIOTHCS IEPEBAYXKHO HA KPAFO JIUCTKOBOT IJIACTUHKU
Ta IEHTPAITBHOI JKIIKH. Y MOJOINX POCIHH (BIKOM BiJ
15 o 19 ni6) EP-Tinbus noCTIHHO MPUCYTHI B KITITHHAX
KOpPEHSI 1 pifie TilOKOTHJISA, TOAI SK, MOYMHAIOUU Bif
21-1 no6u, EP-Tinb1s npucyTHI JHIe B KINITHHAX KOPEHS
(Matsushima et al., 2002, 2003a, b; Hara-Nishimura,
2004; Yamada et al., 2011; Nakano et al., 2014; Han
et al., 2019; Nakazaki et al., 2019) (puc. 2). [Toctymose
3HUKHeHHsS EP-timens y  kimiTHHaX — ciM'spolied,
MOYMHAIOYH BiJI IPOPOCTKIB BikOM Yy 7 110, BigOyBa€eThCs
B HampsIMi BiJ] 0a3aIbHOT YaCTHHH CIM'SIOMTI [0 11 KIHIHKa
(Matsushima et al., 2002). Taki 3miau y HasBHOCTI EP-
TiJIenb B KIITHHAX OPTaHIB POCIWH PI3HOTO BIKYy Oyin
OMHMCaHi TAaKOX B IHIIUX BHUIIB Brassicaceae, 30KkpeMa y
Brassica chinensis (Bones et al., 1989).

Vkpaincexuii 6omaniunuii srcypuan, 2020, 77(6)

EP-tinpus, ski BiACYTHI B KIITHHAX ICHTPaJIbHOI
CTaTeHXIMU  (CTAarolMTax)  KOPEHEBOI0  YOXIJIMKa
A. thaliana, GopMyroThCS TIpU iXHBOMY MEpPEXOMdi [0
CeKpellii Ta MPUCYTHI y BEJHKIH KITbKOCTI B CEKPETOPHUX
writnHax (Romanchuk, 2020). ¥V aumcranmpHif 30HI
po3rsiryBaHHsT KopeHs EP-rinbis HasgBHI Jmnie B
kiitHHAx emigepmicy (Matsushima et al., 2002; Bulavin,
2017; Romanchuk, 2020) (puc. 2). Cepenss mioma
EP-tinenp Ta ixHSA KinmbkicTe 89 ox. Ha 3pi3 KIITHHHU
3aJMIIAIOThCS MOCTIHHUMH BIIPOJIOBX Iepmmx 7 10
pOCTY TPOPOCTKAa 1 30ULIbIIYIOThCS BABIUl Ha 13-Ty
100y (Romanchuk, 2020). V A. thaliana, six i B iHIIHX
BUIB Brassicaceae, EP-Tinblsi MaiTh OKpyIiIy abo
OBaIIbHY (POPMY Ta MiCTATh TOHKO(DIOPWIAPHY PEUOBHHY
cepenHbol enekTpoHHoi minsHocTi (Hayashi et al., 2001;
Romanchuk, 2010, 2020; Nakano et al., 2017) (puc. 3).
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Puc. 3. EP-tinbIs (mo3Ha9eHO 3ipoukaMy) y KIITHHAX €MiIepMiCy JUCTaIbHOI 30HH PO3TITYBaHHS KOPEHIB IPOPOCTKiB Arabidopsis
thaliana B cTaioHapHUX yMOBaX pocTy (A), i BIUTMBOM i0Hi3yto4oi pamiamii B no3ax 2 I'p (B), 6 I'p (C)18 I'p (D) Ta kniHOCTaTYBaHHSA
Buponosx 5 (E) ta 7 (F) ni6. Tpancwmiciitna enexrponna mMikpockorist; Mmacitad: 200 um (A—-C, E), 500 um (D, F)

Fig. 3. ER-bodies (marked with asterisks) in epidermal cells of the root distal elongation zone of Arabidopsis thaliana seedlings
in stationary growth conditions (A), under the influence of ionizing radiation at doses of 2 Gy (B), 6 Gy (C) and 8 Gy (D), and
clinorotation for 5 (E) and 7 (F) days. Bars: 200 nm (A-C, E), 500 nm (D, F).

€ MOB1IOMJICHHS PO HasBHICTH EP-Tinens y kiriTnHAX
KOPH Ta EMiJepMICy MUCTAIbHOI 30HH PO3TATYBAHHS
kopeHs R. sativus (Bonnett, Newcomb, 1965) i B. rapa
(Kalinina, 2007), a TakoX y KIITHHaX EHIOJIEPMH
KOpeHs TpaHCTeHHUX pociuH A. thaliana (Nakano
et al., 2014). Onnax in(opMmallis MOA0 iXHBOT KITBKOCTI
B OKpeMHX TKaHUHaX BiACyTHs. [Ipumyckaerbcs,
mo Jokamizaniss EP-tinenps mnos'a3ana i3 QyHKUisIMH
KIIITHHN Ta BAZOM POCIHHHU. Tak, BiZIOMO, IO B KOPEHi
IHOJBHI TTFOKO3UHOMATH (0CHOBHI cyocTparn PYK10)
HaKOMUYYIOTHCS B KOJIyMeIli, erijiepMi, Kopi, eHaonepmi
Ta neHTpansHoMy 1miiHApi (Moussaieff et al., 2013),
ajie, MOJIHBO y Bakyossix (Nakano et al., 2014).

Taki jaHi BKa3ylOTh Ha Te, IO 38 HOPMAIbHUX JUIS
pociuau  ymoB pocty, PYKI0 Ta miroko3uHomaTH
OJIHOYACHO 3HAXOAAThCS B PI3HUX KOMIAPTMEHTAX
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OJTHHX 1 THX caMHX KITHH. TKaHWHHOI CIeU(pIIHOCTI
AKyMYJIIOBaHHS [JIFOKO3MHOJIATIB Yy JIMCTKAX PO3ETKU HE
HaBeneHo (Bednarek et al., 2011).

VY A. thaliana Bmict PYKI10 3Ha4HO 30inbLIyETHCS
mig gac mpopoctanHs HaciHuHE (Gallardo et al., 2001)
i TPUMAEThCSI HA BUCOKOMY DIBHI BIPOIOBXK MEPIINX
5 mi® pocTy TPOPOCTKiB, MOTIM JIHIHHO 3HIKYETHCS
(Matsushima et al., 2002; Matsushima et al., 2003a;
Yamamoto et al., 2014).

IIpouec popmysannst EP-tinens onocepenkoByeThCs
Ji€r0 Takux (ITOrOPMOHIB, SIK ETHJICH, JXaCMOHOBa
KHCJIOTAa 1 METWIDKacMOHaT. J[Ba OCTaHHI CHPHSIOTH
3aXUCTy pOCIUH Bij nomkomkeHb (Reymond et al., 2000)
Ta moigaHHsa TpaBoinHumu TBapuHamu (McConn et al.,
1997; Wasternack, Parthier, 1997). B ekcnepumenTax
JUCTKH PO3eTKH 15-116-10060BUX ipopocTKiB 4. thaliana
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JMKOTO THILY 1 TPAHCTEHHUX POCIIUH MOMILAIH B OKpeMi
BaHHH 3 50 MKM pO3YMHOM METHJDKAaCMOHATY Ta BOIHU
(xoHTpONB). 3a mii BKazaHoro TopMoHY EP-Tinpms
yYTBOPIOBAJIMCh B KIITHHAX emnigepmicy micist 37-38
Toll, TONI SK BOJAa HE BIUIMBAla Ha iXxHE (HopMyBaHHS
(Matsushima et al., 2002). Ilpu o00poOui JHUCTKIB
PO3ETKU INPOPOCTKIB TPAHCICHHUX POCIUH PO3UMHOM
METWDKAaCMOHATY B TE€PMETHYHIM Kamepi, HalloBHEHIH
ermneHoM, EP-timpisg He QopmyBamucs, TOOTO eTHIICH
MIPOSIBIISIB @aHTArOHICTUYHY [0 I110/I0 IJAHOTO TOPMOHY 1 SIK
HACJIIIOK, OoKyBaB yrBopeHHst EP-tiens (Matsushima
et al., 2002). Taka cama iHopmarist Oyra oTpuMaHa B
aHAJIOTTYHUX JOCIIKSHHSX 3 BUKOPUCTAHHSIM MYTaHTIB
coil, etri-4 (Matsushima et al., 2002), nail, nail-1 Ta
nail-2 (Matsushima et al., 2004), nai2, tsal i nai2 tsal
(Geem et al., 2019).

Bceranoeneno Baromy poib [(-miroxo3ugasud EP-
Tineub A. thaliana y 3axuWcTi pOCTWH BiJl IIKiTHHUKIB
pi3HOi  mpupomu, 30Kpema, Ipu  rinepindekuii
eHpodiTHIM TpudoM Piriformospora indica (Sherameti
et al, 2008), komoHizamii KOpeHIB OakTepisMu
Pseudomonas fluorescens (Pozo et al., 2009), mpu
napasuTyBaHHI Hemaroau Heterodera schachtii (Nitz
et al, 2001), moimaHHi TpPaBOIAHUMH TBapHUHAMH
Armadillidium vulgare (Nakazaki et al., 2019), mpo
BiZI0yBa€ThCs BHACIIZIOK aKTUBHOCTI IBOX P-IIIOKO3Ma3
PYKI10 Tta BGLUIS. Li ¢epMeHTH pO3MICILTIOITH
4-METOKCHIH/I0M-3-y-METHII-TJIFOKO3MHOMIAT, 1 TaKuM
YUHOM 3MEHINYIOTh HaBAHTAXKCHHS HA ITOLIKOKEHI
tkaunHu (Nakazaki et al., 2019). IlokazaHo Takox,
mo B mpoMy mponeci 3amissaa BGLU21 (Yamada et al.,
2020). Tak ocobunu 4. vulgare akTHBHO I10T11aJIN JINCTKH
nmoaBiiiHoro wmytanta bglu23 bglull, mo3z6aBneHOTO
B-mmoko3umasn, Ta YOTHPHKpAaTHOro MyTaHta b2§
myb29 cyp79b2 cyp79b3, mM030aBIEHOTO 1HJOIBLHUX
DIFoKo3uHOMATIB (Sun et al., 2009), Toxi K 10 poCIUH
JIMKOTO THITy OyJia TacuBHOO. Taki pe3ysibraTu BKa3yloTh
Ha Te, 10 TBAPHHH PEaryroTh Ha TOKCHYHI PEUYOBHHH, B
JTAHOMY BHIIQJIKy — 130TiOLliaHATH, SIKI yTBOPIOIOTHCS
MpU  B3a€EMOJIi TIIIOKO3MHONATIB Ta [-TIIIOKO3HIa3u
(Yamada et al., 2020). Takoxx y Bka3zaniii poboti Oyio
OCTAaTOYHO BCTAHOBIICHO, IO crierudiunmii 6imox NAI2
€ YHIKaJbHUM JuIsl Brassicaceae, Npu BUIyYEHHI SKOTO
EP-Tinbmst HE yTBOPIOBAIUCS, BHACIIIOK YOTO POCINHU
BTpavyail CTIHKICTh JI0 TTOIaHHS TBapUHAMHU.

BuBueno peakmito EP-timens  Ha  MexaHiuHe
MOMIKO/DKeHHST  pociauHu.  [lokazano, 1mo — micis
TIPOKOJIFOBAHHSI 3y004HCTKOIO BIJIOKPEMJICHHX
JHMCTKOBUX  IUIACTHHOK  16-1000BHX  TPaHCICHHUX
pocinuH A. thaliana EP-tinbist opMyBanucst BIPOIOBK

Yipaincoruii 6omaniunuii scypnan, 2020, 77(6)

44-66 TOn Yy KIITHHAX emifepMmicy 0e3mocepeaHbo
HABKOJIO MiCLISl ITOIIKO/DKEHHsL. [HayKiis yrBopenHs EP-
TIJIeTb 3aJIeXKalia Bl crioco0y MOpaHeHHs, OCKITBKA TTPH
3aTHCHEHHI JINCTKOBO IJIACTMHKU METAJIEBUM IiHIIETOM
ix He cnocrepiranu (Matsushima et al., 2002).

[pwu nii 3acoseHHs Ta MOCYXH Ha pociunu 4. thaliana
KimpKicTh EP-Tinens 30inpnryBanacs Ta pisear BGLU18
MiZBUIYBaBCsA. AKTHBAIlisl JaHOI [-TIIFOKO3MIIA3H,
B CBOIO Yepry, Maja OIIOCEPeJKOBAaHHWI BIUIMB Ha
MOCWJICHHSI CHHTE3y a0CLU30BOi KUCIOTH — CTPECOBOTO
(dbitroropmony, sSKkuii 3a0e3nedye CTIHKICTh POCIUH 0
BIUIMBY HECTPHUATIMBHX 30BHIIIHIX 4uHHUKIB (Han
etal., 2019). Takox npumyckaeThcsi, 1o 0110k EP-Tinens
NAI2, tak camo sik i mmaniepor EP PDIS (protein disulfide
isomerase S5), mpu B3aeMOMIl 3 MEMOpaHHHM OiJTKOM
AFL1 (membrane-associated protein Atl4a-like 1) moxe
Opatu y4acTb y BIAMOBIASX KIITUH A. thaliana Ha IOCYXY,
BUKOHYIOYH (DYHKIIII0 HETaTHBHOTO PETYISATOpa pPOCTY
Ta IHAYKTOpa HAKOITUUYCHHS MPOJIIHY, SIKHUH € MOTY)KHUM
ocmonpotrekropoM (Kumar et al., 2015).

[Mpunyckaersest 3amydennst EP-Tinenps 10 KIiTHHHAX
BIMOBiZe Ha OKCHAATUBHUHI CTpeC, OCKUIBKH OyIo
MokazaHo, mo B EP-TUIBIMX KITHH TPOPOCTKIB
Brassica oleracea var. gemmifera (DC.) Zenker, okpim
OCHOBHUX KOMITOHCHTIB, HAKOMHUYYETHCS XIIOpodi-
3B's3yrounii 6inok BoWSCP (Brassica oleracea water-
soluble Chl-binding protein), sKuif MpH MOMKOIKEHHI
KIITHH BUBUIbHIOETBC 13  EP-tiens Ta  crpusie
3HIDKCHHIO akTWBHUX ¢opm kucHio (Takahashi et al.,
2012).

OOroBOpeHO omocepenKoBaHy ydactb EP-timers y
BINOBIIX KITUH A. thaliana Ha cTpec, BUKIUKAHUHA
iOHaMH MeTajiB, 30KpeMa 3ali3a Ta MapraHIlo.
[lpurHiyeHHs TOKCHMYHOI il BKa3aHUX  METaJiB
3nilcHIOETHCS 3a yuacTi 011kiB MEB1 1 MEB2 memOpanu
EP-tinenp (Yamada et al., 2013) Ta ixaporo ¢epmenry
B-rmokozunazu PYK10 (Fourcroy et al., 2014; Schmid
etal., 2014).

Beranosieno uytauBicte EP-Tinmers 10 OCHOBHHX
YUHHUAKIB KOCMIYHOTO TIOJNBOTY — MiKpOTrpaBiTarii
ta ioHidytouoi  papmiauii. Kinekicte  EP-rinenp
30i7pIITyBajacs B KIITHHAX KOPEHEBUX KiHUHKIB B. rapa
ta A. thaliana 3a BIJIMBY MOJIEJILOBAHOT MiKpOTpaBiTarlii
(xminoctaryBanns) (Kalinina, 2007; Romanchuk, 2010,
2020; Romanchuk, Kordyum, 2013; Bulavin, 2017)
ta X-ompomineHus (Romanchuk, Kordyum, 2014;
Romanchuk, 2019). Takox BHSBIEHO I'€TEpPOre€HHICTH
kiiTuHHOT nonyssiuii EP-tinens 3a ¢popmoro i po3mipamu
3a nii nuxX YuHHEKIB. CTymiHb 3MIH 3aJCKUTh B
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TPUBAJIOCTI  KJIHOCTAaTyBaHHSI Ta  JIO3H
(Romanchuk, 2020) (puc. 3).

€ Bigeo, Ha sKOMy BHAHO, 1m0 EP-Timerns mocuthb
mBHAKO pyxatorbess B rianomnasmi  (The  Plant
Organelles  Database 2,  http://podb3.nibb.ac.jp/
Organellome/Organellome/pic/Movie-kyamada
nibb-ac-jp-20080723112538-1.mp4) (Mano et al.,
2011). Taka MOOUIBHICTH WHMX CTPYKTYp, BIPOTiJTHO,
3a0e3mneyye TPaHCTIOPTYBAaHHS B-TIIOKO3UIA3H Ta IHIINX
koMmioHeHTiB EP-Tijens came B Ti QUISHKY KIIITHHH, 1€
iXHS y4acTh € He0OXiTHOTO.

OcobOmuBocti  posmoainy EP-tinens y amcTKOBIH
IUTACTHHIII CKOPIIIIC 32 BCE MOB's13aHi 3 MOTIaHHSM JIMCTKIB
TPaBOITHUMH TBAapWHAMH, TAK SK 3a3BHYAN IIKITHUKA
MOYMHAIOTh JKUBJICHHS 13 Kparo JIMCTKOBOT INIACTHHKU Ta
il BUMYKJINX TUISHOK, TOOTO KMJIOK. Take po3TairyBaHHS
EP-rinenp mMae 3axucHy (QYHKIIIO HPOTH NaTOTreHIB
(Hoefert, 1975), sxi MOXXyTb IPOHUKATH B TTOIIKOIKCHI
JIUITHKY pociuHU. [le nmpumylieHHs MiATBepKyeEThCs
TUM, IO TCIg MEXaHIYHOTO TPaBMYBAHHS JHCTKOBOI
TIacTUHKN EP-TUIbIis yTBOPIOIOTHCS B HENTpUTaMaHHUX
JUIl HUX TKaHUHAX JIOKAJIBHO — JIMIIE HaBKOJIO MICIIS
TIOIIKO/IKESHHSL.

Ockinbku EP-TisIblisi € KOHCTUTYTHBHUMH B KJIITHHAX
KOpeHsl, iXHsl 3aXHCHA (PyHKIIs Ha Jil0 HECIPUATIMBUX
YMHHHUKIB Yy TIPYHTI BHSBISIETbCS OararorpaHHoro. B
YMOBAX ITOCYXH Ta 3aCOJICHHS SIK IPUPOIHNX JTaHAIa(TIB,
TaK 1 OKYJIBTYPEHHX YTib, HENpsiMa OCMOIIPOTEKTOPHA
¢yukuis EP-tinens, MOXIHBO, 3aiiMae Barome wMicie
y 3pOCTaHHI POCJIMH 3a Takux ymoB. HasBaicth EP-
TLTEIb B KIIITHHAX KOPEHEBOTO YOXJIMKA Ta TIOBEPXHEBUX
KJIITHHAaX 30HU POCTY KOpEHs Moke OyTH MOB'si3aHa
i3 TICHUM KOHTAKTYyBaHHSIM ITMX HAWOUIBII YyTIHBHUX
TUISTHOK KOPEHS 13 IPYHTOM.

Ponuna Brassicaceae BKIIOUa€ PAI  BaXKIMBUX
CUTBCHKOTOCIIOIAPCHKUX KYJIBTYD, TaKuX sIK Armoracia
rusticana, B. napobrassica Mill., B. oleracea var.
capitate, B. rapa subsp. rapa, Sinapis alba, Crambe
abyssinica Hochst. ex R.E.Fr. tomo. IlpencraBHuxu
POOMHU MAlOTh BHCOKY XapuoBY I[iHHICTB, MICTATh
BEJIMKY KUIBKICTh KOPHCHHMX PEYOBHH (IVIIKO3MIIB,
BiTaMiHIB, MIKpO- i MakpOEJIIEMEHTIB TOIIO) Ta MAalOTh
JKyBaJIbHI BiIacTHBOCTI. [likaBo BigMiTH, 110 OLIBIIICTD
OBOUYEBHX KYJBTYD, 3alPOIIOHOBAHNX JJIsl BUPOILyBaHHS
B OlopereHepaTHBHUX CHCTEMax JKUTTEe3a0e3IeUCHHS
eKilla)Xy B TPUBAIMX KOCMIUYHHX MICisIX, HAJIEXaTh 110
ponuHU Brassicaceae, a came: B. oleracea L., B. rapa,
R. sativus var. radicula, R. sativus var. sativus, R. sativus
subsp. acanthiformi Ta Lepidium sativum. BcraHOBIIeHI
3aKOHOMIPHOCTI CTOCOBHO BifmoBini EP-tinels Ha miro
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pamiarii

i0HI3yI0UOi pamiamii Ta MIKpoOrpaBiTaIii BiIKPUBAIOTH
HOBI IIIXO/IU JIO IJIaHyBaHHS Ta IPOBE/ICHHS KOCMIYHUX
1 HA3eMHHX EKCTIEPHUMEHTIB MIO/I0 TeCTYBaHHS CTIHKOCTI
OBOYEBHX KYJIBTYP JI0 YMOB KOCMIYHOTO TIOJILOTY.
3BuUaitHo, I TOBHOI omiHKH pomi EP-timens y
3aXMCHHUX pEaKIisiX pOCIMHHOI KIITHHH BayKIIUBE
3HaYCHHS Ma€ pPO3YMIHHS TPHUHIUIY  B3a€MOIIl
B-miroko3umasu  Ta DIOKO3WHONAriB. Ha  choromHi
MeXaHi3M Takol B3aeMoOAli BHMBYEHHH HEIOCTATHBO,
TOMY 3alpOIIOHOBAHO BHKOPHCTOBYBaTHM  IPUHIMII
"ripunyHo-omidHoi  O6omOu"  ("mustard-oil bomb")
(Yamada et al., 2011; Nakazaki et al., 2019), sxwii
CIIpAalbOBYE ITPU aKTHBHOCTI IHIINX EPMEHTIB, 30KpemMa
PEN2 (penetration 2) abo BGLU26 (Lipka et al., 2005;
Bednarek et al., 2009; Fuchs et al., 2016). Cytp miei
MOJIeNIi TIOJISIrae B TOMY, L0 3a 3BHYAMHUX IS POCIHHH
YMOB pOCTy -ITtoKo3uia3a 30epiraerbest B EP-tinbisix, a
TTFOKO3WHOJIATH — Y BAKYOJISIX B MEKaX OHI€T KIIITHHU. 3a
Ji1 CTPECcOBOTO YMHHHKA 1[I KOMITOHEHTH BUBLUILHIOIOTHCS
i3 BIAMOBIAHUX KOMIAPTMEHTIB 1 BCTYMAIOTh y PEaKIIiio
rigpomizy (Nakano et al., 2014, 2017; Wang et al., 2017).
Takuii MexaHI3M ONHCAHWK TPH TOiJaHHI POCIHH
TpaBOiTHMMH KoMaxaMu Ta Mosockamu (Borek et al.,
1997; Falk et al., 2014), npu ypakeHHI HEeMaTOIaMHU
(Lazzeri et al., 2004) ta matorenHnmu rpudamu (Adie
et al.,, 2007; Hiruma et al., 2010; Frerigmann et al.,
2016). Ilpore icHye BHCOKa BIpOTITHICTH TOTO, IO
TaKUi MEXaHi3M TaKOX MOXKE CIpalbOBYBAaTH IpH il
IHIINX HETaTUBHUX YWHHHKIB 3aBASKH TPHCYTHOCTI
[B-TTroK03M1a3H 1 TIIOKO3WHOJIATIB Y KOPEHSIX Ta JINCTKaX.
Taxum unHOM, EP-Tinbs BuaiB poaunu Brassicaceae
0epyTh y4acTh B aJallTUBHUX Ta/a00 3aXUCHUX PEAKIIIX
POCIMHHUX KIITHH IUIAXOM iHTeHcH(ikamii IXHBOTO
YTBOPEHHS B KJIITHHAX, IKUM BOHHM NPUTaMaHHI B HOpMI,
Ta OSBU de novo y KIITHHAX, B SKUX BOHH 3a3BHYAil
BincyTHi. bimpmmicte 3axucHuUX ¢yHKUiH EP-Tinens
3IIMCHIOIOTBCS 3aBISIKM  (DEPMEHTATHBHIA aKTHBHOCTI
HasBHUX B HHUX [-IJIIOKO3UJIAa3, OCHOBHA 3 SKUX —
PYK10 — Hakonu4yeThcs y BENUKiil KITBKOCTI B KOPEH,
toxmi sk Tpu inmi — BGLU18, BGLU21 ta BGLU22 —
MOXXYTh CHHTE3yBaTUCs JIMIIE B HAa3eMHHMX OpraHax
POCIIMHHM, 30KpeMa JIMCTKax po3eTKH. I[IpHcyTHICTBH
EP-rinenp y KIIITHHAX emijepMmicy pIi3HUX OpraHiB
POCIIMHY HE BUIA/IKOBA, OCKUIBKY IIOBEPXHEB] TKAHUHU €
TIEPBUHHOIO MIIICHHIO /TS BIUTUBY 30BHIIIHIX YHHHUKIB.
YTBopenHs Ta (yHkmionyBaHHs EP-timens —
YHIKJIBHOI CTPYKTYypH KIITHH BHIIB Brassicaceae —
JIETIbHO JOCIHIPKEHO JIMIIE Ha MOJEIBHOMY 00'€KTI
A. thaliana, omuopiuHOi Me3odiTHOT pocmuaH. [0
CKJamy IMi€l pPOIUHH BXOAATh BHAM, SKI 3HAYHO

Ukrainian Botanical Journal, 2020, 77(6)



BIJIPI3HSIFOTECSL 32 OIOJNIOTIE€I0 Ta CKOJIOTIEr0, 30KpeMa
S€KOHOMIYHO BaxJuBi Brassica napus L., Brassica rapa
subsp. rapifera Metzg., Cochlearia pyrenaica DC.,
Arabidopsis neglecta (Schult.) O'Kane & Al-Shehbaz,
Armoracia macrocarpa (Waldst. & Kit. ex Willd.) Kit.
ex Baumg. ToMy akTyaJbHUMH € JOCIIKEHHSI CUCTEMH
I'EP — EP-tinbisg B yChOMy pI3HOMAHITTI O10MOTIHHHX
Ta EKOJOTIYHUX OcoONMBOCTEH BUAIB Brassicaceae
JUTST  TIOAANBIIOTO TIi3HAHHS MeEXaHi3MiB YTBOPEHHS,
¢dyHkionyBaHHs Ta poini EP-tinens y xuTTeqisIbHOCTI
KJIITHH Y HOpPMI Ta 3a cTpecoBuX yMoB. OcoOIuBOi yBaru
3aciyroBye ijeHTH¢iKamis Ta MoaM(ikamis TeHiB, sKi
KOZYIOTh B-INIOKO3MAA3y; Ta TPAHCKPHIILIIHUI (pakTop
NAI2.
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600H020 cmpecy: KIMUHHI mMa MONeKyIApHi acnekmu",
¢inancoanoi HAH Vkpaiuu 3 JepkaBHOTO OHODKETY,
Ne TP 0110U000087 (20152019 pp.).
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