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Abstract. Plants of Zea mays were grown for 12 days in sulfur-deficient medium according to a standard technique applied specifically
for formation of aerenchyma cavities in the adventitious roots. At the level of meristem and root elongation zone, cortical microtubules
involved in formation of trophic-type lysigenous aerenchyma were examined. For the first time, organization of tubulin microtubules
in cells lining the cavities of aerenchyma was investigated. In addition, we determined the stages of programmed cell death in which
microtubules are destroyed, and also compared those with published data on programmed cell death due to deprivation of sulfur,
phosphorus, potassium, nitrogen, and oxygen in the nutrient medium. Cortical and endoplasmic microtubules, which constitute
the main components of the plant cytoskeleton, were studied. Comparison of stepwise destruction of cortical and endoplasmic
microtubules with the stages of programmed cell death revealed that endoplasmic microtubules undergo disorganization later in time
than cortical ones. It is suggested that disorganization of cortical microtubules occurs at the first stages of the programmed cell death
process and results in destruction of rigid cell wall, which, in turn, contributes to disruption of cytoplasmic membrane. The latter
causes invaginations of the cytoplasmic membrane, which is considered to be a hallmark of early stages of cell death. It is noted that
intact organization of endoplasmic microtubules persists until the final stages of cell destruction and elimination.
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Pedepar. Pocniau Zea mays BupoIlyBaiu BOPOJAOBK 12 MHIB y CepemOBHII 13 Ae(IIUTOM CIPKH 3a CTaHAAPTHOIO METOAUKOIO,
3aCTOCYBaHHSI SIKOT BUKIIMKAE (POPMYBaHHS MOPOYKHUH aePEHXIMH B a/IBEHTHBHUX KOpeHsX. Ha piBHI MepruCcTeMH 1 30HH PO3TATYBaHHS
KOPEHIB JOCIILKYBaJIN KIIITHHH KOPH, SIKi 0epyTh y4acTs y popMyBaHHI JII3UTeHHOT aepeHxiMu Tpodidnoro Ty, Briepme nocmignm
oprasizariro TyOyJiHOBHX MiKpOTPYOOUOK HUTOCKENETY B KIITHHAX, SIKi OOJISIMOBYIOTH MOPOKHUHM aepeHXiMU. Bu3Hauanu etamu
3aru0elti KJIITHH, YIPOJOBXK SKHUX BiZOyBa€ThCs pyiHYyBaHHS MIKpOTPYOOYOK, Ta CIIBBIAHOCHIIH IX i3 JiTepaTypHUMH OMHCaMHU
PO3BUTKY IIPOLIECIB IMPOrpaMOBaHOI KIITHHHOI 3aruberni dyepe3 HecTady Cipkd, Gocdopy, Kamiio, a30Ty Ta KHCHIO B MOKUBHOMY
cepenoBuii. JlocmipKyBaau KOPTUKAIBHI Ta eHA0IUIA3MAaTHYHI MIKPOTPYOOUKH, SIKi € TOTOBHUMH CKJIATOBUMHU KapKacy [IUTOCKEIICTY
KIITUH pocyiuH. [TOpiBHSHHS CTyNeHs pyHHYBaHHS KOPTHKAJIBHUX i €HJIOIUIa3MAaTHYHUX MIKPOTPYyOOUOK 3 eTarnamHu MOCHIiIOBHOTO
PO3BUTKY IIPOrPaMOBaHO] 3aru0ei KIIITHH ITOKa3aJIH, 0 €HI0IUIA3MaTHIHI MIKpOTPYOOUKH 3a3HAIOTH JIe30praHi3anii mi3Himre, HiK
KOPTUKaJIbHI. PyifHyBaHHS KOPTHKAIbHUX MIKPOTPYOOUOK Bi/IOYBAa€THCS HAa MEPBUHHUX €TAlax PO3BUTKY IMPOTPaMOBAHOI 3aruOeni
KJITHH Ta NPHU3BOJHUTH O PYHHYBaHHS >KOPCTKOTO KapKacy KIITHHH, IO CIIPUSE IOPYIICHHIO OpraHi3alii HUTOINIa3MaTHIHOT
MeMOpanu. OCTaHHE TPU3BOAUTH IO MOSBH MEMOpaHHWX IHBAariHaIlil, SKi PO3NIANAIOTH SK MapKep paHHIX eTamiB 3arubeni
KIITHH. BigMideHo, 1m0 eHaomia3MaTiyHi MiKpoTpyOoukn 30epiraloTbcs B HATUBHOMY CTaHi O KIHIEBHX €TaliB 3arubdeni Ta ixHe
pyitHyBaHHS BiZIOyBa€THCS Pa3oM i3 PEIITKAMH KIITHHHHX OpraHell.
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Beryn

Cipka € BaXJIMBUM MIKpPOEIEMEHTOM JKUBIICHHS POCIIHH.
Hecraua cipku B TIpPyHTI CTpUMYE pICT POCIMH Ta
iHTi0y€ acUMUTALIIO SHeprii B KIITHHAX, 0 CTAHOBUTH
npobieMy IS CUTBCBKOTO TOCIIOAApCTBA, OCKUIBKH
CIPUYMHIOE 3HIDKCHHS SKOCTI Ta KIUTBKOCTI BPOXKAlo.
V BiAnoBigs Ha AeIUT CIpKA y POCITHH PO3BUHYIHCS
MEXaHi3MH, sIKi JI03BOJISIIOTH aJIallTyBaTUCS 10 HU3BKOTO
piBas mporo enemenra (Hawkesford, 2005). YV Zea
mays L. (Poaceae, minpoauna Panicoideae, Tpubda
Andropogoneae, mintpuba Tripsacinae: nuB. Soreng
et al.,, 2017) anmanTaris, ska HaIiJIeHa Ha 301TBIICHHS
CIIOKUBAHHS CIpPKH, MOJIsITae B MOIU(DiKaIlii apXiTeKTypu
KOPEHIB, 110 MPU3BOANTH JJO MAKCHMaJILHOT'O IOTJTMHAHHSI
cipku. [lpu it moambikanii BinOyBaeThcs, 30KpeMa,
30UIBIICHHST JOBXKHMHH Ta Mach KOPEHs, PO3BHTOK
aJIBCHTHBHHUX KOPEHIB. YCTaHOBIICHO, 110 HeCcTa4a CipKH
B KOpeHsAX O0araTtbOX BHIIB POCIHH NPU3BOIUTH [0
po3BUTKY aepeHximu (AP) — kKoMITIOHEHTa ra30TpPOBiTHOT
tkanunu (Drew et al., 2000; Bouranis et al., 2003; Fan
et al.,, 2003; Visser, Voesenek, 2004; Postma, Lynch,
2011). BusiBneno, 1o npu aAeiluTi Cipky y IIOXKMBHOMY
CEepEIIOBHILI B aJBEHTUBHUX KOPEHSIX HAHHIKYOTO By3Ja
(crown roots) pocnuH Z. mays yTBOPIOETHCS Tak 3BaHA
tpodiuna aepenxima (AP). Ii ocHOBHA BinMiHHICTB Bin
rimokcuuHoi AP mosnsirae y Tomy, 10 BoHa He (Gopmye
KOHTHHYYMY BiJ maroHa jao kopensi (Bouranis et al.,

2006).
JoBeneHo, mo aepeHXiMa 3a yMOB AeinuTy Cipku
YTBOPIOETHCS ~ IUIAXOM  TPOTPAMOBAHOi  KIITHHHOI

sarubem (ITK3). 3 possutrkom I1K3 kmiTmHM 3a3HAIOTH
010XIMIYHMX TIEPETBOPEHb, CIPSIMOBaHMX Ha IXHE
pyiiHyBaHHsS Ta eJliMIHAIIO, @ caM IMpPOLEC BKIIOYAE
Oararo B3aemoroB's3anux eramiB (van Doorn, 2011).
OmHUM i3 €TaIiB I[FOTO MIPOIIECY € CTPYKTYpHi IepeOymoBH
TyOymiHOBHX ~ MikpoTpyoouok (MT), ¢imameHTHIX
CTPYKTYP IIUTOCKENETY, SIKi y HOpMi 3a0€31MedyI0Th O
ta (opmoTBOopuy (yHKLIO KiaiTHH. J[oBeneHa meBHa
poib MT y nporpeci J1i3ureHHol aepeHXiMU HOBITPSHO-
BOAHUX pociuH Sium latifolium L. (Apiaceae) Ta Alisma
plantago-aquatica L. (Alismataceae) (Shevchenko,
Kordyum, 2012; Kordyum et al., 2019).

[IpencraBnena Tyt podoTa IpUCBSUEHA JOCIIHKEHHIO
oprauizauii koprukaibHuX (KMT) Ta eHgomIa3mMaTHIHuX
(eMT) MikpoTpyOOUOK KIITHH KOPH aJIBEHTHBHUX
KOpeHIB Z. mays, y SIKHMX 3a JIONOMOIOI0 IITYYHOTO
IeIiuITy CIpKH B CEpENOBHIII IHAYKYBAJIH YTBOPECHHS
TpodiuHOi aepeHximMu. MeTa IOCTIKCHHS TNOJATaNa
y BUsIBICHHI nepeOymoB Ta Bu3HadeHHI ydacti MT B
eTarax nporpaMoBaHOi 3aru0ei KIiTHH.

226

Marepiaa Ta MeToaH

Y pob6oTi BHKOPHCTOBYBAJIM MOAM(DIKOBAHY METOAMKY
Bouranis et al. (2006, 2007) asst BUpOLIYBaHHS POCIIUH
Z. mays y BOAHOMY CEPEIOBHILI, sIKE XapaKTepU3YEThCS
HecTauero cipk (S). 3acTocyBaHHS BKa3aHOI METOIUKH
MPU3BOJNTL /10 YTBOPEHHA AaCPEHXIMH Yy KOPEHAX
Ha3zeMHUX pociuH. IlonmepenHbo 3epHIBKH KyKypya3H
NPOPOIILYBAJIH TPOTATOM 3 JHIB Ha 3MOYCHOMY BOJIOIO
GbinsTpyBanpHOMY Tarepi B TeMpsiei mpu 26 “C, BOIOrocTi
40% no nosiBu 1 cM KopeHiB. [ToTim mpopocTky 3amuiianm
Ha 1 100y B 1/10 moBHOTO po3umHy conel, 1 100y — B /2
TTOBHOTO PO3YMHY colieif i 3 7006 — B TOBHOMY pO3UMHI
corneii: 7 MM KNO,, 1 MM KH,PO,, 2,15 MM Mg(NO,),
0,1 MM NaCl, 2,5 mM MgSO,, 0,074 MM EDTA
FeNa, 5 MM Ca(NO,),, 0,95 MM Zn anerar, 25,1 MmxM
H,BO,, 0,5 mxM Cu(NO,),, 0,081 mxM (NH,)Mo.O,,
3a (otonepiony 16 rox. Ilicis mosBH TPETHOTO JHCTKA
YAaCTHHY POCIHMH TPOJIOBXYBAJIH TPHMAaTH B IIOBHOMY
pO3UMHI CcOJiel, a 4YacTUHY 3aJHIIaId B PO3YHHI,
no36asnenomy SO,’ BOPOIOBK HacTymHuX 12 1i0 mpu
MoCTiifHIN aeparii BOJHOTO CepeIOBHUINA.

Jis aHaTOMIYHUX JOCIHIPKECHb aJBCHTUBHI KOPCHI
KyKypym3u | cm 3aBa. mpomuBanu y (ocdarHoMy
Ooypepi (pH 6.,9), dikcysamm 1 ron y 3,7%-my
dbopManpaeriii 1 MOHTYBaIM B CHUPTOPO3YMHHUN
BICK 3TIZIHO JO CTaHAAPTHOI IUTOJOTIYHOI MPOIEAYPH
(Baluska, Hasenstein, 1997). Ilo3noBxHI MiKpOTOMHI
3pisu 10 UM 3aBTOB. pO3MIllyBajgM Ha MPEIMETHOMY
CKIl Ta TPOBOMWINA IO HHU3XITHAM KOHIICHTPAIisIM
crmptiB (97%, 70% Tta 50%) y docdaraomy Oydepi.
MikpoTpyOouku  Bi3yajdidyBaJd 33  JOIOMOTOIO
IMYHOIIUTOXIMIT 3 TEPBUHHUMH MOHOKJIOHAJIBHUMHU
antutitaMmu o0 B-tyOyminy  (T-4026, Sigma) Ta
BTOPUHHUMH aHTHUTUIAMH, MiY€HUMH (DIIyopecieHTHOIO
MiTkoto ¢uryopecimaizotionunanatom (FITC) (F-9026,
Sigma).

[TodapOoBani 3pi3n MOHTYBJIM y CEPEIOBHILE i3
cymimn mminepuny (80%) i docdarnoro Oydepa (20%).
CrnocTepekeHHsI  MMPOBOAMJIM  HAa  KOH()OKaJIbHOMY
Ja3epHOMY CKaHyBalbHOMY Mikpockoni LSM 5
PASCAL (Zeiss, Germany) 3i cTaHTapTHUMH QLTETpaMU
(BP 450-490, LP 520). [ocmimKyBaau OpraHi3amio
KOPTUKAIBHUX Ta €HAOMIA3MaTHYHUX MIKPOTPYOOUOK y
KJIITHHAX KOPH, MPWIEHINX JI0 AePEeHXIMHUX ITOPOXKHUH
y MEpHUCTEMI Ta 30HI PO3TATYBaHHS KOPEHIB.

Byno mpoBeneHo Tpu OionoriuHi HOBTOPH, Yy
KO)KHOMY 3 SIKHX JIOCHI/PKEHO Ta MPOaHaIi30BaHo 1o 12
a/IBEHTUBHHUX KOPEHIB. J[OBXKHMHY NEPBHHHHUX KOPEHIB
(sSIK OIMH 13 MapKepiB peakilii pOCIMHA Ha HECTAYy CipKH)
BUMIPIOBAJIU B 56 pOCIUH Z. mays.
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PesyabraTtn Ta 00roBOpeHHsA

Bumipn pocTtoBHX mapameTpiB HEPBHHHOTO KOPEHS
Z. mays TOKa3aJd, 10 3a YMOB HECTaul CipKH JOBXKHHA
KOpPCHIB HE 3MIHIOETBCS 1 CTaHOBHUTH 33,68 + 1,33 cm
y KoHTposibHOMY Ta 33,31 + 1,52 cm y Oe3cipkoBoMy
cepenosui (n = 56).

[HOI  DOCHITHUKK TaKOXK BigMiYaldd BiJICYTHICTB
BIUIMBY AePimUTy Cyap(aTiB Ha TOBKHHY KOPCHIB
YIPOIOBXK 12-71€HHOTO EKCIEPUMEHTAIBLHOTO Tepiony
(Bouranis et al., 2003). [Ipote, Mollier Ta Pellerin (1999)
MOBIZIOMIISUTH, 10 TipH edinuTi dochopy (P) npupicr
KOPEHIB KyKypY[I3H HOCWIIOBABCA Yepe3 JeKijbKa THiB,
ajie 3roZIoM IIOMITHO 3HHMYKYBaBCSI.

VY nocniKyBaHUX POCIHH Z. mays 3a yMOBa HecTadi
CIPKH HEBEJHKI TOPOXKHUHH aepeHXIMH OepyTh IMOYaTOK
Ha piBHI Mi3HBOI Mepuctemu (npudiuzuo 150-200 MM
BiJl amlieKcy) 1 AOCATAIOTH HAHOIIBIINX PO3MIpIB Y 30HI
pO3TAryBaHHs KOpeHs. BcTaHOBICHO, 110, OKPIM CIpKH,
neIIUT TaKuX MMOKUBHUX PEUOBHH, SIK (hocdop Ta a3or,
TaKO)K CTUMYJIFOE€ YTBOPEHHSI KOPTHKAJIBHOI aepEHXIMH B
aZIBCHTUBHUX KOPEeHAX KyKypya3u (Bouranis et al., 2006).
VY Hammx exkcrnepuMeHTax MOpokHUHU AP y kopeHsax
KyKYPYI3H JOCSTaIN IMOBHOTO PO3BHUTKY Ha 12-Ty molOy
BUPOIIYBaHHS B S-Ie(pIIUTHOMY MOXHBHOMY PO3YHHI.
[Ipu 1boMy crocTepiraiy 3aJIMIIKKA KIITHHHUX CTiHOK,
SIK1 3'€IHYBaJIM TIOIEPMY Ta CHII0AEPMY. Y KOHTPOJIBHUX
(+S) pociuH TaKoX BiAMivasIH MOPOKHUHU CLIOPATUYHOT
aepeHxiMu Ha 12-Ty 100y, IpOTE CTYIIIHE ii PO3BUTKY OyB
Habararo Hmwxk4uuM. CiijJ 3a3Ha4MTH, MO MPU JedinuTi
MikpoenemeHTiB (P, N ta S) y moxxuBHOMY cepemoBHIIT
AP He yTBOpIOETBCS SK Yy TiloAepMi Ta eHJouepMi
aIBCHTUBHUX KOPEHIB, TaKk i B KOpi IIEHTPaJIHHOTO
kopenst (Siyiannis et al., 2012). Ile moBomuTh, ImIO
¢byHKIISA Ti€l aepeHXiMH, 0 BUHUKAE 32 YMOB HECTadi
MOKMBHUX PEUYOBHMH Y aJBEHTHBHUX KOPEHSX, IOJISTAE
He Jjuiie y 3abe3nedeHHi IepeHocy KUCHIO 3i cTtebna 10
kopeHs. [IpumyckaroTs, 10, HAaTOMICTb, ISl TpodiuHa
aepeHxiMa 3HIKYE PIBEHb JTUXAHHS CEMEHTIB KOpPEHS
Ta MOOLTI3y€ TOXWBHI PEYOBHMHH JUIS IHINMNX IUTEH
(Fan et al., 2003; Postma, Lynch, 2011; Siyiannis et al.,
2012; York et al., 2013). Hu 3i ciBaBropamu (Hu et al.,
2014) cTBepmKyIoTh, o (hopMyBaHHs AP, ska BUHHKIA
Yy POCIHH, NPUCTOCOBAHUX IO aepoOHHUX IPYHTOBHX
YMOB BHACJHiJIOK Je(ilUTy TMOXHUBHUX PEYOBUH, €
aIanTHBHOIO BiATIOBIAIO, CIPSIMOBAHOIO Ha 3MEHIIICHHS
MoTped KOPEHIB Ta CIPUSHHS IHUPILIiH PO3BIALI IPYHTY.
IIpn npomy yTBOpeHHsT AP € KOpPHUCHOIO KOPEHEBOIO
aJIanTaIli€ro 0 HEONTUMAIBHOI JOCTYITHOCTI (hochopy,
a30Ty Ta KaJIiI0 32 paXyHOK 3MEHIICHHS MeTaOOoIidyHuX
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BUTpAT Ha nociimkeHHs 1pyHTy (Hu et al., 2014). Takum
4HOM, TpodiuHa AP € 03HaKOI0 KOPEHEBOro (hEHOTHITY,
sKa BIUIMBAa€ Ha 3700yTTs a00 BUKOPHCTAHHS PECypciB
kopeneM (York et al., 2013).

Postma ta Lynch (2011) mpumyckaroTh, 0 CyTTEBa
pisHML Y (OpPMYyBaHHI aepeHXIMM MDK T€HOTHIIAMH,
a TakoX KOpHCHiCTe AP mms mportunii psmgy crpecis,
pOOJSITE 110 O3HAKY MEPCIEKTHBHOIO JUISi PO3BEICHHS
CUIBCHKOTOCTIOIAPCHKUX  KYJIBTYP, CHPOMOXKHHX 10
MOCHJICHOT eKCILTyarallii IPyHTOBUX pECypCiB.

®dopmyBanas AP BiaMivanw JMiie B Iapax KOpH
KOpeHiB pocinuH Z. mays. Cuix BIiAMITHTH pI3HUH
CTYMIiHb PyHHAIT KIITHH, SIKI TPUISTAIN JI0 TIOPOXKHUH
AepeHXIMU — BiJl HE3HAUHHUX MOMIKOKEHb 110 PO3PHUBY
KIITHHHOI CTIHKM Ta MOBHOI 3aru0eni kmitud (puc. 1).
Hamri  nmocmimkenast Tomorpadii MIiKpoTpyOO4doK
KJIITHHaX MEPHUCTEMH 1 30HU PO3TATYBaHHS KOPEHIB
Z. mays, SKi MpuisATamd 0e3MmocepeHbO 10 MOPOKHUH
AepeHXIMHU, MOKa3aJiM, 10 Yy TaKUX KIITHHAX Iy4YKH
KopTUKalnbHUX MT Manmu  CIOTBOPEHMM  BUIVISL.
XapakTepHa JUIS KOHTPOJIBHHX KIITHH IIONEpedHa
opranizaiis KMT He 30epiranacs (puc. 2, A, B).

Haromicte, kMT posramoByBanucst XaoTHYHO,
TaKoXK BijMivanu ixHi okpemi ¢parmentu (puc. 2, B;
3, A). Y wmicusx pyiHyBaHHS KIITHH YTBOPIOBAJIUCS
ckymueHus MT (puc. 3, A). BiamituMo, mo B
KITITHHAX, SKi pyHHYBailucs B mporeci yrBopeHHS AP,
EHJIOTUIa3MaTHYHI  MIKpOTpYyOOUKH, Ha BIIMIHY Bij
KOPTUKAJIbHAX, y LIJIOMY, 30epiraiu CBOIO OpraHi3amio
Maike JI0 KIHIIEBUX CTalliB KJIITHHHOI 3arubeni (puc. 2,
C; 3, B). V takux kimitiHax eHporuiazMatinani MT manu
CBOIO XapakTepHy Oy/IoBY, a came, BOHH OOJISIMOBYBAaJIH
AP0 1 Y BUDIAMAI MOONWHOKHUX MYYKiB BIIXOMWIN Bif
HaBKOJIOSIEpHOi  oOyacTi 10  KIiTHHHOI  nepudepii
(puc. 2, C; 3, B). Y nuromiasmi BiiMi4aan TaKOK OKpeMi
MT 06e3 BHopsAKOBaHOI opieHTAii. Y 3pyHHOBAaHHX
kiiTiHax Mepexa eMT Bumsgana HeXapaKTePHOIO IS
HETIOIIKO/DKCHUX KIIITHH.

Sk 3a3Hauanocs BHIIE, B KOPEHSIX KyKypYI3U 32 YMOB
HecTadi cipku, azory, ¢hocdopy abo Trinmokcii aepeHxima
YTBOPIOETBCSI B PE3yJbTaTi IMPOLEcy MpOorpaMoBaHOI
3arnbemi xmtuH (ITK3) (Hara-Nishimura et al., 2005;
Bouranis et al., 2007; Fagerstedt, 2010; van Doorn,
2011), y pO3BHTKY SIKOTO € IeKiJTbKa IIOCTiJOBHUX €TaIliB.

Bouranis 3i cniBaBropamu (Bouranis et al. 2007)
BBAXAlOTh, 110 (OPMYBaHHS JI3UTCHHOI aepeHXIMH
MOYMHAETHCS 3 IPOLIECY aKTUBALIT, M1 Yac SIKOTO KIITHHA
roryetbest 1o [1K3, 1 eHTpainbHy poib B HBOMY Biflirpae
MiToxoHApioM. Ha 1ipoMy erami BigMidaroTh 3HIKCHHS
PIBHS JMXaHHS MITOXOHJAPIM 1 1MOYaToK aHaepoOHOro
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Puc. 1. Pi3Huii cTynine py#iHauii KJIITHH KOPH Ha PiBHI 30HU MMi3HBOT MEPHCTEMH aJIBEHTHBHOTO KOpeHs: Zea mays 1ipu GopMyBaHHI
aepeHXiMH 3a YMOB HecTadi CipKH. A: 3arajbHui BHDUIAA; B: okpema mopokHHHA aepeHXiMH. AHTUTINIA 10 TyOyniHy. Macmra0:
10,5 mxm

Fig. 1. Different degree of cortical cell destruction at the level of late meristem in adventitious roots of Zea mays during S-deficient
aerenchyma formation. A: general view; B: separate aecrenchyma cavity. Tubulin antibody staining. Bar: 10.5 um
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Puc. 2. Opranizaigisi MiKpoTpyOO4OK Yy KIITHHaX aJBEHTUBHUX KOPEHIB Zea mays. A: KOPTHKaJbHI Ta €HAOIIa3MaTHYHI
MikpoTpy6ouku y HopMi (+ S); xoprukanbHi (B) Ta ennorurazmarnyni (C) MikpoTpyOOUKH B IpOIECi PO3BUTKY IPOTPaMOBAHOI
KIIITHHHOI 3arudeni (— S) y KIITHHAX, 5K TIOCTYIIOBO pyWHYIOThCA. AHTHTLNA 10 TyOyniHy. MacmTab: 5 MM (A), 10 mxm (B, C)
Fig. 2. Organization of cortical MTs in cells of adventitious roots of Zea mays. A: in the control (+ S) and during PCD process (— S)
(C); cortical (B) and endoplasmic MTs (C) in cells undergoing PCD. Tubulin antibody staining. Bars: 5 pm (A), 10 um (B)
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Puc. 3.
AwntnTina go TyOyniny. Macmrab: 5 MKkM

s

5 pm

B

Koprukanehi (A) Ta enomiazmaridsi (B) MikpoTpyOOUuKH B KITITHHAX MEPUCTEMH KOPEHIB Zea mays nipu AeMIluTI CIpKH.

Fig. 3. Cortical (A) and endoplasmic (B) microtubules in root meristem cells of Zea mays with sulfur deficiency. Tubulin antibody

staining. Bars: 5 um

MeTadoIi3My, SIKUIl XapakTepH3yeThCs 301IbIICHHIM
piBast HAJI®H, npoaykyBaHHSAM aKTUBHHUX (HOPM KHCHIO
(ADK) Ta 3aranbHUM 3HIKEHHAM ITUTO30IbHOTO pH.
Tak, aHIOHM CYNEpOKCHIy Ta TEPOKCHIY BOJIHIO
peeCTpyBaIv BXKE Ha IOCTY 00y POCTY B LIUIMX KIIITHHAX
KOpH KOpEHsI KyKypymn3u Jmire y — S-pocinuH (Bouranis,
2006, 2007), Toni sik Ha 12-Ty 100y ADK Oynu npucyrHi
B KJIITHHHUX CTiHKaX eHAOAepMH i rimomepmu. Ha 12-Ty
1100y HasiBHICTE ADK BigMivalii TakoXK y IereHEePYIOUHX
KIIITHHAX cepenHu Kopu + S-pocnuH (Bouranis, 2003,
2006). Bimomo, mo A®DK mpogykyioTbcs B POCIHH
y IMTOIUIA3MaTH4YHIH MeMOpaHi a00 MO3aKJIITHHHO B
armorIacTi SIK TPOAYKT (epMEHTATHBHOI [isNTBHOCTI
HAJI®H-3anexHoi OKCHa3H, AKTUBHICTH SIKOT
MOIyIoeThest Oesmocepennapo kambitiem (Neill et al.,
2002). B anomacti TakuMu (EpMEHTaMH, OKpIM
HAJ®H okcupaszu, € pH-3anexna mnepokcuaasa
KJITUHHOT CTIHKM, TepMIHOIIOAIOHI OKCaNaTHI OKCHa3H
1 aMmiHOOKCHAa3W. Bimomo, 10, MEPOKCHT BOIHIO
aktuBye Ca’*-kaHaqu B MeMOpaHi 3aXHCHHX KIITHH
Ta IHAYKye CIenu(iuHui BXiA KambLil0 B KIITHHAX
pociun Arabidopsis. Tloka3aHo, 10 BOIHOYAC KaJBIIii/
KaJIbMOIYTIHOBI KOMIUIEKCH 3B'SI3yIOTHCS 3 POCTHHHUMH
Karaja3aM¥y Ta aKTHBYIOTH X, BHACIIJIOK YOTO DiBEHb
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nepokcuay BoaHro 3HmkyeThes (Neill etal., 2002). Takum
YHHOM, Y KOPEHSIX + S POCIIMH MHi/IBUILICHA KOHIICHTPALLis
Ca’" B KIITHHHIM CTIHIN eHgoaepME Ha 12-Ty 100y MOXKe
OyTH TTOB'sI3aHAa 3 MTiIBUILIEHUM PiBHEM ITEPOKCH/TY BOJTHIO
(Bouranis et al., 2006). V 3B'si3Kky i3 UM aKTyaJbHUM
€ BHUBYCHHS pOJIi EJIEMEHTIB IHUTOCKENEeTY, 30Kpema
koprukainbHux MT y po3Butky [1K3, ockinbku 3Baxatouu
Ha YHCICHHI pPOOOTH, MPHUCBSIYCHI (YHKIIOHYBaHHIO
IIUTOCKEJIETY POCINH, (QYHKIiS MIKpOTPYyOOUOK Y
CHUTHAJIBHUX TIPOLECAX, CIPSIMOBAHMUX HA PO3BHUTOK
KOPTHKAJIBHOI aepeHXIMH, 3aJIMIIA€THCS HEBU3HAUCHOIO.
Tak, He 0 KiHIIS TOW BCTAHOBJICHUI TEPMIiH, KOJIH CaMe
BizOyBaeThest pyiHauis mapy kMT mpu Ji3uci KiIiTHH
KOpU Ta YTBOPEHHI BHYTPIIIHBOKOPEHEBHUX ITOPOKHUH
(Shevchenko, Kordyum, 2012; Kordyum et al., 2019).
Xoua icHye pI3HMI B CTyIEHI pyHHYBaHHS Pi3HHX
yrpynyBanb MT, O4eBHAHUM € T€ IO KOPTHUKAIbHI
ta eHporuazMartnyHi MT 3Haxo[sThCs Ha PI3HHUX
mabngax  KIITHHHAX  mporeciB  po3sutky  [1K3.
IMouarok nesopranizanii kMT xapakrepHuii came
mra  eramy aktuBamii [IK3. Jloriuno mnpumycTHTH,
10 TMOpYIIEHHS opraHizanii koprukaibHux MT 'y
KITITHHAX BigOyBaeThes micis mosiBu ADK-curHamiary,
SAKAK cripusie anupodikamii KIITHH. 3aBISKH IOMY
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BimOyBaeThcs Ie3opraHizariis koptukanbHux MT, 1o,
3roJIOM, IIPU3BOAUTH JI0 IOPYILICHHS JKOPCTKOTO KapKacy
IIUTOCKEIIETY Ta CIPHUSE TOSBI MEMOpaHHUX iHBaTiHAIIIH,
BiaminHoi o3Haku [1K3 (Gunawardena et al., 2001b).
[Ticns erarmry akTuBarii mounHaeTses cam mporec [1K3,
M1 9ac SIKOr0 aKTUBYEThCS Oarato JITHYHUX (PEPMEHTIB
i pyHHYIOTBCS KIITHHHI opranenu. Po3puB neHTpaibHOT
BaKyoIi, kuciui pH cepenoBuiia Ta YncIieHHI BUBIJIbHEHI
TiApOmiTHYHI (EepPMEHTH PYHHYIOTH PEUITY KIIITHHHHUX
opra”en Tta saepny JAHK, tum camum poBonsum a0
Kins 3arubens kmituau (Hara-Nishimura et al., 2005;
van Doorn, 2011). BiaMiHHMMH prcamMH IIbOTO €TaIy €
0SIBA KOHJIGHCOBAHOTO XPOMATHHY, OTOYCHHS OpraHel,
TaKUX SIK MITOXOHIpii Ta Tima [ompmki, MeMOpaHaMu,
0 YTBOPIOIOTH amonTo3Hi Tina (Gunawardena et al.,
2001a). YV cBOiX JOCTIDKEHHSAX MH YacTO BiaMidayin
3pyiHOBaHI si/ipa B KJIITHHAX KOPH KOPEHIB KYKYpY/3H,
mo xapakTtepusye kinnesi eraru [1K3. Binmivwamm, mo
pyitnyBanust eMT BinOyBaeTbcsi came Ha LbOMY eTari
J3UCY KIITHHHOTO BMICTY. SIK IpaBmiio, B 3pyHHOBaHIX
kiitnHax eMT Oynu HeuncnenHi, abo BifcyTHi. 3araipHa
emiMiHAIlA KITHH, fKa HEOOXigHa s yTBOPEHHS
BEJIMKUX TIOBITPSIHUX IPOCTOPIB, JIOCATAETHCS 3aBISKH
JUT YUCICHHUX (EPMEHTIB, SIKI PYHHYIOTb KIITHHHY
cTiHKy (Jones, 2000; Gunawardena et al., 2001b). ITponec
ITK3 po3moBCHOIKY€ETHCS, 3a LM 4Yac BCI KIITHHH, sKi
MaloTh 3aTUHYTH, PYyHHYIOTbCS, YTBOPIOIOYM pi3HI 3a
po3MipamMH TIOBITpSIHI TIOPOXXHHUHH, CHUCTEMa SIKUX 1
¢dopmye aepenximy. Hdami mpouec I1K3 mpumuHseTses,
MOBITPsIHI MOPO)KHUHU AP nocsrarore neBHUX po3MipiB
i mommpenns [1K3 odbmexyetses (Bouranis et al., 2007).

BucHoBknu

[MpencraBaena poboTa € NEPIIUM  JOCIHIIKSHHIM
CTaHy KOPTHUKAJIbHUX Ta eHjoruiazmMatuuHux MT npu
¢dopmyBaHHI i3uTeHHOI TpodiuHoi AP amBeHTHBHUX
KOpEHIB KyKypyn3u. BusHaueHo eramu npouecy (IuB.
cxXemy).

Mikpompybouku  na  emanax  QopmyeaHHs
aepenximu Kopemie pociaun (cxema)

Imyxuis [1K3: Hecrada kucHro Ta/ab0 OKMBHUX eIEMEHTIB (S)
y cepenosuii — [Tosisa ADK, miTHuHe po3pUXIICHHS KIITHHHOT
CTiHKH, TOomo — Big'egmanmus kMT Bij nuroriazMarudHoOl
MeMOpaHH, iXHI Je30pieHTalis Ta Ae3opranizanis — I[losiBa
3BUBHUCTHX KIITHHHUX CTIHOK, 3MiHa YOPMU KIIITHHH, PO3BUTOK
[IK3 — PyliHyBaHHA KIITHHHHX CTIHOK Ta MDXKIITHHHUX
3B'SI3KiB, Aerpajaimis KIiTHHHUX opraHen, eMT — YTBopeHHs
AepPEeHXIMHUX TTOPOXKHHH.
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VY pesynbrari TOPIBHSHHS CTYINCHS pyHHYBaHHS
KOPTHKaJIbHUX Ta eHjxomuiasMatuyux MT 3 po3BuTkom
mocninoBHux mpomeciB [1K3 BusgBmeHo, mo eMT
3a3HAIOTh JIe30praHizalii mizHilie B 4aci, MOPIBHSIHO i3
koprukanbHuMu MT. Ilpunyckaerscs, o pyHHYBaHHS
koprukanbHuX MT nepenyroTs MOpyIIeHHIO opraHizarii
OUTOIUTa3MAaTHYHOI ~ MeMmOpanm 1 (opMyBaHHIO
MeMOpaHHMX IHBariHamid, $Ki € MapKepoM paHHIX
eramiB po3BuTky IIK3. Ilpm mpomy eHmorura3MaTudHi
MT 30epiratroTeCs B KIITHHAX 1O KIHICBHX CTaIliB
pYWHYBaHHS Ta eTiMiHAIlT KITITHH.

Pesymbratn  pobOTH € BHECKOM y  PO3BHTOK
(yHIaMEHTAIBHUX ~ YSIBICHb TIPO  (DYHKIIOHYBaHHS
KOpPEHIB KYKypyI3H B YMOBax JIeQiIUTy ITOXUBHHUX
pedoBrH. OTpuMaHi JaHi OKPECIIOIOTh HAIPSIMKH
JOCII/DKCHb BIUIMBY TEBHHX CKOJOTIYHHX YMOB Ha
BPOXKAKWHICTB.

Tlonsika

ABTOp BHUCJIOBIIIOE TOSIKY IPOBITHOMY iHXEHEpY BimIimy
KIITHHHOI Gioyorii [.®. [BaHeHKO 32 JOTIOMOTY TPH MiATOTOBII
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