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ATTIIOTHHAIS XJIOPOIIJIACTOB U OOJINTEpaIisi CHTOBUAHBIX TPYOOK OTHOCSTCS K PA3HBIM TKaHSIM BBICIIHX
pacTeHuii: arrmOTHHALM — K Me30(HIUTy JHCThEeB, 00MUTEpals — K oceBoil (uiodme. B paBHoii cTeneHn
MPOM3BO/IHBIE OT OJIOKAIbI IKCIIOPTa (POTOCHHTATOB, 00a SIBICHUS! CHHXPOHHBI ¥ C OJMHAKOBBIM yCIEXOM MO-
ryt 6blT]> HMCIIOJIB30BaHbl JJId OTWUArHOCTUKKW CE30HHBIX BCIIBILICK W I1ay3 (bOTOCPIHTeTI/I‘leCKOﬁ AKTUBHOCTH.
YCTaHOBHeHa npupoJia nNoABUXKXHOCTH XJIOPOIJIACTOB U UX CBA3AHHBLIX C JZ[PIHaMI/IKOﬁ JKCIIOpTa YCJIHOYHBIX I1€-
peMEIIeHUI MEKIY SACPHON 000I04KON U KIeToYHO# nepudepueit. [Ipeamnonaraercs, 4To siuepHas 0007104-
Ka — 0a30Bast CTPYKTypa SHI0IIIa3MAaTHIECKOH CeTH, BHYTPH KOTOPOI pacIipeaeeHbl XJI0poIIacTsl. AKTHBA-
1ust OTOCHHTE3a M HAKOIUICHUS CaXxapoB B CETU MHIYLUPYET €€ HKCIAHCHIO, COPOBOKIAAEMYIO LICHTPOOEK-
HBIM PacCenBaHMEM XJIOPOILIACTOB. biiokana (oToCHHTe3a BBI3BIBaET 00paTHBIN (dekT — KoJurarc ceTH, ee
BO3BpAT K UCTOKY. L[eHTpOCTpeMUTENBHBIH KOJUIAIIC CONPOBOXKAACTCS KOHICHTPUPOBAHUEM IUIACTUI BOKPYT
sepHOil 0007104KH. [T0BMKHOCTE CETH M HAXOSIIUXCSI BHYTPU HEe XJIOpOoIuIacToB obparuma. OHa 3aBHCHMA
OT Ce30HHBIX KoJeOaHnii HHTeHCUBHOCTH (pOTOCHHTE3a U 3KcIopTa. M3MeHeHns: 00beMa CUTOBHIHEIX TPYOOK,
BBI3BaHHBIE TOH XKe IPUIHHON, HeoOpaTuMbl. Kaxknast ce30HHast BOJIHA (POTOCHHTE3a H PACIIPE/IeNICHUS CaXapoB
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(hopMHpyeT HOBYIO MOPUUIO TPYOOK, CMEHSIOMNX OOIHTEPHPOBAHHEIE.

Kiro4eBble €10Ba: MIACTUJIBI, YHJOIIA3MATHYECKAs CETh, LIUTOCKEIIET, MOJBHKHOCTb, (DOTOCHHTE3, IKC-
NOPT POTOCHHTATOB, CUTOBHIHBIE TPYOKH, arTIIOTUHAIHS, O0IUTEpaLus.

Hcrtopus TepMuHoOB

«ATTIIOTHHAIMS TUIACTHI» U «OOIUTEPALHS CHTOBUIHBIX
TpyOOK» — TEPMHUHEI, TOMICIIINE O HAC M3 BPEMEH pacIiBe-
Ta MPIKU3HCHHON ONTHYECKON MHKPOCKOIIUU COCYIUCTHIX
pactenuil (konen XIX—mnauano XX B.; cm.: De Bary, 1877;
Haberlandt, 1888; Senn, 1908; Guilliermond, 1934; Esau,
1953). «ATTIIOTHHAIUS» — B TOYHOM IIEPEBOIC «CIIHIIA-
HHE», B 0OJee paclpoCTPaHCHHOM YIOTPEOIeHHH — KOH-
LICHTPUPOBAHUE TIUIACTHI BOKPYT OOOJOYKH KIETOYHOTO
siIpa, HAOMroaeMoe B KIIETKaX Me3o(mia pacTCHUM, He
C6paCl)lBaIOIJlI/IX JIMCTBY HA 3MMY, HO UMCIOIIUX 3UMHIOIO I1a-
y3y (OTOCHHTETUYECKOM U IKCcIopTHO# aktuBHOCTH (Haber-
landt, 1888; Senn, 1908). «O6muTepanyss» CUTOBUAHBIX TPY-
00K (PIIO3IMBI — UX «CILTIOIUBAHUE» WM JIPYTUE BAPUAHTHI
neopManuy, COIMpPOBOXKIAEMBIC yTPATOM TOJOCTH, CIIyXKa-
el KaHAJIOM JUIS TPAHCIIOPTa 3KCCyAara, B TOT K€ MEPUOT
BPEMEHHU U TIOJ] BIMSHHEM OJIOKaabl TexX jxe mpoieccos (De
Bary, 1877; Esau, 1969). fBassace CTpyKTypHBIMH MPOSIBIIC-
HUSIMU CE30HHBIX T1ay3 (POTOCHHTE3a M DKCIOPTA B HEPHO/IBI
MOKOSI pacTeHHi, 0ba SBICHUS CHHXPOHHBL Ho, mokammso-
BaHHBIC B Pa3HBIX TKAHSX, [10 METOJANYECKUM MPUYMHAM OHH
HEYJOOHBI Il OJJHOBPEMEHHOT'O HAOJFOJCHUS O] MHUKPO-
CKOITIOM. B yCIIOBHsIX CE30HHOTO KIIMMaTa 00a SIBJICHUS 00bIYU-
HbI JJI4 MHOTHUX BCYHO3CJICHBIX APEBCCHBIX U 3UMHE3CIICHBIX
TPaBSIHUCTBIX PACTCHUH M OTPaXKalOT OTCYTCTBUE TEMIIEpa-
TYPHBIX YCIIOBUH [UIsi (POTOCHHTE3A U IKCIOPTA B 3UMHHUH T1e-
puox (Haberlandt, 1888; Senn, 1908). B apuanpIx 30HaX Ta-

415

KOi1 ke 3()(heKT BBI3BIBAIOT CE30HHBIC M1ay3bl BOIOCHAOKCHHUS
(Haberlandt, 1888; Esau, 1969; I'amaneii, 1998). DOxcnepu-
MEHTAJIHO 00a SIBJIEHHSI MOTYT OBITh BBI3BaHBI HECKOJILKUMH
CyTKaMHy KoHTpoiupyemoi teMHoTsl (I"amaneit, 2004; Kwok,
Hanson, 2004a). B nacrosimeit cratbe 3phexTs! arrioTHHa-
UK TUIACTU Me30(duiuia U o0JIUTepaluiid CUTOBUIHBIX TPY-
00K (JI0IMBI [TPOAHATUZUPOBAHBI C 1IEIIbIO TPOBEPKH TUIIOTE-
3Bl JIOKAJIM3alMHU XJIOPOTUIACTOB | IYJIOB HaKOIUICHHS (POTO-
CHHTAaTOB B 3HJOIUIA3MAaTHYECKOH CeTH (BaKyOME) BBICIIHX
pactenuii (lamaneit, 1994, 2013).

ATTJIIOTHHAIMSA TJIACTH/X

OddexT arrmoTHHAIMKA TJIACTH] W3BECTEH C KOHIA
XIX B. U3 MarepuajioB NPUKU3HEHHOM MHUKPOCKONMH XJIO-
PEHXHMMBI JTUCThEB MHOTUX pacTeHuil. [lepBbiME 0OBEKTAMH
WCCIIeIOBaHUN OBUTM KJICTKM BBICHIMX BOJOPOCIICH, MXOB,
tayHoB, naropotankos (Famintzin, Borodin, 1867; Haber-
landt, 1888; Senn, 1908). [anee mocienoBaiy Ce30HHBIC Ha-
OJIro/IeHHsI 3a JIOKaJIM3aliel XJIOPOINIacTOB B KJIETKaX Me30-
¢umna xBoiHbIX. OHM MMOKa3alH, 4TO MEPHPEPHUIECKOE HX
pacripeziesieHie B JISTHUH MEPUOJ MEHSETCSl Ha KOHLEHTPH-
pOBaHME BOKPYT KJIETOYHOTO siipa B 3UMHHHN (AJIEKCaHIPOB,
Capuenko, 1950; TI'enxensb, bapckas, 1960; OBCSHHHKOB,
CewmkuHa, 2014). IlepeMerieHust XJI0pOIJIaCTOB OT KJIETOY-
HOM nepudepun K siiepHON 000J104Ke 0OBIYHO COMIPOBOXK/IA-
IOTCSI ZIEBaKyOJIM3anyeil KJIeTok Me30(uIa, BIUIOTh 10 pac-
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mazia Ha (parMeHThl U MOJIHOW YTpPaThl IEHTPAIBLHOI BaKyo-
mu. Ilozke aHaNOTHMYHBIC SIBICHUS OBUIM ONMCAHBI Ha
JIUCTBSIX MOKPBITOCEMEHHBIX PACTEHHUH: JAEPEBbEB, KYCTAPHHU-
KOB, TpaB, 3UMYIOLIMX IO/ CHErOM, O3JIO0JEU, BBIHYTOH
uz-mono Jnpna (bapckas, 1962, 1964; bapckas, banuna,
1964). OmHu aBTOPHI OMHCHIBATN ATTUTIOTHHAIMIO TUIACTH]T
KaKk HOPMaJIbHOE (DU3HOJIIOTHYECKOE COCTOSHHE B MEPHO
s3umHero mokos (Famintzin, Borodin, 1867; Haberlandt, 1888;
AnekcanapoB, CaBuenko, 1950; OscsiHHukoB, CeMKHHA,
2014), napyrue — Kak dTan ux 3uMHero paspymenus (bap-
ckasg, 1964; bapckas, bamuna, 1964; MupocnaBoB u jp.,
1992). TouHbI epeBo TEPMUHA «aTTIIOTHHAIIU (CIIUIA-
mue) (Haberlandt, 1888) He mpemmomaraer HH CIHSHUAA,
HU pa3pylLIEHHUs XJIOPOIUIACTOB NPH KOHLEHTPUPOBAHWHU Ha
simepHOM o6oouke. PasHooOpasue MHEHUIT, BO3MOXKHO, BEI-
3BaHO Pa3IUUUSIMU KOHKPETHON IPOJIOIDKUTEIILHOCTH OTCYT-
CTBHs yCJIOBHU st poTocHHTE3a U akcropra. [lo mMepe Ha-
KOIUICHHUS] MaTEPUAJIOB TOJIEMHUKA, BO3HHUKINAS IO 3TOMY BO-
Ipocy, 3aBepUIMach BCE-TaKM B IMOJNB3y CE30HHOM
00paTHMOCTH arriIiOTHHALMK XJI0porutacToB. Jlaxe ecnn ka-
Kas-TO 4acTh IUIACTH/ W CIIMBACTCSl WIIM pa3pylIaeTcs oce-
HBIO, UX HOMYJISILUS MTOJHOCTHIO BOCCTAHABIMBACTCS B XOJIC
00paTHBIX MPOIIECCOB IPOOJICHUS WK JIeJIeHUs] BecHO# (Mu-
pocnaBoB U 1ip., 1992; OcsunukoB, Cemkuna, 2014). He ak-
LEHTUPYACh Ha BOIPOCAX AETrpajaliy, JOCTATOYHO KOHCTa-
THPOBATh PACIpPE/ICICHIE XJIOPOIIACTOB B IMEPHOJ] OTCYTCT-
Busi (poTOCHMHTE3a KaK MX IUIOTHOE CKOIUIEHHE BOKpPYT
KJIeTOYHOTO sifipa. COrJIaCHO NMPHBEICHHBIM BBILIE JaHHBIM
OUYEBHUJIHO, YTO ArrJIOTHHAIMS HE SBJSIETCS HCKIIOUUTEINb-
HBIM CBOHCTBOM KaKOW-TO M30pPaHHOM TPYIIIBI BRICHIUX pac-
TEHWH, OHA — YHUBEPCAIBHOE CIEJACTBUE OTCYTCTBUSI (OTO-
CHHTE3a, HE3aBHCHMOE OT TAaKCOHOMHYECKON crenudukn
o0OBbeKTa.

[lepBble wccienoBaTeNIM arrIIOTHHALMK XJIOPOIIACTOB
HE TOJBKO 00paTwiii BHUMaHHE Ha B3aUMOCBSI3b MEXKIY H3-
MEHEHHMAMHU BHYTPHKJIETOYHOH Tonorpauu XJI0poIuiacToB U
BaKyoJIeii, HO, Cy/isl IO PUCYHKaM, IPUBOJIUMBIM B MX CTATh-
SIX, JOMYCKaJIM JIOKQJIM3AIMIO XJIOPOIUIACTOB BHYTPU OOIIEH
MeMmOpanHo# Kamepsl (cM.: Haberlandt, 1888; Senn, 1908).
[Tpupona memOpaHbl He MOTJIa OBITH YCTAHOBJIEHA 110 TEXHU-
YEeCKUM BO3MOXKHOCTSM MHUKPOCKOIIUH B TOT nepuo. C mepe-
XO0JIOM K HaOIIOACHUSAM (UKCHPOBAHHBIX (MEPTBBIX) Mpera-
paToB MHTEPEC K CE30HHOH NMHAMMKE TOmorpaduu KIETOK
Me30(hWIIa Ha AJIUTENFHOE BPEMsI IPOmall.

BosBpar k 3TOil Temarmke mpousomen B 0030pHBIX
CTaThsIX, MOSIBUBLINXCS BCJIC/ 32 BOCCTAHOBIICHUEM B Hayaie
XXI B. NpPMKU3HEHHBIX HAOIIONEHUM HOBBIMH METOAAMU
KoH(poOKambHON ¢uryopectieHTHOH Mukpockonuu (Kohler
etal., 1997; Kohler, Hanson, 2000; Kwok, Hanson, 2004a).
SIBneHME arrarOTHHALNY TUTACTH OKA3aJI0Ch OTKPHITHIM BTO-
puuHO. PucyHKH aBTOPOB NEpBOI BOJIHBI MCCIICJOBAaHUHN OKa-
3aJIMCh HE 3a0bIThl, OHU TEIeph BHOBH MOSIBISIIOTCS M 00CY K-
Jarorcsi B 0030pHbIX cTathsx (Gray et al., 2001). HoBbrii Tex-
HUYECKHH YPOBEHb Jlall BO3MOXHOCTh Oo0Jjiee JeTalbHO
(c O67BPIIIM pa3penIeHneM W KOHTPACTHBIM (PIIyopecIieHT-
HBIM OKPAIIMBAaHWEM) HAOMI0OJaTh AMHAMUKY W JIE€TAIH HPH-
KM3HEHHBIX YEJHOYHBIX IIEPEMEIICHUH  XJIOPOIUIacTOB
(Kwok, Hanson, 2004a, 2004b; Gunning, 2005, 2007). B 4a-
CTHOCTH, OBUIO MOATBEPXKIEHO, YTO ArrJIIOTHHALMS COBCEM
He 00s3aTeNbHO 3aBEpLIAeTCsA CIUSHHEM XJIOpPOIUIACTOB,
OOBIYHO MPOLIECC OTPAHMYHMBACTCS MX KOHIICHTPUPOBAHHEM
BOKPYT siipa 06€3 3aMETHBIX W3MEHEHHH 4nciieHHocTH. Ecim
OHHU MMEIOT MECTO, TO CE30HHO 00paTHMBI.

[IpoucxosxaeHrne MeMOpaHHOH KaMepbl, B KOTOPOH JTHC-
JIOLMPOBAHBI XJIOPOILUIACTBI M BHYTPU KOTOPOH OHM M300pa-

kammch Ha pucyHkax (Haberlandt, 1888; Senn, 1908), x
9TOMY BPEMEHHU CTaJlO MPEIMETOM OCTPBIX TUCKYCCHH B JIH-
teparype. OHU aBTOPHI pacCMaTPUBAIOT €¢ KaK IPOU3BOJ-
HYIO OT ()parMEHTOB MEMOpPaHHON 00OJOYKH CAMUX TUIACTH/L
(ux «ctpomyi»: Kohler, Hanson, 2000; Hanson, Sattarzadeh,
2008, 2011). dpyrue — kak oOIIyrO JUIS BCEX IJIACTH] DH-
JIOTIIa3MaTHIECKyI0 MEMOPaHHYIO CeTh, H3BECTHYIO MO MaTe-
pHazaM 3JCKTPOHHOW MHKPOCKOIHU PACTHUTEIHHBIX KIIETOK
(McLean et al., 1988; Whatley, 1992; 'amaneii, 1994). B HO-
BOM MHTEpPIIPETAIMM OHA IMPEJCTABICHA MOJBHKHBIM MEMO-
paHHBIM OTOKOM. [TOTOKOM HAIKJICTOYHBIM, T. €. TICPETCKA-
IOIIMM M3 KJICTKU B KJIIETKY B BUIC CBS{3yIOH.ICﬁ UX SHAO0IIIAa3-
MaTH4Yecko cetm. B ee coctaB BXomAT: MeMmOpaHHas
0007I09Ka KIETOYHOTO sApa, BHYTPHUIUTOIUIA3MATHICCKUE
MeMOpaHHBIC JICMEHTHI CETH, BaKYOJIH, BILIOTH JIO IIEHTPAITb-
HOW, IIa3MOJICCMBI B KAYECTBE MEKKJICTOYHBIX CBSI3CH CETH,
MOJIOCTH CUTOBH/IHBIX TPYOOK (hI103MBI KaK MO (UIIPOBAH-
Hble Bakyosu quddepeHuupyromuxcs B TpyOku Kietok. Bes
COBOKYITHOCTH 3JIEMEHTOB JHIOIIIA3MAaTHYECKON CETH Tpak-
TyeTcsl KaK eIuHast MeMOpaHHas YyIaKoBKa SKCIOPTHOTO IT0-
TOKa (POTOCHHTATOB («YTJICBOIHBIN MUIIEBON TpakT»: ['ama-
neit 2009, 2013). B cBsA3u ¢ 3TUM NOSABISIOTCS HOBBIE TEPMHU-
HBI: «BAaKyOM» M OrpaHHYHUBAOIIAs €ro JHJAOMEeMOpaHa —
«TOHOIUTACT», HE KJICTKH, PACTCHUSI.

[Mocne mybnukanum psaa JONOTHUTEIBEHBIX apTyMEHTOB
B MOJIb3y THUIOTE3Bl O JIOKAJTH3AIMH XJIOPOIUTACTOB BHYTPH
SH/IOTUIA3MATHYECKOW CETH HE KIIETOK, a IEJOTO PACTCHUS
(Famaneit, 1994, 2004; Baluska et al., 2006; Schattat et al.,
2011a, 2011b, 2012) npuposa HUKINYECKUX MEepeMEIICHHN
XJIOPOIUIACTOB OT SIIEPHOM OOOJIOYKH K KJIETOYHOU mepude-
pum cTaia, HaKoHel, Oonee MOHATHOW. COTJIaCHO HpEIIo-
JKSHHOH TUmoTese, saepHas 0001ouka — 0azoBas CTPYKTypa
MOJIBMYKHOM JHIOIIA3MAaTHYCCKON CETH, B KOTOPOU JIOKAJIH-
30BaHbl xsoporuiactel (amaneit, 1994, 2009, 2013). ITotok
CeTH peryiupyercs Ce30HHOH JuHaMHKOi (oTocuHTe3a:
O6I/IHI/Ie OCMOTHYECCKHN AKTHUBHBIX (bOTOCI/IHTaTOB U BOAbBI BE-
JIET K DKCITAHCUH CETH BMECTE C XJIOPOIUIACTAMH, UX ISHUIIAT
O] BIFSTHUEM OJIOKaabl (POTOCHHTE3a WIIM BOJOCHAOKECHUS
COIPOBOXKIACTCSI BO3BPATOM K SIICPHOM O00OJOYKE, eCTecT-
BEHHO TOXE BMECTE C XJIOPOILIACTAMH (CM. PHCYHOK). DKCIIe-
PUMEHTAJIbHO MHUIHUHUPOBAHHBIC C MMOMOLILIO KOHTPOJIUPYEC-
MOM CMEHBI CBETA ¥ TEMHOTHI YEJTHOYHbBIE MNEPEMEUICHUA CCTU
W TUIACTHI MEXIY SASpHOW OOOJOYKOW M KIIETOYHOH IIe-
pudepuei craro BO3MOXKHBIM HAOJIOAATh C IIOMOIIBIO BH-
neopmwiemoB (Kwok, Hanson, 2004a; Gunning, 2005, 2007).
Wx moka3 Bomien B MPENOAaBaTENbCKYH MPaKTUKy. Bu-
Jeo(pUIbMbl  TIOATBEPAWINA KOJIEOATENbHBIH XapakTep Io-
JABHXXHOCTH CC€THU, €€ 3aBUCUMOCTH OT MHTCHCUBHOCTHU (bOTO-
CHHTE32a U SKCTIOpTa GOTOCHHTATOB. TaK MOSBUICA €IIe OINH
OIIOK apryMEHTOB B TOJB3y THUIOTE3BI JIOKAIA3AI[UH XJIOPO-
TUTACTOB HE BHYTPH IIUTOILIA3MBI, 2 BHYTPH dHJI0ILIa3MaTHIC-
CKOH ceTHu.

[IpencraBneHus O BBICOKOW IMOJBUKHOCTU MEKKIJIETOY-
HOM DSHJOMIa3MaTUYECKOW CETH M JIOKAJIM3alUWW TUIACTU]T
BHYTPH HEE UCXOIHO BO3HUKIIN Ha 06a3e THITOTE3hl CHMOHOTe-
HETHYECKOTO TpoucxoxaeHus pacteanit (GamunmmH, 1907,
Margulis, 1981; I'amaneii, 1994). Mcropudeckn Xioporuiac-
ThI — IIMAHOOAKTCPUH, Ubsi MHBA3Us B KJICTKHU 3aBEPIIMIACH
JIOKaNu3aueil B sHJ0cOMax. SlnepHas 00oyiouKa 3yKapHo-
TUYECKOM KJIETKM CTajla IEpBOM IPOM3BOJHOH OT 3HIOCOM
CTPYKTYpOii. 7l BCETro OCTAIBHOTO MOTOKA MTPOU3BOIHBIX OT
Hee MEMOpaHHBIX D3JIEMEHTOB OJHJIOIIIA3MATHYCCKOH CETH
sfepHasi 000JI0UKa SBISICTCS CTPYKTYpPOH UCTOKOBOH. DoTo-
CHHTE3 — 00s3aTeIbHOC YCIIOBHE TCHEPAIMH U BHYTpPU-
KJICTOYHOM 3KCIIAHCHU CETH, €r0 OTCYTCTBUE BEJIET K €€ KOJI-
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UYenHOUYHBIE NepeMeIleH s XJIOPOIIaCTOB BHYTPH KIETOK Me30o(niia, HHAYIHPYyeMble BHYTPHUKICTOYHOW TUHAMHUKON SHIOIIIa3MaTH4e-
CKOHl KCHOPTHOH ceTH.

@ — IeHTpOOEIKHOE NBIKCHUE CETH M XJIOPOILIACTOB OT SIACPHOM 000JI0UKH K KJIETOUHOI Tepudepus B X01e pOCTa CETH MO/ BINSHAEM HaKOIICHHs B Heil (o-
TOCHHTATOB U BOJBI; 6 — LEHTPOCTPEMHUTEIIbHBIN BO3BPAT K AAEPHOII 000110UKe B X0/1€ €€ PeAYKIUH B yCIOBHAX O10Kaabl (HOTOCHHTE3A.

marcy. B ciaydasx ce3oHHBIX may3 (DOTOCHHTE3a 3HIOILIA3-
MaTH4ecKas CeTh KIETKH BO3BPAIIACTCS K SAEPHOH 000I0uKe
KaK K MCTOYHHMKY BMECTE C COJEpKalUMKCS B HEl IIacTH-
namu (cM. pUCYHOK). M ycTpeMIsieTcsi HOBBIM TIOTOKOM OT
Hee )K€ IOCIie BOCCTAHOBJICHUS (DOTOCHHTETHYECKOW aKTHB-
HOCTH.

[Toka3aHo, 4TO BHYTPUKICTOYHAS MOJBMKHOCTH SHJIOI-
JIa3MaTHYECKOM CeTH, JIETKO OOHapyXHBacMas METOJaMH
KoH(OKaIBHOH (IIyOpecleHTHOH MUKPOCKOIHHU, — PE3yJib-
TaT COKPATUTEIbHOW aKTUBHOCTH aKTOMHO3WHOBOTO IIHUTO-
ckernera kinetku (Schattat et al., 2012). TemnepaTypHble ma-
pamMeTpsl OABIKHOCTH CETH COOTBETCTBYIOT TaHHBIM O TEM-
MepaTypHOH 3aBUCUMOCTH  IUIACTUYHOCTH I[UTOCKEJIeTa
(Holzinger et al., 2007a, 2007b; Lutz, Engel, 2007). [Togpmx-
HOCTb XJIOPOILJIACTOB HECAMOCTOSITENIbHA, OHU HE UMEIOT JIBU-
rareJibHOro anmnapara. Ho oHa BIoJHE MOKET ObITh BTOPHY-

HOW OT COOCTBEHHOW MOABIDKHOCTH TOW MEMOPaHHOW E€MKO-
CTH, KOTOPYIO OHHM CO3JAIOT U BHYTPU KOTOPOW HAXOMISTCS
(cMm. pucyHOK). B aTOM ciiyyae HampaBlieHUs! MOABMYKHOCTH
XJIOPOIJIACTOB OYIyT MOBTOPATH BEKTOPBI SKCIIAHCUU YHJIOTI-
Ja3MaTUYeCKOH CETH, KOHTPOJHPYEMBIE ITUTOCKEICTOM.
B xo1e sKcmaHCHH CeTH XJIOPOIUTACTHI IBIKYTCS K KIIETOY-
HOW mepudepuu, T. €. HEHTPOOSIKHO OTHOCHTEIBHO SICPHON
000JI0YKH, B XOJIC €¢ PEIyKIMH BO3BPAIIAOTCSA K HEH IICHT-
poctpemutensHo (Kwok, Hanson, 2004a; Gunning, 2005,
2007; Schattat et al., 2011a, 2011b). AHanoruynsie U3MeHe-
HUS, CBSA3AHHBIE C JUHAMHUKOW (POTOCHHTE3a, TPETEPIICBAIOT
BaKyOITH, Pa3BUBAIOIINECS W3 DHIOIUIA3MAaTHICCKUAX ITHCTEPH
Kak IyJel HakoruieHus GotocunaTaToB ("amaneii, [Taxomosa,
2002). ITox BaMsIHMEM yBEIWYEHHs KOHIEHTpauuu (GpoTocuH-
TaTOB M MPUTOKA BOJIbI OHU PACTYT, IPU UX CHIXKEHUU — CO-
KpamaroTcs. [[eHTpoOeKHbIe W IIEHTPOCTPEMHUTENbHBIE Ha-
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TIPaBJICHHs MOABMXHOCTH XJIOPOILIACTOB M BaKyouleil coria-
COBaHBI MEXIy 000 depe3 KoieOaHMsT MHTEHCUBHOCTH (ho-
TOCHHTE3a W 9Kcropra (orocuHTaTOB. B3amMozaBrcHMOCTD
UX INepeMeleHus B KJIeTKaX Me30(uiuia y1o0HO HaOIoaaTh
Ha KJIETKaX «KOPOHBD» B IUCThAX C, pactenuit (Bo3HeceHckas,
Tamaneii, 1986; I'amaneit, Bosnecenckas, 1986).

IIpousBoaHas oT 3KCNOPTA MOJISIPU3ALUS
IVIACTHJ M BaKyoJiei

Ce30HHBIE IMCIIOKALMU XJIOPOIUIACTOB M BaKyoJiedH B
KJICTKax Me30(b1/mna, BbI3BaHHBIEC U3MEHEHUSIMHU OaIaHCOBBIX
OTHONICHUN MEXAy HWHTCHCHBHOCTSAMH (DOTOCHHTE3a, IKC-
opTa U 3amacaHus (POTOCHHTATOB, OBIIM XOPOIIO W3BECTHBHI
eme B Hagaie XX B. (cm.: Senn, 1908). Ha marepuane cBeto-
OINITHYECKNX MCCIICMOBAHUH YNAIOCh ITOKA3aTh, YTO OHHU Ce-
30HHO OOpaTUMbI M B3aUMO3aBUCUMBI. [Ipy BCHbIIKE MHTE-
peca K KOpOHapHOW aHATOMHU Me30(HiIa U OOKIIaJIKHU 10CIe
otkpbIThs B cepenmie XX Beka Cy poTocuHTE3a 3TOT BOMPOC
OKasajcs CHOBAa B LIEHTpe BHMMaHus. CoriacoBaHHAs II0-
JBIDKHOCTB XJIOPOIIACTOB M BaKyoJEH OKa3ajach HArJISIAHO
WIITIOCTPUPYEMOH TTOCIIEI0BATEIbHOCTHIO M3MEHEHNH BHYT-
PHUKJICTOYHOM TOnorpaduu 3THX CTPYKTYpP B KIETKaX «KOPO-
Hb. B 0o0enx ee TkaHsix — Mme3opuiuie U OOKIAAKE Iyd-
KOB — JIOKa/JIM3alMs 3TUX KJIICTOYHBIX KOMIIOHCHTOB HMMECT,
Kak IIpaBWIIO, MOJISIPHBIN XapakTep. [lonsgpuzanus MoxeT Me-
HATBCS B 3aBUCHMOCTH OT PUTMa COTJIACOBAHUS OTAEIBHBIX
sTamnoB crynendaroro C, ¢porocunresa. st onucanus nepe-
MEH MOJISIPU3AIMHU XJIOPOIUIACTOB M BaKyojeld OOBIYHO yIIO-
TpeOJIeHnEe TEPMUHOB «IIEHTPOCTPEMHUTEIBHOCT» (LICHTPH-
METaTbHOCTh) U IEHTPOOEIKHOCTE» (IEHTPUDYTraaTbHOCTD).
IokazaTenbHO, UTO U SIBIEHUE CE30HHON arTIIOTHHAIIMH XJI0-
POIUIACTOB JIETKO OMHCBIBACTCS C MCTIOJIB30BAHUEM TOH Tep-
MHHOJIOTHH.

[lepBOHAYAILHO 3aKOHOMEPHOCTH BHYTPHKJIETOYHOI I10-
JISIPU3AlMU XJIOPOIUIACTOB M BaKyoJield OBbLIM JeTallbHO HC-
ClIeI0BaHbl HA MaTepuase BUIOB PACTEHUU C ABYKIIETOYHOM
KopoHapHOW aHaTomueit (Bosnecenckas, ['amamneif, 1986).
3areM MOJATBEPKACHBI Ha MPUMEpE TeX CTPYKTYPHBIX BapH-
AHTOB, B KOTOPHIX KOMNApTMEHTAIMsA MOCIIEI0BATEIBHBIX
stanoB C, GoTOCHHTE3a 00EcreYnBaeTcsi He JIByMsl THIIAMH
KJIETOK, a IByMsI CETeBBIMH (MM BaKyOJSIPHBIMU) KOMIapT-
MEHTaMu OJHOHN kieTku (Bienertia: Freitag, Stichler, 2000,
2002; Voznesenskaya et al., 2001). Kaxnprii n3 MeMmOpaHHBIX
KOMITAPTMEHTOB HMMEET CBOIO MOMYJIALIHIO XJIOPOIUIACTOB,
KOTOpBIC TaK K€ pa3lINyaloTcs WHACKCAMU I'PaHaIbHOCTH H
coziepkaHueM (epMEeHTOB (POTOCHHTETHYECKOTO METaboIn3-
Ma, KaK XJIOpOILIaCThI KJIETOK Me30(HLIa U OOKJIaKU B JIBY-
xierounoit C, kopoHe. B mepBom ciydae coriacoBaHHas
MIOJBIKHOCTh BaKyoJIeH M XJIOPOIUIACTOB IOAYMHEHA LIUTO-
CKEJICTHOMY KOHTPOJIIO OJHOH KJIETKH, BO BTOPOM — JBYX,
PETUKYJISIPHBIE CHCTEMBI KOTOPBIX OOBEIMHEHBI TUIA3MOJIeC-
MEHHBIMH TOJISIMU, PACHIOJIIOKEHHBIMU Ha WX OOIIEH CTEHKe.
B aTOM OTHOIIEHHH OJTHO- U IBYKJIeTOYHbIe cucteMbl C, do-
TOCHUHTE3a HE BBITVIAAAT HPUHIHUNIHAIBHO CUJIBHO pa3jinvdaro-
IUMHUCA: B 0OOOMX BAapHAHTAX CYIIECTBYIOT [BE MOMYIIALUH
XJIOPOIIACTOB, OANHAKOBO AN HepeHIINPOBAHHBIE TIO CTPYK-
TYpHOH, (QyHKIMOHAIBHON M (epMeHTaTHBHON crienn@uKe.
[IpeanonoXuUTenTbHO MOIBIKHBIE OJHOKIETOYHBIE CHCTEMBI
JIOJDKHBI OBUTH MTPEALIECTBOBATH 00JIe€ )KECTKO pa3/ielIeHHbIM
U QYHKIHOHATBHO AP PEKTUBHBIM JBYKIIETOUHbIM. HO c0OT-
BETCTBEHHO U cOpoc C, cnennann3anuu (Bo3spaT K C; Bapu-
aHTaM (OTOCHHTE3a B CIydae CMEHBI DKOJIOTHYECKON 0OcTa-
HOBKHM) Y TIEPBBIX MOXKET ITPOXOJIUTE JIerde u OblcTpee, 4eM y

BTOpPbIX. Takasi 3BOJIOIMOHHAS [TOCIEA0BATEIbHOCTh CTPYK-
typHoro psna C, pacTeHuil kak OyATO MOATBEpPIKIACTCS Ha
marepuaine psga C, comsHok n3 cemeiictBa Chenopodiaceae
(bouanmes, 1969; Tamaneit u ap., 1992; Freitag, Stichler,
2002; Edvards et al., 2004).

BapuaHThl MOJSPU3ALKN XJIOPOILIACTOB, HAOJII0JaeMBbIC
y PACTEHUIi C OJJHO- U JIBYKJIETOUYHBIM CTPOCHHEM KOPOHBI U
C, hoTocHHTE30M, OKA3aIKCh PABHO OOBSICHUMBIMU B CITy4ae
WX JIOKaJH3alMy BHYTPH dHAOIUIa3MaTHIeckoi cetn. OHH He
MPOTHBOPEYAT TEM IPEICTABICHHUSIM, KOTOPBIC HCIIOIb30Ba-
HBI B CTaThe JJIs1 00BsICHEHUS 3((EKTOB arrIFOTHHALIMY I11ac-
TUA Me30hHIIa U OONUTEPAIIHM CUTOBUIHBIX TPYOOK (h103-
MbI B YCIIOBHUSIX OJ0Ka/bl (hOTOCHHTE3a M IKCIOPTA. Pa3Hbie
IBOJIIOIIMOHHBIC BapuaHThl cucteM C, (OTOCHHTE3a CTaIH
eIIe OJHUM apryMEHTOM B ITOJIb3Y JIOKATH3AIUU XIJIOPOILIac-
TOB HE B IIUTOILIa3ME, a B CHCIHATBHOM IOJIBUKHOM MEMO-
PaHHOM KOMIIAPTMEHTE — JHIOIIA3MAaTHYCCKOM 3KCIOPT-
HOW CETH — U HE KJICTKH, a [IEJIOr0 PACTCHHS.

Ob6auTepanus CHTOBHIHBIX TPYOOK

OOnuTepanusi CHTOBUIHBIX TPYOOK OCEBOH (PIIOAIMBI M3-
BECTHA TOXE JIOBOJBHO jJaBHO (cM.. De Bary, 1877; Esau,
1953, 1969). Ha 3ape cpaBHUTENIbHBIX ONTHUECKUX HaOIIO/E-
HUW KCUIIEMbI U (DIIOOMBI HCCIIeIoBaTEeNId O0paTHUIN BHUMA-
HHUE Ha TO, 9YTO COCYABI KCHIIEMBI MOTYT BBITIOIHATE (PYHKITIH
BOJIOTIPOBEJICHUS HECKOIBKO CE30HOB MOApsAN 0e3 IoTepu
(hopMBI, HECMOTPSI HA TO YTO caMa KCHJEeMa IPOJIOJDKAET
MpUpacTaTh HOBBIMU TOAMYHBIME KOJIbIIaMU. JIuTHU(DUKAIUS
KOJIeIl BTOPUYHOI O0OJIOUKH COCYZOB NPEINATCTBYET UX Jie-
¢dopmaru. CutoBuaHbIe TPYOKH (BIOAIMBI B OTIMUUE OT CO-
CyZIOB KCHJIEMBI (PYHKIHOHUPYIOT TOJBEKO OTUH (POTOCHHTE-
TUYECKHAN CE30H, B KOHIIC €ro MPOBOMSIINE KICTKH (DI0IMBI
o0s3arenbHO JedopMuUpyIOTCS U paspymatoTes. [Ipuaun s
9TOro ABe: 1) moreps ynpyroct TpyOOK MOCiE yTpaThl BHYT-
PEHHEro JaBJEHUsI, 00ECIEeUYMBAEMOTr0 TPAHCIIOPTHPYEMbBIM
pPacTBOPOM caxapoB; 2) HEJAOCTATOYHASI KECTKOCTh CTEHOK
M3-32 OTCYTCTBHSI WJIM Majoro COAEp)KaHUS JIMTHWHA B 000-
JIOYKE CUTOBUAHBIX TPyOOK (osmer (Esau, 1969). Ecmu ¢o-
TOCHHTE3 MPEPHIBACTCS W BO30OHOBIISETCSI BHOBB, OOJIMTEPH-
pOBaHHBIE (CIUTIOIIECHHBIE) KJIETKH HE BOCCTaHABIMBAIOT (op-
my. HoBas BoiHa (hOTOCHHTATOB CTAHOBUTCS MHUIIMATOPOM
pa3BUTHSI HOBOTO TIPOBOJISIILIETO TpaKTa st ux skcropra (I'a-
Mmaneit, [Taxomosa, 2002; I'amaneit, 2004). Kaxxmas HoBas ak-
TUBAIs (DOTOCHHTE3a BBI3BIBACT 00PA30BAHNE HOBBIX ITPOBO-
JUIIIIX KaHaJoB (DIIOSMBI, CTapble HUKOIJAa HE pEreHepH-
pYIOTCST ¥ B TpPAHCIOPTHBIX IIpoleccax IIOBTOPHO HE
Y4acTBYIOT.

HckmoueHueM SIBISIIOTCSL pacTeHHsi OECCE30HHOTO KITH-
MaTa — BEYHO3EJIEHBIE JICPEBhsSI TPOIHKOB, MATBMBI, IPEBO-
BUHBIC TTAIIOPOTHUKH, T. €. T€, KOTOPHIE B CBOEM Pa3BUTHHU
HEe UMEIOT (POTOCHHTETHUCCKHX May3. [IpoBossimiie srneMeH-
TBI UX (JIOAMBI IPOJOIDKAIOT (DYHKIMOHHPOBATH B TEYECHUE
Bceil mim Ooutbieit yacTu xu3nu pactenus (Evert, 1990). Uc-
THHA OKa3ajlach MPOCTa: eCTh (POTOCHHTE3 — €CTh IKCIIOPT,
€CTh TPAHCIIOPTHAS CETh; HET (POTOCHHTE3a — HET IKCIIOPTA,
HET TPAHCIIOPTHOW CETH, €CTh arrfOTHHALUS IDIAaCTHA U 00-
JUTEpaIrs CUTOBUAHBIX TpyOok. [locie Toro xak ¢orocun-
TE3 BOCCTAHOBJICH, CUCTEMa 3KCIIOPTHBIX KaHAIOB 00pazyer-
Csl 3aHOBO BJIOJIb BCErO TPAHCIOPTHOIO MyTH (POTOCHHTATOB
OT JIoHOpa K akuentopy. [lepuoauyHOCTh CyIECTBOBAHMS
SHIOTUIA3MATHYECKONW CETH M OCEBOH (PII0OIMBI 3aJaHa CE30H-
HBIMH TTapaMeTpaMH KJIMaTa BBICOKHUX IIAPOT, TUMHTHPYIO-
MAMH (POTOCHHTETHYECKYIO U SKCIIOPTHYIO AKTUBHOCTB.
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Ce30HHAs1 IMHAMHUKA CTPYKTYP
VIVIEBOJHOT'O TPaKTa

[TpousBoiHBIE OT AWHAMHUKH (OTOCHHTE3a, 00a sBIe-
HUSI — arrjroTHHALUS XJIOPOIUIACTOB U OOJIUTEPALsl CUTO-
BUJIHBIX TPyOOK — C PaBHBIM YCIIEXOM MOT'YT HCITOJIb30BATh-
Cs1 ISl IMAaTHOCTHKY CE30HHBIX BCTIBIIIEK M MTay3 (POTOCHHTE-
3a W O3Kcropra. JTo ymoOHO, MOTOMY dYTO HE Tpedyer
TIPUTOTOBJICHUST OOJIBIIOTO YHCIIA ITPENnaparoB JUIsl HaOIro Ie-
HUSI pa3HbIX TKaHeH. [lay3pl MOTyT OBITH BBI3BaHBI PAa3HBIMH
(daxTopamu, OJIOKUPYIOUMMHU GOTOCHHTE3 JIMO0 OTTOK (hOTO-
cuHTaTOB. ECTh HAOMIOIEHNS, YTO IKCIIOPT OOJIee YyBCTBHUTE-
JIeH K JTAMUTHPYIONNM (akTopaMm ce3oHHOro kimMata (Gei-
ger, 1975). Ero oTcyTcTBHE TOAaBIsAeT (DOTOCHHTES Uepes3 h3-
OBITOK KOHEYHBIX MpOAyKTOB. COOTBETCTBEHHO YTHETCHHE
9KCIIOPTa M CTAHOBUTCS IEPBONPUYMHON KOJICOATEIBHOTO
xapakTepa (OTOCHHTCTUYCCKOH aKTHMBHOCTH U CE30HHOMN
PUTMUKH pa3BUTHUs pacTeHHi. FIMEeHHO Takas, a He oOpaTHas
MTOCTIEIOBATEIBHOCTD OIOKAIBI TIPOIIECCOB IKCIIOPTa B (POTO-
CHHTE3a 3apeTUCTPUpOBaHA Ha NMPHUMEPE MHOTHX BapHaHTOB
CC30HHOI BereTanuy pacTeHui. Bimsnue xonona Ha (QyHK-
LIMOHMPOBAHNE CHUCTEMBI OTTOKA caxapoB HaOJI0JaeTcs 3Ha-
YHUTEJILHO PaHbILE, YeM BIIMSHHUE MOHIKEHUS TeMIIEpaTyphbl
Ha QoTocuHTe3. DOTOCHHTE3 MOXKET IMPOJOIDKATHCS JaxKe
mpu 0 °C u HmKe. DKCHOPT Ke, CyAsd M0 HaKOIUIEHHIO KpaxX-
Majla B KJIETKax Me3o(miia, mpekpamaercs y MHOTHX Jpe-
BECHBIX PACTECHUI TPOIUKOB IpH 15 °C, y CE30HHBIX TYTOBBIX
TpaB M JIPYTUX MPEACTaBUTENCH aJbIUIHCKUX M apKTHYECKUX
¢dopm — mpu 5 °C (Geiger, 1975; Holzinger et al., 2007a,
2007b). PacTenns apuaHBIX MyCTBIHB TAKXKE IEMOHCTPUPYIOT
HaKOIUICHHE 3aI1acOB CaxapoB B KJIETKaX Me30()MIa HAMHO-
T'O paHBbIIle, YeM HaCTymaeT OJlokana GOoTOCHHTE3a 00e3BOKH-
BanueM (I'amaneii, 1998). Uuruduropsl cOOpKH aKTHHA WM
AT®da3pl MUO3MHOBOI'O MOTOPA, MOJABIISISI AKTOMUO3HHOBYIO
IOJIBU’KHOCTb JKCIOPTHOM CHCTEMBI, 4€pe3 OIPElEICHHbBII
nar-nepuo; mogasistor u porocuntes (Kwok, Hanson, 2003;
Natesan et al., 2005). JIumep B ciygae SKCIIEpUMEHTOB ¢ 0J10-
Kazoil ()OTOCHMHTE3a TEMHOTONH MOKHO HAOJIIOaTh MPOTHBO-
TIOJIOXKHYIO TTOCIIEJOBATEIbHOCTh PA3BUTHS COOBITHIA: CHava-
n1a 6710Ka1a POTOCHHTETHUECKON aKTHBHOCTH, 3aTE€M KOJUIAIC
skcriopTHO# cuctemsl (Kwok, Hanson, 2004a, 2004b). B ciy-
Yyae pa3BUTHS COOBITHH 10 JIOOOMY U3 IKCIEPHUMEHTAIbHBIX
CIieHapHeB (pUHAIOM OJ0Kaasl (POTOCHHTE3a U IKCIIOpTa CTa-
HOBSITCSI arTJIIOTHHALNS XJIOPOIUIACTOB B KJIETKAaX Me30(hmIa
n o0nuTepanus CHTOBHAHBIX TPYOOK B CETH 3KcropTa (oTo-
cUHTaTOB. PereHepanus npomneccoB OTOCHHTE3A U FKCIOPTA
B KJETKaXx Me30(uiuia HaYMHAETCSl MPAKTUYECKH OHOBpE-
MeHHo. [TonHoe pa3BepThiBaHNE HOBOM SKCIIOPTHOM CUCTEMBI
(hOTOCHHTATOB B LIEJIOM pacTeHUH TpeOyeT Oojee ATUTEIHHO-
ro Bpemenn ([amameit, 1998; I'amamneii, [TlaxomoBa, 2002).
B ycnoBusx HeycTolunBOro kauMara bopeabsHol 30HBI OHO
MOXET IIPOA0JIKATHCS HE JHHU, a HEAENH, NPEphIBasCh MpH
TIOHKEHUSIX TEMIEepaTypbl U COKpalasi oOIIyI0 MPOJI0IKH-
TEIBHOCTh BETETALIMOHHOTO CE30HA.

ABTOp ¢ OIaroAapHOCTBIO MOCBSAIIACT CTATHIO KOJLIe-
ram, pabOTaBIIMM BMECTE C HUM HaJl 3TO# Hay4HO# mpooiie-
Mmoit: A.JI. KypcanoBy, A.T. MoxkponocoBy, E. A. Mupo-
cnaBoBy, K. Esau, W. Eschrich, H. Ziegler, B. Gunning.

HWccnenoBanus ObUTH BEITIOIHEHB! IPH (PMHAHCOBOI MOA-
nepxke Poccuiickoro donna pyHIaMEHTaNbHBIX HCCIIEI0BA-
Huid (mpoektsl 07-04-00834, 10-04-01165 u 13-04-00580).
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AGGLUTINATION OF MESOPHYLL PLASTIDS AND OBLITERATION OF PHLOEM SIEVE TUBES
ARE THE TOTAL RESULT OF SEASONAL PAUSES IN PHOTOSYNTHATE EXPORT

Yu. V. Gamalei

V. L. Komarov Botanical Institute RAS, St. Petersburg, 197022;
e-mail: ygamalei@mail.ru

Chloroplast agglutination and sieve tube obliteration are related to the different plant tissues: the agglutina-
tion — to the leaf mesophyll, and the obliteration — to the axis phloem. Being equally produced by photosynt-
hate export dynamics, both phenomena are synchronous and can be used for diagnostics of seasonal flashes and
pauses of photosynthetic activity with equal success. The nature of the mobility of chloroplast and their shuttle
displacements from the nuclear envelope to the cell periphery connected with export dynamics have been estab-
lished. It is assumed that nuclear envelope is the base structure of the endoplasmic reticulum (ER) inside which
the chloroplasts are localized. Activation of photosynthesis and sugar accumulation inside the ER induces its
expansion followed by centrifugal diffusion of chloroplasts. Come back effect — ER collapse, its return to the
source — can be induced by the blockade of photosynthesis. Centripetal collapse is accompanied by plastid
concentration around the nuclear envelope. Displacements of ER and the chloroplasts dislocating inside it are
reversible. It depends on seasonal fluctuations of photosynthesis and export intensities. Changes in the volume
of sieve tubes, which are due to the same reason, are irreversible. Each seasonal wave of photosynthesis and su-
gar export forms new series of sieve tubes, replacing obliterated ones.

Key words: plastids, endoplasmic reticulum (ER), cytoskeleton, mobility, photosynthesis, photosynthate
export, sieve tubes, agglutination, obliteration.



