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Cdepuueckas 3ejeHasi BOJOPOCTb BOJIbBOKC COCTOMT M3 HECKOJIBKUX COTEH WM ThICSY COMATUYECKMX
KJIETOK, KOTOPBIE TTPETepIieBalOT TEPMUHAIBHYIO MU GhEPEeHIIUPOBKY, CTApeHUE U CMEePTh, U HEOOJIBIIIOTO
Yyucia roHUAWN (0eCIoIbIX peNpOAYKTUBHBIX KJIETOK), KOTOPbIE TAI0T HAYaJI0 OCOOSIM CJIEYIOIIEero MOKO-
JieHVsi. B mepBoit yacT HaCTOSIIIEH CTaThM KPAaTKO paCCMOTPEHBI OHTOTeHETUYECKOe pa3HOOOpa3ue poja
Volvox, a Takke MexaHU3Mbl TM(DdHEpEeHIIMPOBKM HaA IBa YITOMSHYTHIX BbIIIIE TUIIA KJIETOK, KOTOPbIE ObLIN
00CTOSITETLHO MCCIIENOBaHbBI B MOocIeqHue ronbl y Volvox carteri. 3ateM MpoBelieH MOAPOOHBIN KpUTUYE-
CKMIi aHAJIU3 JIUTEPATYPHBIX U HEKOTOPBIX COOCTBEHHBIX JAHHBIX MO CTAPEHUIO 1 TUOEJIN KJIETOK (B OCHOB-
HOM Y V. carteri i B MeHbIIIeH cTerieHn Y V. aureus) 1 OTMEYEHO, UTO STOT aCTIEKT OMOJIOTUY PA3BUTHS BOJTb-
BOKCa M3y4YeH HEAOCTAaTOYHO. YKa3aHbl HEKOTOPbIE MEPCHEKTUBBI NaJIbHEHIIIeTO UCCIeTOBaHUs MPOlieC-
COB I'MOeJIM KJIETOK U CTapeHUs y TipeacTaBuTeei pona Volvox B CpaBHUTEIILHOM acIieKTe.
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BBEAEHHE

I1poueccol cTapeHUs ¥ THOENIN KJIETOK N3Y4aroTCs
B IIOCJICAHME TOABI Ha pa3HOOOpa3HEIX OOBEKTaX U
MOMEIBHBIX CUCTEMAaX: MHOTOKJIETOYHBIX KMBOTHBIX
(Goldsmith, 2015; Brusentsev et al., 2017; Davaapil et al.,
2017; Skulachev, Skulachev, 2017; Zhu et al., 2019
" Op.), BeICIIMX pacTeHUsAX (van Doorn, Woltering,
2004; Rogers, 2015; Locato, De Gara, 2018; Woo
et al., 2019; Doronina et al., 2020 u ap.), ogHOKJIe-
TOYHBIX OpTaHM3Max, BKJIro4as mpotuctoB (Gordee-
va et al., 2004; Franklin et al., 2006; Deponte, 2008;
Kasuba et al., 2015; Bidle, 2016; Durand et al., 2016).
Cpeny MOIeTbHBIX OPTaHU3MOB (CHUCTEM) IIJIsI aHAI3a
3TOI MPOOJIEMBI JOCTATOYHO BAXKHOE MECTO MOTJIN OBl
3aHMMAaTh OOHU M3 CaMbIX IIPUMUTUBHBIX MHOTOKJIC-
TOYHBIX (KOJJOHUAJIBHBIX) OPraHU3MOB — BOJIBBOKCO-
BbI€ BOJIOPOCJIM, Ha YTO B JIMTEpaType TPaTUIIMOHHO
obpamanum BHMMaHME (cM., HampuMmep: Weismann,
1893, 1904; Golstein et al., 2003; Bhatia-Dey et al.,
2016). Tem He MeHee, MEPBbIE 3KCIIEPUMEHTAIBHBIE
uccienoBaHusl crapeHus: Bogopocau Volvox (Chloro-
phyta, Volvocales, Volvocaceae) ObUIH OTyOJIMKOBaHbBI
okojio 40 nmer tomy Hazan (Hagen, Kochert, 1980;
Pommerville, Kochert, 1981, 1982), mocnenytoniue pa-
OOTBI I10 YIIOMSIHYTOM TeMe MOSIBJISIJINCH JUID 311 -

30/IMYECKU U HE OBUIO CIIeMaATbHBIX 0000MIAIONINX
MyOoJIMKauii 0 TMOEJIN KJIIETOK U CTApEHUU Y 3TOTO
TUIIUYHOTO MPEICTaBUTES (PUTOIJIAHKTOHA CTOSI-
yuX TIPEeCHBIX BoJ. B HacTosieil crtaThbe BHaudale
KPaTKO M3JI0XEHBI HEKOTOPbIE COBPEMEHHbIC JTaH-
Hble T10 OMoJioTuu pa3BuTusl Volvox (BaxkHbIe IJIsI
IMMOHMMAaHUSI OCHOBHOIT TEMBI 0030pa), a 3aTeM Mpe-
CTaBJICHO OOCYXIeHUEe NJaHHBIX IMTEPaTyphl U HEKO-
TOPBIX COOCTBEHHBIX JAaHHBIX MO THMOEIN KJIETOK U
CTapeHUIO Y BOJbBOKCA, YTO PaCILIMPUT MpeacTaBie-
HHUS 00 OCOOEHHOCTSIX 3THUX IIPOLECCOB y HUBIIMX
pacTeHU.

T'oBops 0 cTapeHNM U KJIIETOYHOM THOEIN Y BOJIb-
BOKCAa, KaK MPaBUJIO, UMEIOT B BUAY BO3PACTHBIC U3-
MEHEHHUSI COMAaTUYECKMX KJIETOK B XOJE pPa3BUTHUS
MozeabHOTro Buna V. carteri. B 3T0Ii cTaThe BIIEPBEIC B
JuTeparype 1o crapeHuio Volvox mpennmpuHsITa II0-
MbITKA NMPUMEHUTh CPABHUTENbHBIN TTOAXOM W TIPU-
BJICYb JAHHBIC T10 “HeMouenabHOMY’ BuUny V. aureus.
HakoHel, xoTelloch TakxXKe MpUBIeYb BHUMaHHUE K
0COOEHHOCTSIM r0ei TOHUAN (ITOTeHIIMAIbHO Oec-
CMEPTHBIX OeCIONbIX PEMPOAYKTUBHBIX KJIETOK) MpPU
OrPaHUYEHUU PECYPCOB B CTAPEIOIIUX KYIbTypax Y
pa3HBIX BUIOB BOJILBOKCA.
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Puc. 1. Mononple 6ecrioibie Kojjonuu (chepounsl) Vol-
vox carteri f. weismannia He3am0JITO 10 OCBOOOXICHUS U3
POIUTENTBCKOTO chepounia, COMATUIECKUE KIIETKH KOTO-
POTro CKOPO BCTYIISIT B (ha3y cTapeHUsI.

OCHOBHBIE JAHHBIE O PASBUTHUUA
N JUDODPEPEHLIMPOBKE KJIETOK ¥V VOLVOX

Pon Volvox Bkmouaet 6osiee 20 Bumos (Herron,
Nedelcu, 2015; Nozaki et al., 2015, 2019, 2020) u a1
3eJIeHbIe KTYTUKOBBIE BOMOPOCIU MPEHOCTABISIOT
BO3MOXHOCTb aHAIM3UPOBATh UHAWBUIYaTIbHOE pa3-
BUTHE B CUCTEME, COCTOSIIIEH JINIIb U3 IBYX KJIETOU-
HBIX TUTIOB — HECKOJIBKUX COTE€H WJIU THICSIY MaJIcHb-
KMX COMAaTHUYECKUX KJIEeTOK M HEeOOJBIIOro 4Mcia
(006BIYHO 8—16) KPYITHBIX PEIPOTYKTUBHBIX KIETOK.
HecMoTpst Ha OTHOCUTENTBLHYIO TTPOCTOTY OpraHU3a-
LUU BojJbBOKca (puc. 1), uccieaoBaTesid CTAJIKUBa-
JOTCSI 3MIECH C LIEJIBIM PSIIOM MHTEPECHBIX IBJIEHUNA U
npoieccoB: (GOPMUPOBAHUEM KIIETOYHBIX JIMHUIA,
poCTOM U NpOOJeHUEM PENPOAYKTUBHBIX KIETOK,
MePEeCTPOKaMU OHTOTEHE3a B 3BOIIOLUN POICTBEH-
HBIX BUIOB, MOpGOreHe30M, TTOJIOBEIMU (DEPOMOHA-
MU U T.1. TakuM 06pa3om, BOJIbBOKC CTaJl BeChbMa I10-
MMYJISIPHBIM MOJAEIbHBIM OOBEKTOM OMOJIOTUU pa3BU-
TUSI — YIOMSIHYTBIM BBIIIIE AacIleKTaM OHTOTeHe3a
9TOI BOJOPOCJU MOCBSIIEH psif 0O030PHBIX CTaTeid
nociaeanux jetr (Herron, 2016; Matt, Umen, 2016;
Desnitskiy, 2018, 2019; Desnitskiy et al., 2018; Umen,
2020 u gp.).

Hwkn 6ecrionoro passutust Volvox, KOTOPHIN MU3Y-
YalT B YCJIOBUSIX KJIIOHAJIbHBIX aKCEHUYHBIX (comaep-
JKaIMX MUKPOOPTaHNU3MBI TOJTEKO OTHOTO BUIA) KYJTb-
TYp, BKJIOYAET POCT TOHUAMWI, TIEPUOI X APOOJICHMS
(cepust 9—15 CUHXPOHHBIX JEJIEHUI Y pa3IMYHbIX BU-
JIOB), MHBEPCUIO (BHIBOpAaYMBaHWE HAaM3HAHKY) MOJIO-

JECHULIKHUA

IBIX c(heponnIoB, UX POCT BHYTPU POIUTEITHCKOMN 0CO-
Ou, ocBOOOXKIEHHE U3 POAUTEILCKOro cdepouna,
ITOCJIe YETO MPOUCXOISAT POCT U APOOIeHUE TOHUIWI
cnenytomieit reHepanuu. C Apyroit CTOpOHBI, OCTal0-
muiics cpepuueckuii “xkapkac” (hulk), cocTosimii
TOJIBKO M3 POIUTEIBLCKON COMBI, CTApEET U yMUPAET.
TpamuiMoHHO pa3IMJain IBa OCHOBHBIX THIIA Oec-
MOJIOr0 pa3BUTUSI U padMHoOxXeHUs y Volvox (Starr,
1970; Kochert, 1975; Desnitski, 1992, 1995; Desnits-
kiy, 2016). MOXXHO TOBOPHUTb TAKXKE O HATUYNU JBYX
PENPOMYKTUBHBIX CTpaTeruii. ¥ HEeCKOJBKHMX BUIOB
(V. africanus, V. carteri f. kawasakiensis, V. carteri f.
nagariensis, V. carteri f. weismannia, V. gigas, V. sper-
matosphaera), TOHUAWU B pPe3yJbTare IPOIOTIKU-
TeJILHOrO Tlepuoja CBETO-3aBUCMMOTrO POCTa A0 Ha-
yaja ApoOJIeHUs] MOCTUTAIOT KPYITHBIX pa3sMepoB W
MIPEBBIIIAIOT COMATUYECKHE KJICTKU IT0 JUAMETPY IO
KpaitHeil Mepe B 6—8 pa3; Bo BpeMsl OBICTPBIX ITOCIe-
OBaTeJIbHBIX AeIeHNI (BeCh TIeproI IpoOJIeHUS 3a-
HuMaet He 6osiee 10—12 yacoB), KOTOpbIE MOTYT MPO-
HCXOOUTh B TEMHOTE, HET KJIETOYHOTO pocTa. Hamnpo-
TUB, y IPYTUX BUNOB (Hanipumep, V. aureus, V. ferrisii,
V. globator, V. rousseletii), 3pefible TOHUANY OTHOCUTEIb-
HO HEOOJIBIIIOTO pa3Mepa U MPEBBILIAI0T COMaTUYECKUE
KJIETKM 1O AUaMeTpy He Oojiee, yeM B 3—4 pasa, Mmo-
CKOJIBKY TTIEpUOJI pOCTa TOHUAW KOPOTKUMA U KIIETKHI
3apobIlla PacTyT B JUIMTEbHBIX MHTEPBAIaX MEXKIY
IeIeHUSIMHA IpoOJieHus, TpebOylomiero ceera. Cie-
IOBaTeJbHO, B JAHHOM cJiydae Iepuoi IpoOIeHUS
PaCTSIHYT MO KpalHEel Mepe Ha IBO€ WJIU TPOE CY-
TOK. [eseHnss HauMHAIOTCS YTPOM TIEPBOTO IHS,
BpPEMEHHO OJIOKMPYIOTCS HOUBIO, BO30OHOBIISIIOTCS
YTPOM CJIEIYIONIETO JTHSI, CHOBa OCTaHaBIWBAIOTCS
Houblo 1 T.1. (Desnitskiy, 2017). ®unoreHeTUYECKUiA
anamm3 (Herron et al., 2010) rmoka3pIBaeT, 4TO TaKOM
TUIT GECTOJIOTO Pa3BUTHS BOJbBOKCA (C MEIJIEHHBIM
CBETO3aBUCUMBIM APOOJIIEHUEM) SIBJISIETCS IBOJIIOLIM-
OHHO TTPOIBUHYTHIM.

LIVIKJTBI TTIOJIOBOTO OHTOTEHE3a BOJILBOKCA BKITIOYA-
10T pa3BuTHe U AnhhEpeHIIMPOBKY CPEPOUTOB C MyXK-
CKUMM WJIU XKEHCKUMM PEeNPOAYKTUBHBIMU KJIETKAMU
(BMecTO OecroIbix roHuanii). EnuHCcTBEeHHOM TUILIO-
WIHOM CTagyeil B XU3HEHHOM LKJie Volvox siBiasieTcst
3UroTa (3Urocriopa), Kotopasi ipopactaeT nocJjie repm-
ona rmoxos (Starr, 1975). Y 6osbIIMHCTBA MTPEICTaBUTE -
neit poga Volvox BBISIBIIEHBI BUIO-CIIELIU(UYHBIE 1O~
JioBbie hepomonkl (Starr, 1970; Kirk, 1998; Hallmann,
2011; Coleman, 2012). B yactHoctn, y V. carteri f. naga-
riensis TIOJ, BAVSIHUEM TaKOro (hepoMOHa, IIPOM3BOI-
MOTO CITOHTAaHHO 00pPa30BaBIIIEICS MY>KCKOI 0COObIO
WA COMATUYECKUMU KIJIETKaMM OecIIoioil ocoOwu,
HaXOIsIIeics B CTPECCOBBIX YCIOBUSIX (HampuMmep,
TeTJI0BOI IIOK WM MeXaHM4YecKasi TpaBMa), TOHU-
N1 OecroJioif 0coOM MoaABEePraroTCcs MOAU(MUIINPO-
BaHHOMY TMATTEPHY APOOIIEHUS U (POPMUPYIOT B ClIe-
JIyIOIIIEM TOKOJIEHUH MOJIOBbIe 0co0u (C sileKIeT-
KaMU B XXEHCKOM KJIOHE WJIM C aHIPOTOHUIUSIMU B
MY>KCKOM KJIOHE).

OHTOTI'EHE3 Ne 4

TOM 52 2021
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BosBpalasick K KpaTKOMY OITUCAHUIO GECIIOIOTO
IUKJIa pa3BUTHUS MepeiaeM K mpoodiaeme nuddepeH-
LUPOBKMA Ha TUITbI PEIPOAYKTUBHBLIX M COMAaTHYe-
ckux kieTok. [Ipexe Bcero 3aMeTM, 4TO HaJIM4YE B
chepounse BOJBBOKCA COMAaTUYECKUX KJIETOK — 3TO
HECOMHEHHBII MPU3HaK MHOTOKJIETOYHOI'O OpraHmu3-
Mma. [1pu 5TOM OTJIUYUTETBHON OCOGEHHOCTHIO U 10~
CTOMHCTBOM JAaHHOTO 0ObeKTa (IT0 CpaBHEHUIO, Ha-
MIpUMep, C MHOTOKJIETOYHBIMU KMBOTHBIMU WIJIN
BBICIIMMU PACTEHUSIMU) SIBIISIETCS TO, YTO cOMa Y
BOJIbBOKCA TpeACTaBIeHA BCETO JIMIIbL OOAHUM TH-
nmoM kJjeTtok. CornacHo (puioreHeTMYeCKOMY aHa-
m3y (Herron, Michod, 2008) coma Bo3HMKaIa TpU
pasza B XOI¢ BBOJIOLIMM BOomopocieii ropsiaka Volvo-
cales, mpuyeM ABaXKbl B ITpeesiax MoJuduieTu4eckKo-
ro pona Volvox. OCHOBHBIMM (DYHKIIMSIMU OBYKTYTH-
KOBBIX COMAaTUYECKUX KJICTOK BOJIbBOKCA SIBJISIIOTCS
obecrieyeHre TIOABVMIKHOCTM OpraHu3Ma (BKJTIOUast
¢doToTakcuC), a TaKKe CHHTE3 TITMKOIMPOTEUHOBOIO
MEXKJIETOUHOTO MaTPUKCa, OObSANHSIIOIIETO B COCTa~
Be cepouga kijeTku oboux tunosB (Matt, Umen,
2018). IMpeamnomnaranu (Koufopanou, Bell, 1993; Kou-
fopanou, 1994; Hoops et al., 2006) BO3BMOXKHOCTb ITepe-
Jla4¥ OT MOJIOABIX COMAaTUUECKMX KJIETOK ITUTaTEIbHbIX
BEIIECTB (CMHTE3MPOBAHHBLIX MMM JIMOO maxe “ITom-
XBaYE€HHBIX” M3 OKpYXKaIOIIell cpeabl) K TOHUAUSIM U
JIpOOSIIIMMCST 3apOoAbIllIaM, XOTSI 10 CHUX TIOp 3TO
OKOHYATEJIbHO HE JOKa3aHO.

3apoapiiu V. africanus, V. carteri f. kawasakiensis,
V. carteri f. nagariensis, V. carteri f. weismannia, V. ob-
versus, 1 V. reticuliferus XxapakTepu3yloTcsi aCUMMET-
PUYHBIMU (HEpaBHBIMU) AeeHUSIMU U AuddepeH-
myanyeil JMHUMA Npe3yMIITUBHBIX PEIIPOTYKTUBHBIX
M COMATUYECKHMX KJIETOK Ha OTHOCUTEJIHHO PaHHUX
sTanax pasBUTHsI, Ha 16-KJIETOYHOM, 32-KIETOYHOI
JIMOO HAa HECKOJIBKO 00Jiee TTO3MHMX CTaausIX ApodIie-
Hus (Starr, 1969; Karn et al., 1974; Nozaki, 1988; Her-
ron et al., 2010; Desnitskiy, 2016). ¥V 3aponepliieit apy-
TMX BUAOB BOJIBBOKCA aCUMMETPUYHBIX IIeJICHUI HET 1
TOHUJIMU CTAHOBSATCS MOP(MOIOrnIYeCcKr OTIUIUMBbI-
MM OT COMaTU4YECKMX KJIETOK TOJILKO ITOCJIE 3aBepllie-
HUS IpOOJIEHUS WIN AaXKe MOCJIe MTHBEPCUM MOJIOIO-
ro cpepounna.

Teneps nepeiimeM K KpaTKOMY M3JI0KECHUIO TaH-
HBIX MO KJIETOUYHBIM U MOJEKYISIPHO-TeHETUYECKUM
MexaHu3MaM IU@@epeHIMPOBKY Ha COMY U TOHU-
mun 'y V. carteri f. nagariensis, eTMHCTBEHHOMY TIpe/l-
CTaBUTEIIO poja, MOAPOOHO N3YyYEHHOMY B 3TOM OT-
HomeHuu (Tam, Kirk, 1991; Kirk, 1998, 2001, 2005;
Pappas, Miller, 2009; Matt, Umen, 2016 u ap.). Ko-
ra 3apoabIlll 3Toro Buaa u ¢opMsel Volvox nocturaer
32-KJIETOYHOI cTaguu ApobiaeHMs (ITOCIE TISITU CUM-
METPUYHBIX OeJieHUiT), 16 mepeqHUX KIIETOK OeISITCS
aCUMMETHUYHO Ha O0JIbIIIME U MaJIEHbKIE KJIETKH, CO-
OTBETCTBEHHO JIMHUU IIPE3YMIITUBHBIX TOHUOIUAIb-
HBIX 1 COMAaTMYECKMUX KIJIETOK CICAYIOILICH IeHepa-
mun. Harporus, 16 Kj1eTOK B 3a1Hel yacTy 3apobIiia
MIPETEPIICBAIOT TOJILKO CMMMETUYHBIC NEJICHUS U Ta-
KM 00pa3oM BHOCST BKJIAJ TOJIBKO B (DOPMUPOBAHUE
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JIMHUY MaJIEeHbKUX COMaTUYECKUX KJIETOK. ACUMMeET-
pUYHbIE IeJIEHUS B IEPEIHMX KJIETKAX 3apo/ibliiia Ipo-
WCXOMST IOJ KOHTpOoJIeM reHOB glsA u Hsp 70A, KoTopble
KOIMPYIOT OEJIKU 1arepoHbl (COOTBETCTBEHHO gISA 1
Hsp70A) B3aumoneiicTByIoIe ¢ MUTOTUIECKIM Bepe-
TEHOM 1 CMEIIAIOIINE IUIOCKOCTh KJIETOUHOTI'O JEJIEHMS
(Kirk et al., 1999; Cheng et al., 2005; Pappas, Miller,
2009). MHTEepecHO, YTO MMEETCSI HECKOJIbKO paboT,
MoKa3aBIlIMX BOBJIEUeHUE reHa glsA Takxke B My>KCKOM
raMmeToreHes (Mori et al., 2003; Igawa et al., 2009) y
sunuenBeTHBIX (Liliales) mn6o B npyrue MmopdoreHe-
TUYECKHUE TTPOLIECCHI Y BhICIIUX pacTeHui (Guzman-
Lopezet al., 2016).

B xone pasButust 3aponswiiua V. carteri f. nagariensis
MocJjie aCUMMETPUYHOIO NEeJICHUST NPOOJEHUS IIPO-
IYKTHI TeHa /ag TOJABISIIOT aKTUBHOCTh COMAaTUyYe-
CKUX TeHOB B OOJIBIINX KJIETKAX, TOIIa KaK B MaJIeHb-
KMX KJIETKaX MPOIYKTHI T'eHa regA MoaaBsioT aKTUB-
HocThb roHuamanbHbiX TeHoB (Kirk, 2001; Matt,
Umen, 2016). CiegoBaTenbHO, GONbIINE U MaIeHb-
KHMe KJIETKHM 3apoibiiia IuddepeHINPYIOTCSI COOT-
BETCTBEHHO B OOJIBIIME PEIPOAYKTUBHBIE KIIETKU
(Gecrionble TOHUAUM) W MaJIeHbKHE COMAaTHUYECKHE
kieTku. [Ipenpinyiiye 3KCIriepruMeHTaIbHbIE HCCIIE-
nosanus (Pall, 1975; Kirk et al., 1993) nmokazaiu, 4To
BCE KJICTKM 3apOJIbIIlIa, JOCTUTAIONINE B KOHIIE CEpUU
JIeJeHnit 8 MKM B IMaMeTpe MJIM OoJjiee, CTAaHOBSITCS
TOHUIUSIMHU (HE3aBUCUMO OT MX IOJIOXEHUS B cde-
poue), a Bce KJIIETKA MeHee 8 MKM B [uaMeTpe Jud-
depeHIIMPYIOTCS KaK cCOMaTUYeCKre. 3aMeTHUM, UTO B
X0Jle HOpMaJIbHOTO pa3BuTus y V. carteri f. nagariensis
dopMupylonIMecss TOHUANY B KOHIIE CEpUM IeACHUIA
MMEIOT pa3Mep 0KoJio 13 MKM B fuamMeTpe, a MOJIOJbIC
coMaTHU4YeCKHUEe KJIeTKU — 0K0JIO 2 MKM. Takum obpa-
30M, BaXXHBIM (paKTOPOM, OIIPEACIISIONIM HaIlpaBJic-
are muddepeHITNPOBKN KIETOK MOJIOO0ro ceponna
3TOTO BUJIA BOJIBBOKCA, SIBJsIETCS UX pa3Mep. OnHaKo
MpUYWHA TIPSIMOM CBSI3U MEXIY pa3MepoM 3MOpHO-
HaJIbHOM KJIETKU 1 OIIPeAcICHIUEM €€ CyIbObl OCTaeTCs
3aragodHoii. MopmaiibHas cxeMma mpouecca nudde-
peHLMalMM Ha TOHUIUU WM COMaTUYECKUE KIIETKHU VY
V. carteri . nagariensis ipencrasjieHa Ha puc. 2.

M3 Bcex ynmoMmsiHyThIX BbIllie reHOB V. carteri f.
nagariensis HauOoJjiee MOAPOOHO U3Y4YeH TeH regA,
KOHTPOJIMPYIOIIMI coMaTuyeckylo auddepeHim-
POBKY, TIPETIITCTBYIOIIUI OMOTreHe3y XJI0pOIJIacTOB
1 KOAVPYIOIINKN JIOKAJIU3YIOIIUIACS B sIpe penpec-
cop tpanckumuu (Tam et al., 1991; Choi et al., 1996;
Kirk et al., 1999; Stark et al., 2001; Duncan et al.,
2007; Grochau-Wright et al., 2017 u np.). B cBete
9TUX JAHHBIX CTAHOBUTCS TOHSITHO, TOYeMy COJep-
xanwue xyoporutactHoit JIHK B ronumuu mepen Ha-
yajioM Trepuroja Ipo0JaeHUs TIPEeBHILIACT COACPKaHUE
xnoporuiactHoit JIHK B comaTnyeckoii KieTke npu-
mepHo B 120 pa3 (Kochert, 1975). MHTepecHo oTme-
TUTb, UYTO B MYTAHTHBIX JIMHUSIX regA~ cHauasa dop-
MUPYIOTCS MOP(DOJIOTUYECKU HOPMATbHbBIE MOJIObIE
OecnoJibie cheporIbl C 0OOMMHU KJISTOYHBIMU THUIIA-
mu. OgHAKO 3aTeM cOMaTUYeCKUe KIJIEeTKU YBeIU4r-
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Puc. 2. CxematnaHoe n3obpaxeHue npoiecca nudhepeHINPOBKA Ha COMAaTUYECKUE U PETIPOAYKTUBHBIEC KJIETKHU B X0/e Oec-
TOJIOTO IMKJIa pa3BUTHS y Volvox carteri. T1okazaHo, Ha KaKMX 3Talax OHTOTeHe3a aKTUBHBI TeHHBI glsA, hsp 70A, regA v lag (T10:

Kirk, 2001, 2005; Matt, Umen, 2016, ¢ yrpolLlIeHUSIMU).

BaIOTCS B pazMepax, TpaHCcAUGhEPEHIIUPYIOTCS B TO-
HUIUH U TIPETEPIIeBAIOT CEPUIO AeICHUI TpOOIICHYS.
Ora rpymia myranuii y V. carteri f. nagariensis 6pi1a
BIIEpBBIE onurcaHa okoJio 50 JeT Ha3ad 1 ObLIa Toraa
Ha3BaHa “somatic regenerator” (Starr, 1970).

NutepecHo, yto B. XaHiueH u coaBTophl (Han-
schen et al., 2014) HegaBHO MACHTU(GULIPOBAIN TeH
regA TaKKe 1 Y HECKOJIbKMX APYTUX MpeAcTaBUTEIIC
noauduieTnyeckoro poaa Volvox, B ToM uucie y
V. ferrisii, Buga ¢ MaJeHbKMM pa3MepPOM 3peJIbIX I'o-
Huauii 1 0e3 acuMMeTpuaHoro neneHus. [locuen-
HU ob1mii npenok V. carterif. nagariensis u V. ferri-
sii He mMe1 comatudeckux KireTok (Herron, Michod,
2008) 1, TakuM 06pa3oM, B ABYX DBOJIOIUOHHBIX JIV-
HUSIX COMa BO3HUMKJIa He3aBUCUMO. ['eH regA, KpuTu-
YeCKH BaXXHBIN TSI cCOMaTUIeCKOU nuddepeHIpoB-
ku 'y V. carteri f. nagariensis, nMeeT roMoJjIora y OqHO-
KJIETOYHOI polICTBeHHOI Bogopociau Chlamydomonas
reinhardtii n3 nopsinka Volvocales. ¥ C. reinhardtii
STOT TOMOJIOTUYIHBIN I'eH 3KCIIPECCUPYETCS B CTpeC-
COBBIX YCJIOBHSIX, KOT/Ia KJI€TOYHBINA POCT U pa3MHO-
xkeHue noaasieHsl (Nedelcu, Michod, 2006; Nedelcu,
2009a; Konig, Nedelcu, 2020). C npyroii CTOpOHbBI, TeH
lag, Baxubli Mg audhepeHIIMPOBKU TOHUIUN Yy
V. carteri f. nagariensis, ellle He ObLT TIPeAMETOM TIA-
TEJIbHOTO U3y4yeHUs (B OTJINYME OT TeHOB regA, glsA n
Hsp70A4) v cpaBHUTEIbHO HEIAaBHO OBLIO OTMEUEHO
(Matt, Umen, 2016), 4T0O KOHKPETHBIII MeXaHU3M
JIEMCTBUS 3TOro reHa B auddepeHIIMPOBKE Ha ABa
KJIETOYHBIX TUIIA TI0Ka HESICEH.

CTAPEHHME M I'MBEJIb KJIIETOK
Y BOJIBBOKCA

ComaTuuecKue KJIESTKH BOJIbBOKCA SIBIISIIOTCS TEP-
MUHAJIbLHO TU(ddepeHIMPOBAHHBIMHA TTOCT-MUTOTH -
YeCKHMMH KJIETKaAMHU, ITpeTepreBaolINMU CTapeHUE U
cmepTh (Starr, 1970; Kochert, 1975; Kirk, 1998; Matt,
Umen, 2016 u a1p.). OHU He CITOCOOHBI AETUTHCS 10~
cJie 3aBeplUeHUST TTPOLIECCOB IPOOIEHNST I UHBEPCUU
3aponpliina. MMerollieecst B IUTepaType OMUCaHUE JIe-
JIEHUsI coMaTu4YecKoii kineTku y V. aureus (Soyer, 1973,
Plate 3, Fig. 2) He 3acy>kuBaeT 1OBepHs U MpeacTaB-
JIIeTCST 4PE3BBIYAMHO COMHUTENBbHBIM. Bripouem,

HEJIb3S1 MOJTHOCTBHIO MCKIIOYUTh BO3MOXHOCTh TEp-
MUHOJIOTMYECKO! MyTaHUIIbl B YIIOMSIHYTOM CTaThe,
aBTOP KOTOPOW He yKa3alia Ha KaKMX 3Tarax >KM3HeH-
HOTO IIMKJIa BOJIbBOKCA Opajia MaTepua IJjs uccie-
noBaHMs. KneTku apo0siierocs 3apobiiia (eie He
I depeHIMPOBAaHHOIO Ha ABa KJIECTOYHBIX TUIIA) B
9TOM IMyOIUKAIMU MOTJIU Obl OBITh OLIMOOYHO Ha3Ba-
HbI COMaTUYECKUMU.

IlepBasi cepusi 3KcnepuMEHTAIbHBIX PadOT Mo
CTapeHUIO0 COMaTUYECKUX KJIETOK y BOJIbBOKCA Oblia
BBbIMIOJIHEHA Ha YaCTUYHO CHUHXPOHU3UPOBAHHBIX
KyabTypax V. carteri f. nagariensis (Hagen, Kochert,
1980) u V. carteri f. weismannia (Pommerville, Kochert,
1981, 1982) mpu temrrepaTtype 28—30°C, cBETO-TEMHO-
BbIX pexkruMax 39 4 : 9 u wim 29 4 : 19 4 1 nepeceBax Ha
CBEXYIO MUTATEJIbHYIO Cpedy KaxIble ABa THS (3a 3TU
48 9 3aBeplIaiCsSI ONWH LIMKJI 0ECIIOJI0r0 pa3BUTHS).
V aTux ¢opM BOJBBOKCA COMAaTHYECKUE KJIETKU OT
MOMEHTa CBOEro (hOpMUPOBAHUS A0 ITAIOB TEPMU-
HaJbHOU AM(MOEPEHIMPOBKU 1 CTapeHUsT B 0OJIb-
IIMHCTBE CJIy4aeB YBEJIMYMBAIOTCSI B OMAMETPE OT
MIpUMepHO 2 10 5—6 MKM. B ylmoMsIHyTBIX ccltemoBa-
Husx gadoparopuu I'. Koxepra 6bUIM moKa3aHbl Cy-
IIECTBEHHBIE Pa3IM4YUs B MATTEpHAX MEUSHUSI TTOJIU -
MeNnTUAoB (IO BKJIIOYEHUIO S) MEXIy MOJIONBIMU
COMaTMYECKUMU KJIETKaMU U TOHUIUSIMU, a TaKxkKe
MEXIY MOJIOABIMU U CTapelolIMM1 COMAaTUYECKUMU
KJIeTKaMU. DTU JJaHHbIE TOBOPUJIN O MEPCIEKTUBHO-
CTU UCTIONIb30BaHUs V. carteri Kak MOJCIBHOTO OOBEKTa
IS U3Y4eHUs Ipoliecca CTapeHUsI COMbI. YMECTHO OT-
METUTB, UTO paHee B TOM XKe JJabopaTopuu OBIT pa3pa-
0oTaH MeToJ pa3iefieHus] Ha IBa KJIETOYHBIX TUIIA B
KYJIbTYpax BOJIbBOKCA JIJIs TIOC/IEAYIOIIeTo OMOXuMuye-
ckoro aHanu3a (Yates et al., 1975).

Comarnueckue KJIEeTKHM MOJIONBIX pacTylux cde-
pounoB (TI0cjie UX OCBOOOXKIEHUS M3 POAUTEIHLCKOMN
0C0o01) XapaKTepU3YIOTCSI UHTEHCUBHOI pabOTOM KTy~
TUKOB U aKTUBHO CUHTE3UPYIOT BHEKJIETOUHBIN TJIM-
KOTPOTEMHOBBIN MaTpukc. Ha 3ToM aTamne pa3Butus
OEJIKOBBIN CUHTE3 B OTHOCUTEIBLHO MOJIONIBIX COMAaTH -
YECKHMX KJIeTKax MpoTeKaeT MpUMEpHO B MSATh pa3 MH-
TEHCHUBHEE, YEM B CTAPEIOIIEM KapKace POAUTETbCKOM
COMBI, BHYTPU KOTOPOTO YK€ HET ocobeii MOJIoa0ro
MOKOJIEHUSI U KOTOPbIIA Majio MOABUXKEH BCJIeICTBUE
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Pe3KOoro ociaabIeHUsI THTEHCUBHOCTU PaOOTHI JKTyTHU -
koB (Hagen, Kochert, 1980; Pommerville, Kochert,
1982). OnHako gaxke Ha 3TOM 3aBepllIarolleM 3Tare
6eCroI0ro XKU3HEHHOTO [IUKJIA COMAaTUYECKUE KIIeT-
KM COXPaHSIIOT CITOCOOHOCTD K pereHepall XXTIyTH-
KOB, KOTOpasi OCyIlIeCTBsIeTCs 3a ABa yaca (neda-
TeJUISIAIO Ha 00euX CTaaUsIX pa3BUTHUSI POU3BOIM-
1 nyteMm pe3koro rmoHmkeHuss pH or 8.0 mo 4.0 B
teuenue 90 ¢) (Coggin, Kochert, 1986). Comocrabie-
HUE OCOOEHHOCTEM COMaTUUECKUX KJIETOK Ha Pa3HBIX
aTanax IUKJja O0ecIioJIoro pa3BUTHS MOKA3bIBAET, UTO
B TIpoliecce cTapeHus Ha (poHe yMEeHbIIIeHUs Coaep-
KaHUS B KJIeTKaX OEJIKOB U YMEHbBIIIEHWST YMCJIa 1I1-
TOIUIa3MaTUYECKUX PUOOCOM, TIPOUCXOMUT TaKXKe
WHTEHCUBHASI aKKyMYJISILIUs ILIMTOILIa3MaTUYECKUX
JIMTTUIHBIX TeJlell, 3aMeIiIcHe (POTOCUHTETUUECKOIM
aKTUBHOCTH U 3aTeM ee yTpaTa, HapylIeHUE CTPYKTY-
pBI XJIOpOILJIacTa, YMEHBIICHUE COIePXKaHUS XJIOPO-
¢nIa, B pe3ysibTaTe 4ero 3ejieHas IMTMEHTALINST KJTe-
TOK ocjlabeBaeT M B KOHIIe KOHIIOB rcue3aeT (Hagen,
Kochert, 1980; Pommerville, Kochert, 1981, 1982).
DTU BO3pacTHBIE U3BMEHEHUSI COMBI ¥ BOJIbBOKCA MO-
CTETICHHbIE W KYMYJISTUBHBIC, OHU HAIIOMUHAIOT
MPOLIECCHI, MPOUCXOASIINE, HATIpUMEp, MpU cTape-
HUU JIUCThEB y BeICIIMX pacTeHuii (Guo, Gan, 2005).

K coxanenuto, yeTkasi XpoHoJIOTMYeCKasl Imoce-
JIOBaTeJIbHOCTb Pa3BUTUSI COMbI, a TakXke OJHO3HAY-
Hbl€ OMpeNeSieHUs] MOJIOMIbIX, 3PEJIbIX U MEePEXOASIINX
K CTapeHUIO COMaTUYECKUX KJIETOK OTCYTCTBYIOT B
paccMoTpeHHBIX padoTax tadoparopuu Koxepra. Tem
He MeHee, ObLIO TTIoKa3aHo, uto 'y V. carteri f. nagariensis
COMaTUYECKHUE KJIETKU HAYMHAIOT CTapeTh 1 yMUPAIOT
3HAYMUTEJILHO paHblie, yeM y V. carteri f. weismannia
(BpeMs$l XH3HU COMAaTUYECKUX KJIETOK MOCJE UX UC-
XOMHOTO (hopMUpPOBaHUSI TIPU Pa3BUTUU cdepouaa
COCTaBJISIET COOTBETCTBEHHO OKOJI0 4 M 5—7 cyT)
(Pommerville, Kochert, 1982). ABTopbl HEe 00BSICHU-
JIV MPUYMHY TaKUX pasIUuduii MO TeMIlaM CTapeHMUsI.
Kaxk 651 TO HM OBLTO, JAHHbIE TTMOHEPCKUX UCCIIEN0-
BaHuil KoxepTa roBopujin B Mojab3y TOro, 4YTO Mpo-
XOXIEHUE COMAaTUYECKHX KJIETOK BOJbBOKCA 4yepe3
9Tarlbl CTAPEHUS U CMEPTHU SIBJISIETCSI YACThIO T€HEeTH -
YECKM KOHTPOJUPYEMOM BHAOTEHHOI ITpOoTrpamMMbl
pa3BUTHSI, 2 HE MACCUBHOTO Ipollecca Hekpo3a. Bme-
CTO TOTO, YTOOBI yMUPATh CIyYaliHbIM 00pa3oM, He-
3aBUCUMO APYr OT JApyra, cCOMaTUYECKUE KIIETKU B
npeaesax oaHoro cdepouga TUOHYT CHUHXPOHHO.
Kpome Toro, nmorepst ;ku3HECMOCOOHOCTU COMBbI CY-
ILIECTBEHHO 3aJepXK1UBaeTcsl, KOrna CTapeollyo Ko-
JIOHHIO BOJIbBOKCAa 00pabaThIiBalOT WHIMOUTOPOM
CUHTe3a 0ejiKa HUKJIOTeKCHMMUIIOM B KOHIIEHTpalluu
0.1 mkxr/mi; B pesyabrate aBTophl (Pommerville,
Kochert, 1982) cnenanu BBIBOA, YTO TMOEIb COMaTU-
YECKHUX KJIETOK BOJIbBOKCA SIBJISIETCSI aKTUBHBIM MPO-
neccoMm. OQHAKO OHM HE yKaszajiu, 4YTO MpU TOM
KOHKPETHO UMEJIU B BUIY.

O4yeHb MHTEPECHO, YTO y obeux opm V. carteri
coMaTU4YeCKMe KIETKHU XKEHCKMX c(HEePONIOB ITOIBEP-
raloTCsl CTApeHUIO TOpa3o MeIJIeHHee U YMUPAKOT Ha
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HECKOJIBKO JHEM IT03IHee, YeM COMaTUYeCKUE KIIeT-
ku Oecronbix cepounoB (Hagen, Kochert, 1980;
Pommerville, Kochert, 1982). ABTopsbI oIsITh HUKaK
He OOBSCHWIN 3TOT pe3yiabraT. OgHAaKO MHeE IIpe-
CTaBJISIETCSI BO3MOXKHBIM MPEIJIOXKUTh COOTBETCTBY-
IOIIMIA KOMMEHTApUid C y4eTOM CIelMUKA UKIa
II0JIOBOI0 OHTOTeHEe3a BOJIbBOKCA. B maHHOM citydae
HET 0CBOOOXKIEHMS MOJIOABIX C(pepONIOB N3 CTAPEIO-
ILIEro KapKaca poauTesIbCKOM COMBI. JIejIo B TOM, UTO
IOCJIe TOr0, KaK cofepxKalllecs B XEHCKOM chepou-
Jie SIUIEeKISeTKN OydyT OILUIONOTBOPEHBI, 00pa3oBaB-
IIMECA 3UTOTHI ITPETECPIICBAIOT [U]ﬂLL[VIﬁCﬂ HECKOJIbKO
JIHEel mpolLecC CO3peBaHUS BHYTPU MaTEPUHCKOIO
ceponpa. CHavama 3UTOTH UMEIOT TEMHO-3€JICHYIO
OKpacKy (CBETO-3aBUCUMBII 3Tall OHTOTE€HE3a), a 3a-
TeM KPaCHYIO UJIM OPaHKEeBYIO U OKPYXKAIOTCSI TPEMSI
obonoukamu (Starr, 1969; Kirk, 1998). Comaruue-
CKME KJIETKM YMUPAIOT TOJBKO TTocie 3Toro. Takum
00pa3oM, LIMKJI IIOJIOBOIO Pa3BUTUSI Y BCEeX BHUIOB
BOJIBBOKCA JJIMTCS CYIIIECTBEHHO MOJIBIIIE, YeM IIMKJI
0ecI10JI0ro pa3BUTHSI.

BaxxHo, 9T0 eciii y MOJI0g0TO 6eCIT010T0 chepor-
na V. carteri f. nagariensis ynaJiuTb TOHUIUU, TO TIOTY-
YMBIIMICS B TAKOM 3KCIIEPUMEHTE MOJIOIOM KapKac
COMAaTHUYECKMX KJIETOK OyIeT pa3BUBAThLCS M CTAPETh C
TaKOM e CKOPOCThIO, KaK U KOHTPOJbHbIE MHTAKT-
Hele cepounsl (Hagen, Kochert, 1980). Ha aToM oc-
HOBaHUHU OBLIO CAEIaHO IIPEAIOI0KEeHNE, YTO Pa3BU-
THE PENPOAYKTUBHBIX KJIETOK HE OKa3bIBACT BIUSTHUS
Ha IIPOLIECCHl TEPMHUHAJIBHOU IH(pdepeHINPOBKH,
CTapeHHUsI U CMEPTU COMATHUYECKUX KJeToK. OmHaKo
9Ta Uaesl He ComIacyeTcsi C paCCMOTPEHHBIMU BbIIIIE
JTaHHBIMU T€X K€ aBTOPOB O 3aMEIJICHUM TEMIIOB CTa-
PEHMSI COMAaTUYECKUX KJIETOK B 3KEHCKUX chepomnaax
(comepxkamux SIMIEKISTKU BMECTO OECIIOJIbIX TOHU-
nuit). Be1o GBI OYeHb MHTEPECHO IIPOBEPUTH TEMITBI
CTapeHMsI KapKaca COMBI 3KeHCKOro ceponaa mocje
9KCIIEPUMEHTAJIbHOTO YIAJIeHUsI U3 HeTo siileKyie-
TOK. /laHHBIE 00 OTCYTCTBUM BIMSHUS SHAIIEKIECTOK
Ha IpPOLIECC CTAPEHUSI COMATUYECKUX KJIETOK KEH-
CKOIf 0001 BOJIbBOKCA JaJI Obl OCHOBAHMS IIPEIIO-
JjaraTh HaJdW4We pa3HBIX IIPOTpaMM CTapeHus H
CMEPTHU Yy COMBI U3 O€CIOJIbIX U KEHCKUX C(hepPOUIOB.
Kpowme Toro, 6b11a BeickazaHa unes (Kirk, 1998) no-
IMyCKaBIasi MIPUHINITAATBHYIO BO3MOXHOCTD, YTO Ha
TEMIIBI CTapeHUsI COMBI V. carteri Mor Obl OKa3bIBaTh
BJIUSTHUE YXXE YIOMSIHYTBIN BBIIIE TIOJIOBOI (hepo-
MOH, KOTOPHKII, TAKUM 00pa3oM, KOHTPOJMPOBAJI ObI
MIPOLIECCHI OHTOTE€HE3a HEe TOJIBKO Y PEITPOTYKTUBHBIX
KJIETOK, HO TaKXe U Y COMaTUYECKUX.

B cBsI3u ¢ pacCMOTpPEHHBIMM BbIllle JAHHBIMU 10
3aMeUIEHHBIM TeMITaM CTapeHUsI COMAaTUUYECKUX KIle-
TOK XEHCKUX chepounoB V. carteri mpencTaBIsieTCsI
00OCHOBaHHBIM YIIOMSIHYTh 00 OCOOEHHOCTSIX CTape-
HUsI c(pepOnIOB Y HECKOJIBKUX TUHUM V, aureus. leno B
TOM, UTO 3TOT BHJI IIPEICTABIICH HE TOJIbKO JIMHUSIMU,
IIJIST KOTOPBIX XapaKTepHO MOJ0BOE Pa3MHOXEHUE U
dopmupoBanue 3urot (Darden, 1966; Starr, Zeikus,
1993), HO Takke W JTMHUSIMH, B KOTOPBIX MYXKCKHE
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ceponabl OTCYTCTBYIOT WM BCTPEUAIOTCS YPE3BbI-
yaitHo peako (Darden, 1968; Starr, Zeikus, 1993;
Desnitski, 2000). B KyapTypax Takvux JMHWIA MHOTUE
TOHUANKN O€3 OIUIONOTBOPEHMS ITIOCTEIICHHO TpaHC-
GoOpMUPYIOTCST B TIPEAIIONOXUTEILHO TarlJIONMIHbIC
MapTeHOCIIOPHI (LIMTOJOTMYECKUI WU TeHETUYECKUA
aHaJINU3 He IPOM3BOIMIIN), XOTSI OHU UMEIOT TaKOM Ke
BHEIIHUI BMJ, KaK 3pejble TUTUIOMIHBIC 3UTOTHI, U
TaK>KE SIBJISIIOTCSI PE3UCTEHTHOM TTOKOSILIEMCS CTaIUEN.
Coepounnl V. aureus, comepxamiype ITapTEHOCHOPHI,
JKUBYT Ha HECKOJIBKO THEU HOJbIIe, YeM c(hepomnanl ¢
roHuaussmMu (Desnitskiy, 2009). TakuM obpa3om, nap-
TEHOCHIOPOBBIC JIMHUM 3TOTI0 BHAA BOJIBLBOKCA MOIJIA
ObI OBITh MCHOJIB30BaHBI UIS1 aHAIM3a OCOOEHHOCTEN
CTapeHUSsT UX COMAaTUYECKUX KJIETOK.

K coxaneHuto, moIpoOHO paCCMOTPEHHBIC BHIIIIEC
uccaeaoBaHus 1Jabopatopuun Koxepra mo crapeHUO
COMATHYECKHX KIETOK Y V. carteri He GBLIA UM TIPO-
nospkeHbl. IlepeiineM K JaHHBIM IPYTUX aBTOPOB, XO-
TSI U3yYEHHUE CTApEHUSI U CMEPTU He Bceraa ObLIo oc-
HOBHOM TeMOIl MX ITyoimkamuii. B oOcTosiTeTbHOM
MUKPOCIIEKTPODIIyOPOMETPUUECKOM  MCCIICAOBAHUN
(okpacka DAPI) nadoparopuu A. Koynman (Coleman,
Maguire, 1982) 66110 TOKa3aHo, uTo 'y V. aureusn V. car-
teri f. nagariensis conepxanue saepHoii JIHK B coma-
TUYECKUX KJIETKaX B Xoje OeCIToJIoro 1uKJjia pa3Bu-
THSI OCTAETCS MOCTOSTHHBIM OT MOMEHTA 3aBEPIICHUS
IpOOJIEHUS 3aponblllia JO CaMOil cMepTH. Y 00omx
BHUJIOB BOJIbBOKCA coepKaHue xjoponacTHoi JHK
B COMAaTUUYECKUX KJIETKaX TAKXKe CYIIECTBEHHO He 13-
MeHsIETCS B Xxoae nudepeHIIMPOBKY 1 cTapeHus (B
KOHTpPACTE C Pe3KUM YBEJIMYECHVEM COJIeP>KaHUSI XJT0-
porutactHoi JIHK B pacTymux roHuansx).

B MonekynsipHO-TeHETUUYECKUX HCCAeA0BaHUSX
nmaboparopuu /. Kepka 0bUIM naeHTU(GUIIPOBAHBI
12 TpaHCKPUNITOB, CIIEHN(PUIHBIX IJIST COMAaTUIECKIX
KJIeTOK U 19 TpaHCKpUNITOB, cHelU(UYHBIX JIsI TO-
Hunuii V. carteri f. nagariensis (Tam, Kirk, 1991; Tam
et al., 1991). Ot 12 coMaTUYeCKUX TPaHCKPUIITOB
pas3nensitoTcs Ha ABe KaTeropuu: 5 “paHHUX”, KOTO-
pbie aKTUBHO aKKyMYJIMPYIOTCSI, HAUMHAasi C MOMEHTa
¢dopMUpPOBaHUSI COMATHMYECKUX KIJIETOK HEIOCpe.I-
CTBEHHO MoOCJje ApOoOJeHUS 3apoibllia, U 7 “mo3md-
HUX”, KOTOPbIE He MOTYT ObITh OOHAPYKEHBI 10 BbI-
X0Ja MOJIOABIX C(pepoOnIOB U3 CTAPOIl POAUTEIILCKOMN
ocobu. OmHako aBTopkl (Tam et al., 1991) comHeBa-
JINCh, UTO “IIO3OHUE COMATHUYEeCKHMEe T'e€HbI” WUIpaloT
pelIaoIyI0 POJib B CTADEHUU COMBI, TTOCKOJIBKY TIe-
puoj, B TeYeHUE KOTOPOTO OblJla MaKCMMaJslbHash aK-
KyMYJISILYSI TO3MHUX TPAaHCKPUIITOB, IIPEAIIESCTBYET
da3ze crapenusi. UHTepecHO, YTO OIWH U3 3TUX O3~
HUX cOMaTU4YecKux reHoB (reH LSG2) konupyeT Miu-
KOIIPOTEMHOBBII JIUTUYECKUIT (PepMEHT, KOTOPBII
aKKyMYJIMPYETCS B MEXKJIETOUHOM TJIMKOIIPOTEMHO-
BOM MaTpUKCe pa3BUBalollerocsi cpepouna. 3arem
9TOT (pepMEeHT NPUMHUMAET ydacTHe B Jerpagaluu
(4acTUYHOM MepeBapMBaHUM) MaTPUKCA, YTO IT03BO-
JIUT OCBOOOIUTHCSI cheporaM HOBOTO TMOKOJECHUS
(Nishimura et al., 2017). Takum o6pa3om, 3KCIIpec-

cus reHa LSG2 KOCBEHHO IIOATOTAaBIMBAET OCHOBY
IS TIOCJIEAYIOLLETO CTapeHUsI KapkKaca coMaThye-
CKMX KJIETOK.

Tem He MeHee, uMmeroTcsa Imyoaukauuu (Shimizu
et al., 2001, 2002), noka3aBiue 0oJjiee BasKHYIO POJb
HEKOTOPBIX APYTUX MO3IHUX COMATUYECKUX T€HOB Y
V. carteri f. nagariensis B mponecce CTapeHUSI COMBI.
Taxk, HarpuMep, OBUT KIIOHUPOBAaH U U3yYeH IeH, KO-
IUpyloluii cBsa3aHHyto co crapeHrueM PHKagzy. Co-
otBercTByIas uPHK akkymynupyercss Henocpen-
CTBEHHO B (ha3e CTapeHUsI COMaTUYECKUX KJIETOK, TO-
rma Kak coaepxaHue ToTaibHON kietoyHoit PHK
MHOTOKPAaTHO YMEHBIIIAETCsl B XO/Ie 3TOTO Tpollecca.
OueBUIIHO, UTO TaKue pe3yJIbTaTbl HE COTJIACYIOTCS C
npeacrasieHusiMmu Kepka u coaBropoB (Tam, Kirk,
1991; Tam et al., 1991) o poiin TTO3MHUX COMaTHYE-
CKMX F€HOB B CTAPEHUU U CMEPTU COMBI.

Hakowen, 3aciyXkvBalOT YIIOMUHAHUS TaHHBIC O
MeTtakacrazax turia I w tuna Iy V. carteri f. nagarien-
sis (Nedelcu, 2009b), nporeonuTudeckux epmeH-
Tax, UTPaloIIUX KJIOUEeBYIO pOJb B Ipolecce Mpo-
rpamMmupoBaHHOI KiieTouHo cmepTtu (I1KC) y HMu3-
mux sykaproTos (Bidle, 2016; Durand et al., 2016).

Hrak, mmociie pacCMOTPEHUSI JIMTEPaTyphl 10 TIPO-
LIeCCy CTapeHMUsI U MOCAeAYIOIIei THGeIn coMaTuIe-
CKMX KJIETOK Y BOJIbBOKCA CTAHOBUTCSI BUIHO, YTO
3TOT BOMPOC (HECMOTPS Ha €ro aKTyaJlbHOCTb) K Ha-
CTOSIIIEMY BpeMEHHU U3yYeH SBHO HeOOoCTaTO4YHO. B
JIUTepatype Mo OHTOreHe3y BOJIbBOKCA HEOTHOKpAT-
HO OTMeYajii, YTO ero coMaThYeCKue KJIETKU ITpe-
teprieBatoT I1KC (manpumep, Hagen, Kochert, 1980;
Kirk et al., 1987; Kirk, 1998). OnHako aBTOpbI OJTHOTO
W3 TTOCJIEAHUX 0030POB T10 OMOJIOTUN Pa3BUTUS STOM
3eJICHOI BOOOPOCU YKA3aJik, YTO OHU BO3AEPKUBA-
J0TCs OT ucnojib3oBanus TepmuHa [TKC, “mockoib-
Ky OH TIoJpa3yMeBaeT CTEPEOTUITHBIM HAaObOp COObI-
T, onpeaessseMbIX ITPOLIECCOM aIlONTO3a B KIIETKAX
KUBOTHBIX, KOTOpBIE He OBIIM McciienoBaHbl v Vol-
vox” (Matt, Umen, 2016, p. 109).

I1epeiimeM K TIpo0OITIEMe, KOTOpast OOBIYHO HE TP -
BJIEKAeT BHUMaHME HCCleIoBaTesieii: 0COOEHHOCTIM
rubev roHUani y BoJabBoKca. boree cta et Tomy Ha-
3am A. Beiicman (Weismann, 1904, p. 261) 3ameTun,
yTO TOHMIUU (OecIojible PEeNpOAYKTUBHBIE KIIETKU,
Jalole HavaJlo HOBOMY TIOKOJIEHMIO chepouaoB
BOJIbBOKCA) SIBIISIIOTCS TIOTEHIIUAIBLHO O€CCMEPTHBI-
mu. OIHAKO HeIb3s 3a0bIBaTh, YTO IPH OTPAHUYCHUN
pecypcoB (Kak B IIPUPOIHBIX YCIOBHUSIX, TaK 1 B YCJIO-
BHUSIX CTapelolnX JJaOOpaTOPHBIX KYJIbTYP) TOHUINU
MOTYT TUOHYTb, HE JaBast TOTOMCTBA.

B cBsI3u co cKazaHHBIM MpeACTaBsSIET UHTEpEC
CTaThbsl, colepxallasi HeKOTopylo WHGOpMalnio O
0OecnoJIbIX perpoayKTUBHbBIX KJIETKaX B IEPETIOJTHEH-
Holi cTapemwlueit kynbtype V. carteri f. nagariensis
(Gilles, Jaenicke, 1982). B To BpeMs KaK B aKTUBHO
pacTyiei Kyaprype (C mIoTHOCThIo oKoo 10 cepo-
HUI0B Ha MJ1) cepoUIbl CoIepXKaau OObIYHO Mo 12—
16 roHnaMiA, B cTaperolleil KyJbType (C TIIOTHOCTBIO
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6oiee 1000 cchepornoB Ha MJT) OOJIBIIMHCTBO chepo-
MIOB coaepKaau 1o 8—12 ronnanii. Mou MHOToJIeT-
HUe HAOMIOAeHUS Hal KyJbTypaMy 3TOTO XXe Buaa 1
¢dopmbl Volvox cornacytoTcsl ¢ TaHHBIMUA LIUTUPOBAH -
HOI1 BBIIIE paOOTHI B OTHOILIEHUW YMCJIa TOHUIWN ¥
OecrioybIx cheporaoB U3 MOJIOBIX U CTAPbIX KYJb-
Typ. bosee Toro, moaaepxuBasi B TeUeHUE psina JieT
KyJIbTYPBI BOJIbBOKCA, 51 HA0JI10/1aJ1, YTO B CTAPEIOIINX
KynbTypax V. carteri f. nagariensis (depe3 2—3 Hell. TIO-
clie TiepeceBa Ha CBEXYIO MUTATeIbHYIO Cpelly) TOHU-
MW TIepecTaloT BCTyMNaTh B Nepuoj ApobJieHus, 3a-
TeM MOCTEeNIEeHHO 00eCIIBEYMBAIOTCS U B KOHIIE KOH-
1IOB TUOHYT, pa3aessisi CyaAb0y COMaTUUYECKUX KIETOK
(3aMeuy, YTO My3€eliHble KYJIbTypbl BOJIbBOKCA OObIY-
HO TOIJEPXKUBAIOT ITyTEM PETYJISIDHBIX TepeceBOB
JIBAXKIIbI B MECSIIT).

B aktriBHO pacTymx (MoJI0abIX) KyIbTypax V. aureus
Oecnoiible cdepornIbl comepxkaT mo 3—15 roHuomit
(wame 8—12) (Darden, 1966; Shelton et al., 2012
u 1p.). C npyroii CTOpOHbI, MOW MHOTOJIETHUE HaOJTIO-
JIEHUST TIOKa3allM, YTO B CTapbIX KyJiabTypax V. aureus
(mpuMepHO uyepe3 3—4 Hem. Tocye IepeceBa Ha CBe-
XKylo cpeny) (popMUPYIOTCSI MUHUATIOPHbBIE O€CIo-
nbele chepouapl, coaepxKamue Wb 1—3 ToHuIrs.
Takum obpa3zoM, B JaHHOM cJIydyae HET IIpeKparle-
HUSI ITpoliecca 0eCIToJIOro pa3MHOXEHMSI, UMEIOIIEro
MECTO B CTapbIX KynbTypax V. carteri f. nagariensis.
OnHaKo 3TU cTapbie KyJbTYphl V. aureus He SIBASIOTCS
MeperojHEeHHBIMM, YTO JaeT OCHOBaHWUS I10JilaraTh
rudenab 3HAYMTEIbHOM YacTU IOIYJISLUM Ha (oHe
GOpMHUPOBAHUS OTHOCHUTEIIBHO HEOOJBIIOrO KOJIH-
yecTBa MMHMATIOPHBIX 0OCO0ei, CIIOCOOHBIX BIIO-
CJIEICTBUM JAaTh HOPMaJbHOE ITOTOMCTBO IIOCJIE TIe-
peceBa Ha CBeXylo cpemy. B cBs3u co ckazaHHBIM
YMECTHO BCTIOMHUTbH O TMyOJUKALIMSIX, Pa3BUBAIOIINX
KOHIIETILIVIO “aIbTPYUCTUYECKON ™ KIIETOYHOI IMoen
Y HEKOTOPBIX OMHOKJIETOYHBIX IPOTUCTOB B CTPECCO-
BeIX cutyauusx (Durand et al., 2011, 2014; Nedelcu
etal., 2011), korma 4yacTh MOIMYJISILUM TUOHET, TIOAACP-
KMBasi BBDKMBAHUE M Pa3MHOXEHHME OCTaJIbHBIX OCO-
Oeil. OmHaKo B HACTOSIIIIUIT MOMEHT TPYJIHO OLICHUTb,
HACKOJIbLKO MOM YITOMSIHYTBIE BHIIIE IIpeIBAPUTE/Ib-
HbIE 11 HEOITyOJIMKOBaHHbIE JaHHBIE HA CTapeIOIIMX
KyJabTypax V. aureus yKJIanbIBalOTCSI B paMKU KOH-
LEMNLMKY aJbTPYUCTUYECKOI KJIeTouHO rubenau. B
OymyiieM OBIJTO OBl MHTEPECHO M3YYUTh 3TOT BOIIPOC
rnoapooHee.

Kaxk 651 TO HU ObL10, V. aureus n V. carterif. nagarien-
SIS, XapaKTepU3YITCsI HE TOJIbKO Pa3HbIMU PEeMPOIyK-
TUBHBIMUA CTPATETUSIMU B ONTUMAJIbHBIX YCJIOBUSIX
KyJbTUBUPOBaHUS (KaK yKa3aHO BbIIIE B pasielie O
pa3BUTUU U TUDDEPEeHLIMPOBKE KIIETOK Y 3TUX BOIO-
pocJieii), HO TaKXKe U pa3HbIMU CTPaTErUsIMU BbIXK1BA-
HUS TP OTPaHUYEHUU PECYPCOB B CTAPEIOIIUX KYJIb-
typax. Y V. carteri f. nagariensis npo6ieHue roOHUANI
B TaKUX KyJIbTYpax 6JIOKMPYeTCsl, HO B Te4YeHUE OTHO-
CUTEJIbHO KOPOTKOTO BpeMeHU (HECKOJBbKO IHEit)
BCE PEINPOIYKTUBHbIE KJIETKHM COXPaHSIIOT CIIOCOO-
HOCTb HayaTh HOBYIO CEPUIO IeJIeHUH (€CJIU YCIOBUS

OHTOTEHE3 Ne 4

TOM 52 2021

ynyumarcst). Y V. aureus ciocoGHOCTb K (hopMUpOBa-
HUIO HOBBIX KOJIOHMI COXpaHSIETCs B HEOJIaromnpusT-
HBIX YCJIOBUSIX TOpa3ao JoJjblie (0ojee Mecsia), HO
OecI1oIoe pa3MHOXEHHME ITPOUCXOOUT TOJIBKO Y OTHO-
CUTEIJIbHO HEOOJBIIIOTO YHCia 0cobeii. DTO coracyer-
Csl ¢ MOMMU MCCJIEAOBAaHUSIMU MO 9KOJIOTUU BOJIbBOKCA
(Desnitskiy, 2016, 2017, 2020), KOTOphIe MOKA3bIBAIOT,
uto V, aureus, eTMHCTBEHHBII A KOCMONOJIUTHBIN 11 HAW-
0oJiee YacTO BCTPEUaIOINUICs B IPUPOIE MPEeACTaBU-
TeJIb JAHHOI'O poja BOIOPOCIIEii, JIydllle IpYruxX BU-
JIOB amaIrTUPOBaH K XW3HU B CyO-ONTUMAJIbHBIX U
Ccy0-3KCTpeMaJlIbHBIX YCIOBUSIX.

SAKITIOYEHHME

BonbBokc cTajn IIepCOEKTUBHBIM  MOJIEIBHBIM
00BEKTOM, KOTOPHIM YCIIEIITHO HUCITOIb3YIOT IS U3Y-
YyeHUs TIporeccoB nuddepeHINPOBKA U Mopdore-
He3a B OTHOCUTEIBHO MPOCTOM CUCTEME, COCTOSIIIEH
JIMIIb U3 IBYX TUIIOB KJIeTOK. OmHAKO HACTOSIIWIA
0030p CBeIeHMIT O CTAapeHUH 1 TUOESIIN KJICTOK Y 9TOM
3eJICHOI BOIOPOCIIM ITOKAa3bIBACT, YTO JaHHAsI TeMa K
HACTOSIIIEMY BpeMeHM pa3paboTaHa BecbMa C1abo U
XKejaTtenbHbl AajbHeliue ucciaenoBaHus. Ilpexme
BCEro ObLIO OBI BaXKHO YE€TKO OIPEaeaUTh U MOAPOO-
HO OXapaKTepu30BaTh Pa3HbIE 3TAITbl CTAPESHUS COMBI
KaK B X0Jie 0eCIT0JIOro 1IMKJIa pa3BUTUS, TaK U B OH-
TOTeHe3e KOJIOHUiT, (hOPMUPYIOIINX PE3UCTCHTHBIC
MOKOSIIIIECS CTaauM (3UTOTHI WX ITapTEHOCIIOPHI).
3aciyXuBaeT BHUMaHUS TakKKe 1 0oJiee ToaApOOHBIM
aHaJIM3 TIpoliecca CTapeHUs J1abopaTOPHBIX KYJIbTYP
BOJIBBOKCA U TMOEJIM TOHUIN, IIPOUCXOISIIESH TIpr
OrpaHUYEeHMHU MUTATEJIbHBIX PECYPCOB.

Pon Volvox xapakTepu3syeTcsl 3HaUMTEIbHBIM pa3-
HOOOpa3neM OCOOCHHOCTEN IUKIIOB pa3Butus. Ilo-
3TOMY B OyayIIeM IJisl 9KCIIEPUMEHTAJIbHOTO aHaIN-
3a MPOLIECCOB CTAPEHUS U TMOeNIN KJIEeTOK OBLIO ObI
ONTUMAaJIbHBIM MTPUMEHUTh CPAaBHUTEIBHBINA MOIXO
M UCITIOJIb30BaTh He TOJNBLKO V. carteri (Hauboniee U3y-
YeHHBIN BU), HO TAKXKE U IPYTUe BUIBI (TIPEXKIe BCe-
ro V. aureus).

COBJIIIOJEHUE OTUYECKUNX CTAHIAPTOB

HpI/I BBIITIOJIHCHUM OJAHHOTIO MCCJICOOBAaHUA JIIOAU N
>KUBOTHBIE HE NCIOJIb30BAIUCh B KAUY€CTBE OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTOD 3asIBJISIET, UTO KaKOW-T100 KOH(MIJIUKT MHTEpE-
COB OTCYTCTBYET.
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Volvox as a Model for Studying Cell Death and Senescence
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The spherical green alga Volvox consists of several hundred or thousand of somatic cells that undergo terminal
differentiation, senescence and death, and a small number of gonidia (asexual reproductive cells) that give rise
to the next generation. In the first part of this paper, the ontogenetic diversity of the genus Volvox is briefly
considered, as well as the mechanisms of differentiation into the two types of cells mentioned above, which
have been thoroughly studied during recent years in Volvox carteri. Then, a detailed critical analysis of the lit-
erature and some of my own data on senescence and cell death (mainly in V carteri and, to a lesser extent, in
V. aureus) was carried out, and it was noted that this aspect of Volvox developmental biology has not been suf-
ficiently studied. Some perspectives of further research of the processes of cell death and senescence in rep-
resentatives of the genus Volvox in a comparative aspect are indicated.
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