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Cdeprueckas 3ejeHasi BOOOPOCIb BOJIBBOKC COCTOUT M3 HECKOJIBKUX COTEH WM ThICSY COMATHUUYECKUX
KJIETOK, KOTOpBIE TIpeTepIeBaloT TEPMUHAIBbHYIO TU(P(HEepeHLIMPOBKY, CTapeHUE U CMEPTh, U HEOOJILIIIOTO
YKCiIa TOHUANM (OeCITObIX PENPOAYKTUBHBIX KJIETOK), KOTOPbIE NAIOT HAYAJIO0 OCOOSIM CJIEIYIOLIETO MOKO-
JieHus1. B mepBoii yacTu HACTOSIIIEH CTaTb KPAaTKO PaCCMOTPEHBI OHTOTeHETUUECKOE pa3HooOpa3ue poaa
Volvox, a Takke MexaHU3MBI 1M PepeHIMPOBKY Ha IBA YIIOMSHYTBIX BBIIIE TUIA KJIETOK, KOTOPEIE ObLIN
00CTOSITEIbHO HCCIeNOBaHbl B MOocaenHUe Toabl y Volvox carteri. 3aTeM INpoBeneH MOAPOOHBIN KpUTUYe-
CKMIi aHAJIN3 JIUTEPATYPHBIX U HEKOTOPBIX COOCTBEHHBIX JAHHBIX 110 CTAPEHUIO 1 THOEIN KJIETOK (B OCHOB-
HOM Y V. carteri u B MeHbIlIEN cTenieHU Y V. aureus) i OTMEYEHO, YTO 3TOT aCHEKT OMOJIOIMU Pa3BUTUSI BOJIb-
BOKCa M3y4YeH HEAOCTATOYHO. YKa3aHbl HEKOTOPhIE MEPCIEKTUBHI JalIbHENIIIEro UCCIeJ0BaHMsI IIPOLIEC-
COB rubeJiv KJIETOK U CTapeHus y mpeacTaBuTeseil poga Volvox B cpaBHUTEJILHOM acIleKTe.

Karoueenie croea: Tbenb KIJIETOK, Z[I/I(I)(I)CPCHL[I/IPOBKEI KIJIETOK, KJICTOYHBIC NCJICHUA, CTAPCHUEC, ITUKIIbI pa3-
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BBEAEHWE

ITpoliecchl cTapeHUs1 U THOEJIU KJIETOK U3y4aroTcst
B IIOCJIEAHYE TOABI HA pa3HOOOpa3HBIX OOBEKTaX U
MOMEIBbHBIX CUCTEMaX: MHOTOKJIETOUYHBIX KMBOTHBIX
(Goldsmith, 2015; Brusentsev et al., 2017; Davaapil et al.,
2017; Skulachev, Skulachev, 2017; Zhu et al., 2019
U Ap.), BeIcIMX pacteHusax (van Doorn, Woltering,
2004; Rogers, 2015; Locato, De Gara, 2018; Woo
et al., 2019; Doronina et al., 2020 u ap.), ogHOKJIE-
TOYHBIX OpraHM3Max, BKJItouas rmpotuctoB (Gordee-
va et al., 2004; Franklin et al., 2006; Deponte, 2008;
Kasuba et al., 2015; Bidle, 2016; Durand et al., 2016).
Cpenu MoaeIbHBIX OPTaHU3MOB (CUCTEM) [IJIs1 aHAI3a
3TOI MPOOJIEeMBI JOCTATOYHO BaXKHOE MECTO MOTJIN ObI
3aHUMAaTh OJHU U3 CaMbIX IIPUMUTHUBHEIX MHOTOKJIC-
TOYHBIX (KOJOHUAJIBHBIX) OPraHM3MOB — BOJIBBOKCO-
BbIe BOIOPOC/IM, Ha UTO B JUTEpaType TPaaullOHHO
obpamasim BHUMaHue (cM., Hampumep: Weismann,
1893, 1904; Golstein et al., 2003; Bhatia-Dey et al.,
2016). Tem He MeHee, MepBbIe IKCITEPUMEHTATbHBIE
HCcenoBaHus ctapeHus Bogopociau Volvox (Chloro-
phyta, Volvocales, Volvocaceae) ObL1u 0my0IMKOBaHbBI
okoso 40 ner tomy Hazan (Hagen, Kochert, 1980;
Pommerville, Kochert, 1981, 1982), mocnenytoniue pa-
OOTBHBI 1O YIIOMSIHYTOM TEME MOSIBISIIUCH JUIID 3T~

30UYECKU U HE ObLIO CIleMaIbHBIX 0000IIAI0IINX
MyOJUKalMii 0 THOEN KJIETOK U CTApEHUU Y 3TOTO
TUMWYHOTO TIpeACcTaBUTENS] (PUTOIIAaHKTOHA CTOSI-
YyMX TIPECHBbIX BoA. B HacToseil craTbe BHauvase
KpaTKO M3J0KEHbl HEKOTOPble COBpEMEHHbIE daH-
Hble Mo Ouosoruu pasButus Volvox (BaxkHble IJisl
IMOHMMAaHUSI OCHOBHOM TeMbl 0030pa), a 3aTeM Ipe/l-
CTaBJIEHO OOCYXIeHUE NTaHHBIX JIMTEPAaTyphbl U HEKO-
TOPBIX COOCTBEHHBIX JaHHBIX MO TMOEIU KJIETOK U
CTapeHUIO Y BOJIbBOKCA, UTO PACHIMPUT MpeacTaBe-
HUSI 00 OCOOEHHOCTSIX 3TUX IPOILIECCOB Y HU3IIUX
pacTeHui.

TI'oBopst 0 cTapeHUU U KJIETOUHOM TUOEIN Y BOJIb-
BOKCa, KaK MPaBUJI0, UMEIOT B BUAY BO3PACTHBIE U3-
MEHEHMSI COMATUYECKUX KJIETOK B XOIE Pa3BUTUS
MojeabHoro Buna V. carteri. B 3Toii cTaThe BIIEPBLIE B
JuTeparype 1o crapeHuio Volvox mpeanpuHsiTa I0-
MbITKa MPUMEHUTb CPAaBHUTEIbHBIA MOAXOA U MpU-
BJIcYb JAHHBIC TI0 “HeMonenbHOMY”’ BUny V. aureus.
Haxkone1r, xoTenoch Takke IPUBJICUYb BHUMAaHHE K
OCOOCHHOCTSIM THOEIM TOHMINN (TTOTEHIIMAIBHO Oec-
CMEPTHBIX OECITOJIBIX PEHPOAYKTUBHBIX KJIETOK) IPU
OrpaHUYEHUM PECYpPCOB B CTAPEIOIIMX KYJIbTypax y
Pa3HBIX BUAOB BOJBBOKCA.
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Puc. 1. Mononpie 6ecrioibie Kojjonuu (cheponnsbl) Vol-
vox carteri f. weismannia He3a10JT0 10 OCBOOOXICHUS U3
pOIMTENBCKOTO cheporaa, COMaTUUECKHUE KJIETKU KOTO-
pOro CKOpo BCTYISAT B a3y CTapeHusl.

OCHOBHBIE JAHHBIE O PASBUTUA
N ANOPEPEHLIMPOBKE KJIIETOK V¥ VOLVOX

Pon Volvox BkmouaeT 6oisiee 20 Bunos (Herron,
Nedelcu, 2015; Nozaki et al., 2015, 2019, 2020) u 3t
3eJIeHbIE KTYTUKOBBIE BOJOPOCIU MPEAOCTABISIOT
BO3MOXHOCTb aHAIM3UPOBATh UHAWBUIYaIbHOE pa3-
BUTHE B CUCTEME, COCTOSIIEH UL U3 IBYX KIETOU-
HBIX TUTIOB — HECKOJIBKUX COTECH WJIU ThICSIY MaJIeHb-
KMX COMaTHUYECKUX KJIETOK M HEOOJBIIOro 4ucia
(06B1YHO 8—16) KPYITHBIX PEMPOIYKTUBHBIX KJIETOK.
HecMoTpst Ha OTHOCUTENILHYIO TIPOCTOTY OpraHu3a-
LIMM BOJIbBOKca (puc. 1), ucciaeaoBaTend CTalIKMBa-
FOTCH 3IECH C LIEJIBIM PSIIOM MHTEPECHBIX IBICHUN U
mpoieccoB: (opMUPOBAaHUEM KIETOYHBIX JIUHMIA,
pocToM U ApoOJIeHUEM PEeHpOAYKTUBHBIX KJIETOK,
nepecTpoilkaMy OHTOTeHe3a B BOIOLNY POACTBEH-
HBIX BUIOB, MOp(dOreHe3omM, MojJOBLIMUA (pepOMOHA-
MU U T.1. TaknuM 06pa3om, BOJIbLBOKC CTaJl BEChbMa IT0-
MYJISIPHBIM MOJEIbHBIM 00BbeKTOM OMOJIOTUU Pa3BU-
THSI — YIOMSIHYTBIM BBIIIIE acIieKTaM OHTOTeHe3a
9TOI BOJOPOCJM MOCBSIIEH P OO030pPHBIX CTaTeil
nocneaguux et (Herron, 2016; Matt, Umen, 2016;
Desnitskiy, 2018, 2019; Desnitskiy et al., 2018; Umen,
2020 u op.).

Iuxi 6ecrionoro pa3Butust Volvox, KOTOpBIil U3y~
YaloT B YCIOBUSIX KJIIOHATBHBIX aKCEHUYHBIX (comep-
KaIlX MUKPOOPTaHU3MBI TOJILKO OHOTO BUIA) KYJIb-
TYp, BKJIIOYAET POCT TOHUAMI, TIEpUOA UX APOOICHUS
(cepust 9—15 CMHXPOHHBIX EJICHUI Y Pa3IMYHbIX BA-
JIOB), MHBEPCUIO (BhIBOpAaYMBaHNE HAM3HAHKY) MOJIO-

JECHULKHWN

IBIX chepOMIOB, UX POCT BHYTPHU POAUTEIBCKOI 0CO-
Ou, ocBOOOXKIEHHE U3 POAUTEILCKOro cdepowuaa,
MOCJIE YEeTO IMPOUCXOASAT POCT U APOOJIEHUE TOHUIU A
ciienyrouieii reHepauuu. C opyroif CTOpOHBI, OCTaIO-
muiics chpepuueckuit “kapkac” (hulk), cocrosimumii
TOJIBKO M3 POAUTEIBCKOM COMBI, CTApEET U YMUPAET.
TpamuumonHo pa3mMyain AIBa OCHOBHBIX THUIIA Oec-
MOJIOTO pa3BUTUS U pa3MHoxeHusi y Volvox (Starr,
1970; Kochert, 1975; Desnitski, 1992, 1995; Desnits-
kiy, 2016). MOXHO TOBOPUTH TAKXKE O HAIMYUU ABYX
PEIPOAYKTUBHEIX CTpaTeTuii. Y HECKOJbKUX BUIOB
(V. africanus, V. carteri f. kawasakiensis, V. carteri f.
nagariensis, V. carteri f. weismannia, V. gigas, V. sper-
matosphaera), TOHUOUN B pe3yJbTaTe IIPOIOJIKU-
TEJIbHOIO Tepuoja CBETO-3aBUCMMOTO POCTa A0 Ha-
yajia OpoOJIEeHUSI JTOCTUTAIOT KPYITHBIX pa3MepoB U
MPEeBBIIIAIOT COMAaTUYECKUE KIETKHU 110 IUaMeTPy I10
KpaliiHei Mepe B 6—8 pa3; Bo BpeMsl OBICTPBIX ITOCIIe-
JIoBaTeJIbHBIX ACJICHUI (BECh IepUod APOOIEeHUS 3a-
HuMaeT He 6ojiee 10—12 yacoB), KOTOpBIE MOTYT IIPO-
MCXOOUTH B TEMHOTE, HET KJIETOYHOTO pocTta. Harpo-
TUB, y IPYTUX BUNOB (Haripumep, V. aureus, V. ferrisii,
V. globator, V. rousseletii), 3pejible TOHUANY OTHOCUTEIb-
HO HEOOJIBIIIOTO pa3Mepa U IMPEeBHIIAI0T COMAaTUICCKIE
KJIETKU T10 IuaMeTpy He Oosee, yeM B 3—4 pa3za, IO-
CKOJIbKY IIEPHUOJI pOCTa TOHUANI KOPOTKUI 1 KIIETKA
3apobIlIa PacTyT B IIUTEIBHBIX MHTEPBAIaX MEXKIY
JeJeHUsIMU OpoOJieHusl, TpebOyloiiero ceera. Cie-
JIOBaTEJIbHO, B JAHHOM CJIy4yae Mepuona ApOOJICHUS
pacTSHYT 110 KpaiiHeil Mepe Ha OBOE WJIU TPOE Cy-
TOK. JleJleHuss HauMHAIOTCSI YTPOM MEpPBOrO OHS,
BpPEMEHHO OJIOKHUPYIOTCS HOYBIO, BO30OHOBIISTIOTCS
YTPOM CJIEOYIOIIETO OHSI, CHOBA OCTAaHABJIMBAIOTCS
Houbto U T.1. (Desnitskiy, 2017). ®unoreHeTUUESCKUi
aHanu3 (Herron et al., 2010) moka3pIBaeT, 4YTO TaKOi
TUI 0ECIIOJI0ro pa3BUTHS BOJIbBOKCA (C MEIJIEHHBIM
CBETO3aBUCUMBIM APOOJICHUEM) SIBJSIETCSI 3BOJIFOLIV-
OHHO IIPOJIBUHYTHIM.

LIVIKJIbI TTOJI0BOTO OHTOTreHEe3a BOJILBOKCA BKITIOYA-
IOT pa3BuTHe U 11U hepeHIUPOBKY CHEPOrIOB C MyK-
CKMMM WJIU XEHCKUMMU PEHPOIYKTUBHBIMU KJIETKAMU
(BMecTO OecrnoybIX roHuaAuii). EqTMHCTBEeHHOM TUILIO-
WIHOI cTagveil B XKU3HEHHOM LMKIIe Volvox saBisieTcst
3UroTa (3Urocropa), Koropasi IpopacTaeT IocJjie nepu-
ona rokos (Starr, 1975). Y GosbIIMHCTBA ITPEICTaBUTE -
Jeii pona Volvox BEISIBIEHBI BUIO-CIIEIM(PUIHBIE TT0-
JoBbIe (pepomoHkl (Starr, 1970; Kirk, 1998; Hallmann,
2011; Coleman, 2012). B yvactHoctn, y V. carteri f. naga-
riensis TIO, BIMSIHAEM TaKoro ¢hepoMOHa, IPOU3BOAM-
MOTO CIIOHTAaHHO 0Opa30BaBIIIEiicss MyXXCKOII 0COOBIO
WIA COMaTHYEeCKMMM KJIeTKaMu OecroJjioii ocoou,
HaXOIMIIelcsT B CTPECCOBBIX YCIOBUSX (HAIIpUMeED,
TEIJIOBOI IIOK MM MeXaHW4YeCcKasl TpaBMa), TOHU-
U1 OecrnoJioii ocobu MmoaBeprarTcs MOIUGUIINPO-
BaHHOMY IaTTEepHY ApoOaeHUS 1 GOPMUPYIOT B ClIe-
JIYIOIEM MOKOJEHUM TMOJIOBBIE 0COOU (C SIMIIEKIeT-
KaMM B XXEHCKOM KJIOHE WJIM C aHAPOTOHUIUSIMU B
MYKCKOM KJIOHE).
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BosBpaiiasice K KpaTKOMY ONHMCAHUIO OECII0IOro
LIMKJIa pa3BUTHS TiepeiiaeM K npobieme nuddepeH-
LAPOBKY Ha TUITbI PEIPOAYKTUBHBIX M COMAaTHYEC-
cKux Ki1eTokK. [Ipexxme Bcero 3aMeTnM, 4TO HaJIU4ye B
chepouie BOJIbBOKCA COMAaTUYECKMX KJIETOK — 3TO
HECOMHEHHBII MPU3HAK MHOTOKJIETOYHOI'O OpraHu3-
Mma. [1pu 3TOM OTIIMIUTEILHOM OCOOEHHOCTBIO U J0-
CTOMHCTBOM JAaHHOTO 00beKTa (IT0 CpaBHEHMIO, Ha-
MIpUMep, C MHOTOKJIECTOYHBIMU SKMBOTHBIMU WJIN
BBICIIMMM PACTEHUSIMM) SIBIISIETCS TO, 4YTO COMa y
BOJIbBOKCA MpeACTaBjJieHa BCETO JUIIb OJHUM THU-
oM Kiaetok. CorjiacHo (PUIOreHeTUYSeCKOMY aHa-
mm3y (Herron, Michod, 2008) coma Bo3HMKaJIa TpU
pasza B XOI¢ 3BOJIOLIMM BOOopocieil mopsiaka Volvo-
cales, Ipr4eM OBaXKIIbI B IIpeaesIax MOI(UICTUICCKO-
ro pona Volvox. OCHOBHBIMH (DYHKIIMSIMU IBYKTYTH-
KOBBIX COMaTUYECKUX KJIETOK BOJIbBOKCA SIBJISIIOTCS
obecrieyeHME TIOIBIDKHOCTH OpraHu3Ma (BKJTIOYast
¢doToTakcuc), a TakKKe CHUHTE3 IJTMKOIIPOTEHMHOBOIO
MEXKJIETOYHOTO MaTpUKca, OObEeINMHSIOIIETO B COCTa-
Be cdepouna kinetku oboux tumnop (Matt, Umen,
2018). ITpennonaranu (Koufopanou, Bell, 1993; Kou-
fopanou, 1994; Hoops et al., 2006) BO3BMOXKHOCTb ITepe-
JIa4M OT MOJIOABIX COMAaTUUECKUX KJIETOK ITUTAaTEIbHBIX
BEIIECTB (CMHTE3MPOBAHHBIX UMW JIMOO maxe “Iomd-
XBa4YeHHBIX 13 OKpYXKaloLIei cpenbl) K TOHUIUSIM U
JIPOOSIIIMMCS  3apOABIIIaM, XOTS OO CUX IIOp 3TO
OKOHYATEJIbHO He JOKa3aHO.

3aponwim V. africanus, V. carteri f. kawasakiensis,
V. carteri . nagariensis, V. carteri f. weismannia, V. ob-
versus, 1 V. reticuliferus xapakTepusyloTcsl aCUMMET-
pUWYHBIMU (HEpaBHBIMM) AeJeHUSIMU U guddepeH-
HUalyeil JTMHUM TTPe3yMITUBHBIX PEMPOIYKTUBHBIX
M COMAaTUYECKUX KJIETOK Ha OTHOCHUTEJIbHO pPaHHMX
sTamax pasBUTHs, Ha 16-KJIETOYHO, 32-KIeTOUYHOM
OO HA HECKOJIBKO 00Jiee TMO3MTHMX CTaausIX ApodiIe-
Hus (Starr, 1969; Karn et al., 1974; Nozaki, 1988; Her-
ron et al., 2010; Desnitskiy, 2016). Y 3apoapliieii apy-
IMX BUIOB BOJIbBOKCA aCUMMETPUYHBIX IEJICHUI HET U
TOHUIUU CTAHOBATCS MOP(OIOTMYSCKU OTINIUMBI-
MU OT COMaTUYECKUX KIIETOK TOJILKO IOCJIe 3aBeplle-
HUS IPOOJICHUS VTN TaXKe TTOC]Ie UHBEPCUU MOJIOIO-
ro cepoua.

Tenepsp nepeiineM K KpaTKOMY M3JI0KEHUIO TaH-
HBIX M0 KJIECTOYHBIM U MOJIEKYISIPHO-T€HETUYECKUM
MexaHu3MaM Tud@epeHInpoOBKYM Ha COMY M TOHU-
mun 'y V. carteri f. nagariensis, eTMHCTBEHHOMY TIpe-
CTaBUTEJIIO pojJa, IMOAPOOHO N3YYEHHOMY B 3TOM OT-
HomeHuu (Tam, Kirk, 1991; Kirk, 1998, 2001, 2005;
Pappas, Miller, 2009; Matt, Umen, 2016 u np.). Ko-
Ia 3apoAbIll 3TOoTo Buaa 1 ¢popMbl Volvox nocturaer
32-KJIETOYHOI cTaguu ApobiaeHMs (ITOCE IISITU CUM-
METPUYHBIX AeJeHUit), 16 mepeqHNX KIIETOK IeJISITCS
aCHUMMETHYHO Ha O0oJIbIIIMEe U MaJICHbKIE KJIETKHU, CO-
OTBETCTBEHHO JIMHUU IIPE3YMIITUBHBIX TOHUAUAIb-
HBIX 1 COMAaTMYECKUX KJIETOK CJICAYIOIIei reHepa-
uuu. Hampotus, 16 K1eToK B 3aaHeT 4acTH 3apobIiia
MIpeTePIIeBalOT TOJILKO CUMMETUYHBIC NEJICHUS U Ta-
KMM 00pa3oM BHOCST BKJIad, TOJIBKO B (DOPMUPOBAHNE
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JIMHUY MaJIECHbKMUX COMATHYECKUX KIIETOK. ACUMMET-
PpUYHBIE IeJICHYS B TIepeIHUX KJIETKAX 3apobliiia ITpo-
HUCXOMSAT MO KOHTPOJIeM reHOB gisA u Hsp 70A, KoTopbie
KOOMPYIOT OEJIKM IIallepOHBI (COOTBETCTBEHHO gISA 1
Hsp70A) B3aumoneiicTByIoIIie ¢ MUTOTUYECKHM BEpe-
TEHOM M CMEIIAIOIINe INIOCKOCTh KJIETOUHOTO JCICHUS
(Kirk et al., 1999; Cheng et al., 2005; Pappas, Miller,
2009). MHTEpecHO, YTO MMEETCSI HECKOJIbKO paboT,
MOKa3aBIINX BOBJIeUeHUE reHa glsA TakKe B My>KCKOit
rametoreHe3 (Mori et al., 2003; Igawa et al., 2009) y
JunuenBeTHbIX (Liliales) mn6o B apyrue MmopdoreHe-
TUYECKUE TIPOLECCH ¥ BBICIINX pacTeHuit (Guzman-
Lopez et al., 2016).

B xone pasBurust 3aponnima V. carteri f. nagariensis
Iocjie aCUMMETPUYHOIO JeJEeHUST NPOOJEHUST TIpO-
IYKTbI TeHa /ag TOJaBISIIOT aKTUBHOCTh COMaTH4e-
CKU1X T€HOB B OOJIBIINX KJIETKAX, TOIIa KaK B MaJIeHb-
KMX KJIETKaX MPOIYKThI I'eHa regA MoAaBIsIIOT aKTUB-
HocThb roHumuanbHbIXx TeHoB (Kirk, 2001; Matt,
Umen, 2016). CienoBaTeabHO, GOJIBIINE U MaJcHb-
KM€ KJIETKHM 3apojbiiia IuddepeHINPYIOTCS COOT-
BETCTBEHHO B OOJIbIIME PEIIPOAYKTHUBHEIE KIICTKU
(Gecrionble TOHUAUM) U MaJIeHbKME COMAaTUYeCKUE
kietku. Ilpenpinyiiye 3KcriepruMeHTaIbHbIE HCCIIe-
nmosanus (Pall, 1975; Kirk et al., 1993) nmoka3sanu, 4To
BCE KJICTKM 3apOJIbIIIIA, JOCTUTAIONINE B KOHIIE CEpUU
JIeJeHn 8 MKM B IMaMeTpe WJIM OoJjiee, CTAaHOBSITCS
TOHUIUSIMHU (HE3aBUCUMO OT MX MOJIOXEHUS B cde-
poune), a Bce KJIeTKA MeHee 8 MKM B TuaMeTpe aJud-
depeHIIMPYIOTCS KaK coMaTU4YecKre. 3aMeTUM, 4TO B
X0Jle HOpMaJIbHOTO pa3BuTus y V. carteri f. nagariensis
dopMupyIOIIMecs TOHUINY B KOHIIE CEpUH JIeJICHUI
MMEIOT pa3Mep OKoJIo 13 MKM B uaMeTpe, a MOJIOJbIC
coMaTU4YeCKMe KJIETKA — OKOJIO 2 MKM. Takum o6pa-
30M, BaXXHBIM (PaKTOPOM, OIIPEAEIISIIONIM HaIlpaBJie-
Hue nud@epeHIIMPOBKHU KJIESTOK MOJOOOro ceponna
3TOro BUJIA BOJIbBOKCA, SIBJISIETCS MX pasMep. OmHako
MPUYMHA TIPSIMOI CBSI3U MEXIY pa3MepoM 3MOpHO-
HaJIbHOI KJIETKU 1 OMPEAeICHUEM €€ CYIbObl OCTAeTCS
saragouHoii. MopManbHasE cxema mpolecca audde-
peHLIMAalMM Ha TOHWIUUA W COMAaTUYECKUE KIIETKH Y
V. carteri f. nagariensis ipenacrasieHa Ha puc. 2.

M3 Bcex ynmoMsHYTBHIX BbIllie TeHOB V. carteri f.
nagariensis HauOosiee MOAPOOHO U3YYEH TeH regA,
KOHTPOJIMPYIOIINI coMaTUYeCKylo nuddepeHII-
POBKY, IPEISITCTBYIOLIMI OMOreHe3y XJI0pOIIacTOB
U KOAUPYIOIIUI JIOKATU3YIOLIUICS B sSIApe pernpec-
cop Tpanckunuuu (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 ap.). B cBete
9TUX HAaHHBIX CTAHOBUTCS ITOHSTHO, II0OYEMY COIEP-
xanue xyoponyactHoi JJHK B roHuaum nepen Ha-
YaJioM Iieproaa Ipo0JIeHUS IIPEBHIIIACT COASPKaHUE
xnoporuiactHoit JIHK B comarrnyeckoil KiieTKe npu-
MmepHo B 120 pa3 (Kochert, 1975). MHTepecHO oTMe-
TUTh, YTO B MyTaHTHBIX JIMHUSIX regA~ cHadana ¢hop-
MUPYIOTCSI MOP(DOJIOTUYECKN HOPpMaJIbHbIE MOJIOAbIE
oecrionbie cheporbl ¢ 000MMU KIETOUHBIMU THUTIA-
mu. OgHAKO 3aTeM COMAaTUYECKUE KJIETKM YBEIUIM-
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Puc. 2. CxematTuuHoe u3zobdpaxeHue rpoiecca 1MbhepeHIIMPOBKY Ha COMaTUUYECKKUE U PETPOIYKTUBHbBIC KJIETKH B Xo/¢e Gec-
TTOJIOTO LIMKJIa pa3BUTHSA y Volvox carteri. TlokazaHo, Ha KaKMX 3TallaXx OHTOTeHe3a aKTUBHBI TeHBI glsA, hsp 704, regA v lag (T10:

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

BaloTCs B pa3Mepax, TpaHcAudGepeHIUPYIOTCS B TO-
HUJIUU U TIPETEPIICBAIOT CEPUIO AeJIeHUN IpOOICHUS.
Orta rpynna mytauuit y V. carteri f. nagariensis o6biia
BIIEpBBIC onrcaHa okoJio 50 JeT Ha3ad 1 ObLIa Toraa
HasBaHa “somatic regenerator” (Starr, 1970).

NutepecHo, yto B. XaHuueH u coaBTophl (Han-
schen et al., 2014) HegaBHO MACHTU(DUILIMPOBAIN TeH
regA TakXKe N Y HECKOJIbKUX IPYTUX MTPEACTaBUTENEH
nonuduieTnyeckoro poaa Volvox, B Tom uucie y
V. ferrisii, Buga ¢ MaJIeHbKMM pa3dMepOM 3PEJIbIX TO-
HUIMHA 1 6e3 acmMmMmeTpuaHoro aeneHus. Ilocimen-
HuUit o61mii npenok V. carteri f. nagariensis u V. ferri-
sii He UMe comatuueckux kiretok (Herron, Michod,
2008) 1, TakuM 00pa3oM, B IBYX DBOJIIOIIMOHHBIX JI1-
HUSIX COMa BO3HUKJIa He3aBUCUMO. ['eH regA, Kputu-
YeCKM BaXKHBIN IJIsI cCOMaTUIeCKou nuddepeHIpoB-
Kku 'y V. carteri f. nagariensis, nmeeT roMoJiora y OHO-
KJIETOUHOI poACTBeHHOI1 Bogopocau Chlamydomonas
reinhardtii n3 nopsinka Volvocales. ¥ C. reinhardtii
9TOT TOMOJIOTUYHBIN I€H 3KCIIPECCUPYETCS B CTpeC-
COBBIX YCJIOBUSIX, KOTJA KJIETOUHBII POCT U pa3MHO-
xkenue nogasneHsl (Nedelcu, Michod, 2006; Nedelcu,
2009a; Konig, Nedelcu, 2020). C npyroit CTOpOHBI, TeH
lag, Baxublii w1t auddepeHIMPOBKU TOHUIUN Y
V. carteri f. nagariensis, emie He ObLUI IIPEeIMETOM TIIA-
TEJIbHOTO U3y4eHUs (B OTJINYME OT T€HOB regA, glsA n
Hsp70A) u cpaBHUTEJIBHO HEAABHO OBLJIO OTMEYEHO
(Matt, Umen, 2016), 4TO KOHKPETHBIM MeXaHU3M
IecTBUS 3TOTOo TeHa B nuddepeHINPOBKE Ha JIBa
KJIETOYHBIX THUTIA ITOKa HEesICEH.

CTAPEHHME M I'MBEJIb KJIIETOK
Y BOJIbBOKCA

CoMaTruecKue KJISTKHU BOJIbBOKCA SIBJISIIOTCS TEp-
MUHaJbHO OTUDDEPEeHIIMPOBAHHBIMU TTOCT-MUTOTH-
YeCKUMH KJIETKaAMH, ITPpeTepreBaIOIINMU CTapeHE U
cmepts (Starr, 1970; Kochert, 1975; Kirk, 1998; Matt,
Umen, 2016 u ap.). OHU HE CITOCOOHBI AETUTHCS IT0-
cJie 3aBeplleHUsI TTPOLIECCOB IPOOIEHNSI 1 UHBEPCUU
3apognplina. MMerollieecst B IuTepaType OIMMCaHue JIe-
JIeHUs1 coMaTU4ecKoi KieTtku y V. aureus (Soyer, 1973,
Plate 3, Fig. 2) He 3aciy>XuBaeT TOBEepUs U IIPEACTAB-
JIIeTCST 4Pe3BBIYAMHO COMHUTENBHBIM. Bripouem,

HEJIb3Sl MOJIHOCTbIO MCKJIIOYUTH BO3MOXKHOCTH TEp-
MUHOJIOTMYECKOI ITyTAHMIBI B YIIOMSIHYTOM CTaThe,
aBTOP KOTOPOI1 HE yKa3ajla Ha KaKuX 3Tarax XKU3HeH-
HOTO IIMKJIa BOJIbBOKCa Opaja MaTtepuai IJjisl uccie-
nmoBaHus. Kitetkm mpo0simerocs 3apoapliiia (eme He
nuddepeHIMPOBAaHHOIO Ha ABa KJIETOYHBIX TUIIA) B
3TOM MyOIMKALIUY MOIJIU ObI OBITH OIIMOOYHO Ha3Ba-
HBI COMaTUYECKIMHU.

IlepBast cepust 3KcnepuMEHTAILHBIX paboT MO
CTapEeHNIO0 COMAaTUUYECKUX KJIETOK Y BOJIbBOKCA OBbIIa
BBIMIOJIHEHA Ha YacTUYHO CHUHXPOHU3MPOBAHHBIX
Kynbtrypax V. carteri f. nagariensis (Hagen, Kochert,
1980) u V. carteri f. weismannia (Pommerville, Kochert,
1981, 1982) npu Temreparype 28—30°C, cBETO-TeMHO-
BbIX pexxuMax 39 4 : 9 9 wim 29 4 : 19 4 1 nepeceBax Ha
CBEXYIO NMUTATEJIbHYIO Cpedy KaXKIble ABa OHS (3a 3TH
48 4 3aBepiajicsl OOWH IIUKJ OECIIOJIOTO pa3BUTHUS).
VYV aTux ¢opM BOJBBOKCA COMAaTHYECKUE KJIETKU OT
MOMEHTa CBOero (hOpMUPOBAHUS OO ITATIOB TEPMU-
HaJlbHON IMdEepeHINPOBKN U CTapeHUs B OOJIb-
IIMHCTBE CJIy4yaeB YBEJIWUMBAIOTCS B JAUMaMeTpe OT
MPUMEPHO 2 10 5—6 MKM. B yITOMSIHYTBIX HCClienoBa-
Husx Jadbopatopun I'. Koxepra ObUIN MoKa3aHBI Cy-
ILIECTBEHHBIC Pa3IUUMs B TTATTEPHAX MEUCHUS MO~
nenTUaoB (10 BKIIOYEHUIO °S) MexXIy MOJIOIBIMU
COMATUYECKUMM KJIETKAMU U TOHUIUSIMU, a TaKXKe
MEXAY MOJIOOBIMU U CTAPEIOIIUMH COMATUYECKUMU
KJIETKaMU. STI/I JaHHBIC TOBOPWJIN O IIEPCIIEKTNBHO-
CTU UCIIONL30BaHUS V. carteri Kak MOAEIIBHOTO OOBEKTA
IIJI1 UI3Y4EeHUS TIPOLIecca CTapeHsI COMbI. YMECTHO OT-
METHUTh, YTO paHee B TOI xKe JabopaTopuu ObUT pa3pa-
6oTaH METO. pas3iesieHUsI Ha JBa KJIETOYHBIX TUIIA B
KyJIBTYpaxX BOJIbBOKCA ISl TTIOCJICAYIOIIErO OMOXUMUYE-
ckoro aHanu3a (Yates et al., 1975).

Comarmyeckre KJISTKM MOJIOABIX pacTymimx cde-
pounoB (TTocje UX OCBOOOXICHUSI U3 POAUTEICKOM
0COo0M) XapaKTepU3yIOTCsI MHTEHCUBHOI pabOTOM XKTy-
TUKOB M aKTUBHO CHHTE3UPYIOT BHEKJIECTOUHBINA TJIH-
KOIIPOTEMHOBHIN MaTpukc. Ha 3Tom atame pa3Butust
OEIJIKOBBI CUHTE3 B OTHOCHUTEIHLHO MOJIOIBIX COMAaTH -
YeCKMX KJIETKaX MPOTeKaeT IPUMEPHO B ISTh pa3 MH-
TEHCHUBHeE, YeM B CTapelolleM KapKace POIUTEIbCKOM
COMBI, BHYTPHA KOTOPOTO YK€ HeT 0co0eil MOJIomoro
TIOKOJICHHUST ¥ KOTOPBIN MaJIO TTOABWIKEH BCIICACTBIE
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BOJIbBOKC KAK MOJEJIb JJId U3YUYEHUA T'MBEJIN KIETOK

pe3KOro ociablieHUsI THTEHCUBHOCTU PabOTHI XKTyTH -
koB (Hagen, Kochert, 1980; Pommerville, Kochert,
1982). OgHako maxke Ha 3TOM 3aBeplIalolleM >Tarle
6eCroJI0ro XKM3HEHHOTO IUKJIAa COMaTUIeCKUE KITeT-
KU COXPaHSIIOT CITOCOOHOCTD K pereHepalluy XXTIyTH-
KOB, KOTOpas OCYIIECTB/ISIETCS 3a ABa Jaca (media-
TeJUISIHUAIO Ha 00euX CTaaUsIX pa3sBUTUS MPOU3BOIM-
Ju nyteMm pe3koro rmoHmxkeHuss pH or 8.0 mo 4.0 B
teuenue 90 ¢) (Coggin, Kochert, 1986). Comnocrasie-
HUE€ 0COOEHHOCTEM COMaTUUECKUX KJIETOK Ha Pa3HBIX
aTarax uKiIa 6eCIiojioro pa3BUTHUS MOKA3bIBAET, YTO
B IIpoliecce cTapeHus Ha (pOHE YMEHBIIEHUs COaep-
KaHUS B KJI€TKaX OEJIKOB U YMEHbIIECHUS YMCIIa 1T~
TOIUIa3MaTUYECKUX PUOOCOM, IIPOUCXOIUT TaKXKe
WHTEHCUBHASI aKKyMYJISILUs LIUTOILIA3MaTHYECKUX
JIMTIMIHBIX TeJlell, 3aMejiecHe (POTOCMHTETUYECKOIM
aKTUBHOCTH U 3aTeM ee€ yTpaTa, HapylIeHUE CTPYKTY-
PBI XJI0POILIaCcTa, YMEHBIIEHUE COIEPXKAHUS XJIOPO-
¢nIa, B pe3ysibraTe 4ero 3ejeHasi IMTMeHTALIMST KJIe-
TOK ocjlabeBaeT 1 B KOHIIe KOHIIOB ncue3aeT (Hagen,
Kochert, 1980; Pommerville, Kochert, 1981, 1982).
DTH BO3pacTHBIE U3BMEHEHUSI COMBI Y BOJIBBOKCA T10-
CTeTICHHbIE W KYMYJISTUBHBIC, OHU HAITOMUHAIOT
MPOLIECCHI, TTPOUCXOIIIINE, HATIPUMED, MIPU CTape-
HUU JIUCTheB y BeIcIMX pacteHuit (Guo, Gan, 2005).

K coxaneHuio, yeTkast XpoOHOJIOTUYECKasl ITOCIIe-
JIOBaTEJIbHOCTh Pa3BUTUSI COMBI, a TaKXKe OIHO3HAY-
HBIE OIpelIeICHUST MOJIOJBIX, 3PEJIbIX 1 TEPEXOISIIIINX
K CTapeHUIO COMATHMYECKMX KIIETOK OTCYTCTBYIOT B
paccMOTpeHHBIX padoTax tadoparopuu Koxepra. Tem
He MeHee, ObLIO TTIoKa3aHo, uto 'y V. carteri f. nagariensis
CcoMaTUYeCKe KJIETKA HAYMHAIOT CTapeTh M1 YMUPAIOT
3HAYUTEIILHO paHblle, 9YeM y V. carteri f. weismannia
(BpeMsI XKU3HU COMAaTUYECKUX KJIETOK IOCJIe UX UC-
XOTHOTO (pOpMHUPOBaHUSI IIPU Pa3BUTUM cdepouraa
COCTaBJIIET COOTBETCTBEHHO OKOJIO 4 M 5—7 cyT)
(Pommerville, Kochert, 1982). ABTOpbI HE O0BSICHU-
JI TIPUYMHY TaKUX pa3IMIMi IO TeMIIaM CTapeHMUs.
Kaxk 0bI TO HI OBLIO, JAHHBIE IIMOHEPCKUX UCCIEI0-
BaHM1 KoxepTa roBopuJiM B MOJIb3y TOro, YTO IPO-
XOXIEeHNE COMATUYECKUX KIIETOK BOJIBBOKCaA 4yepe3
STaMbl CTAPEHUS U CMEPTU SIBJISIETCSI YACTHIO T€HETH -
YECKM KOHTPOJIMPYEMON SHIOIN€HHOI MNpOrpaMmbl
pa3BUTHS, a HE IACCUBHOTO IIpollecca HeKpo3a. Bme-
CTO TOTrO, YTOOBI YMUPATh CIy9aliHBIM 00pa3oM, He-
3aBUCHUMO APYT OT JIpyra, COMaTU4YECKHE KJICTKU B
npeaejiax omHoro cdepouga TUOHYT CUHXPOHHO.
Kpome Toro, morepst Xn3HeCIOCOOHOCTH COMBI Cy-
IIECTBEHHO 3aJep>KMBAETCsI, KOTJa CTapeiollylo KO-
JIOHUIO BOJIbBOKCAa 00OpabaTbiBalOT WMHIMOUTOPOM
CHHTe3a 0ejIKa IIMKJIOT€KCUMUIOM B KOHILIEHTpaIU1
0.1 Mkr/mi; B pesyiabTaTe aBTopbl (Pommerville,
Kochert, 1982) cnenanu BEIBOA, YTO TUOEIbL COMATH-
YeCKMX KJIETOK BOJIbBOKCA SIBISIETCS aKTUBHBIM IIPO-
neccoM. OOHAKO OHM He yKasajid, YTO IIPU 3TOM
KOHKPETHO UMEJIY B BUIY.

O4yeHb MHTEpPECHO, 4TO y obeux dopm V. carteri
COMAaTHYECKHE KIIETKU KEHCKUX C(PeponI0B MOaABEP-
raloTcsl CTapeHMIO TOpa3ao MeIVIeHHee U YMUPAIOT Ha
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HECKOJIBKO JTHEM MO3aHee, YeM COMATUYECKUe KIIeT-
ku Oecrnonbix chepounoB (Hagen, Kochert, 1980;
Pommerville, Kochert, 1982). ABTOpbI OISITh HUKaK
He OOBSICHUWIM 3TOT pe3ysibTaT. OmHAKO MHE TIpeli-
CTaBJISIETCS BO3MOXKXHBIM TIPEIJIOKUTb COOTBETCTBY-
IOIINIT KOMMEHTApUil ¢ YYeTOM CHelIU(PUKN IIUKIIAa
MOJIOBOTO OHTOTeHe3a BOJIbBOKca. B maHHOM ciydae
HET 0CBOOOXKIEHMS MOJIOABIX C(PepPOUNIOB U3 CTAPEIO-
IIIEro KapKaca poaUTeIbCKOil COMEL. JleJIo B TOM, UTO
IOCJIe TOTO, KaK colepKaliuecs B XKeHCKOM cepou-
Jie SUIEeKIeTKU OyAyT OMJIOJOTBOPEHBI, 00pa3oBaB-
IIIMECs 3UTOTHI IIPeTepIIeBaIOT MISIIUICI HECKOILKO
JHEN TpolecCc CO3peBaHUSI BHYTPU MATEPUHCKOIO
ceponga. CHavasia 3UTOTH UMEIOT TEMHO-3€JICHYIO
OKpacKy (CBETO-3aBUCUMEII 3Tall OHTOIeHEe3a), a 3a-
TeM KPaCHYIO UM OPAHXEBYIO M OKPYKAIOTCS TPeMsI
obosoukamu (Starr, 1969; Kirk, 1998). ComaTtnue-
CKH€ KJICTKM YMHPAIOT TOJIBKO IIOCJIe 3TOro. Takum
00pa3oM, LIMKJI II0JIOBOTO Pa3BUTUS y BCEX BUIOB
BOJIbBOKCA JUTUTCS CYILIECTBEHHO OOJIbIIIE, YeM LIUKJT
0ECIT0JIOrO pa3BUTHS.

BaxxHo, 4To eclii y MOJ10g0Tr0 6eCI1010ro chepou-
na V. carteri f. nagariensis ynaautb TOHUIUU, TO MOJTY-
YMBILIMICS B TAKOM 3KCIIEPUMEHTE MOJIOIOM KapKac
COMaTHYECKUX KJIETOK OYIET pa3BUBAThHCS U CTAPETh C
TaKOM Xe& CKOPOCThIO, KaK I KOHTPOJIbHbIE MHTAKT-
Hele cepounnl (Hagen, Kochert, 1980). Ha aToMm oc-
HOBaHMU OBLIIO CAEIAaHO MPEANOJIOXEHUE, YTO Pa3Br-
THE PEIPONYKTUBHEIX KJIETOK HE OKA3bIBACT BIUSIHUS
Ha IIPOLIECCHl TepMHUHAJIBbHOM IHrphepeHINPOBKH,
CTapeHUsI U CMEPTU COMaTHUYECKUX KJeToK. OmHaKo
9Ta UIes He COIIacyeTcsl C paCCMOTPEHHEBIMU BbIIIIE
JMaHHBIMU T€X K€ aBTOPOB O 3aMeIJICHUM TEMIIOB CTa-
PEHUSI COMaTUYECKUX KJIETOK B K€HCKUX chepounaax
(comepxkalux SIMIEKIETKN BMECTO OECITOIbIX TOHU-
nuit). be1o OB OYeHb MHTEPECHO IIPOBEPUTH TEMITBI
CTapeHMs] KapKaca COMbI JKEHCKOTro chepouia rmocie
SKCIEPUMEHTAILHOIO YIOAJICHUsI U3 HETo SleKIIe-
TOK. JlaHHBIE 00 OTCYTCTBUM BIMSHUS SHUIIEKISTOK
Ha IIPOLIECC CTapeHUsI COMATUUYECKMX KJIETOK KEH-
CKOI 0c00M BOJILBOKCA JAJI Obl OCHOBAHUS IIPEAIIO-
JlaraTh HaJIW4Me pa3HbIX IIPOTpaMM CTapeHUs U
CMEPTHU Y COMBbI U3 O€CIOJIbIX U JKEHCKUX CHEePOUIOB.
Kpowme Toro, 6b11a Beickazana uaest (Kirk, 1998) no-
IMyCKaBIIasl IPUHIMUITAATbHYIO BO3MOXHOCTD, YTO HA
TeMIIbl CTapeHUsI COMBI V. carteri Mor Obl OKa3bIBaTh
BJIIMSIHUE YK€ YIIOMSIHYTBIM BBIIIE IT0JIOBOI (pepo-
MOH, KOTOPHIi, TAKUM 00pa3oM, KOHTPOJIMPOBAI Obl
MPOLIECCHI OHTOTE€HEe3a HE TOJILKO Y PETTPOIYKTUBHBIX
KJIETOK, HO TaKXe U Y COMaTUYECKUX.

B cBsI3u ¢ paccCMOTpeHHBIMM BbIllIe JAHHBIMU 10
3aMeIJIEHHBIM TeEMITaM CTApeHUS COMATUYECKUX KJie-
TOK XEHCKUX cdepounoB V. carteri TIpencTaBisieTCs
00OCHOBaHHBIM YIOMSIHYTh 00 OCOOEHHOCTSIX CTape-
HUsI c(pepOonIOB Y HECKOJBKUX TUHUM V, aureus. leno B
TOM, YTO 3TOT BUI MPEICTABJIEH HE TOJIbKO JIMHUSMU,
JIJISI KOTOPBIX XapaKTepHO MOJIOBOE Pa3MHOXEHUE U
dopmupoBanue 3urot (Darden, 1966; Starr, Zeikus,
1993), HO TakKe M JUHUSIMH, B KOTOPBIX MYXKCKHE
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cheponabl OTCYTCTBYIOT WJIM BCTPEUAIOTCS UYPE3BBI-
yaitHo penko (Darden, 1968; Starr, Zeikus, 1993;
Desnitski, 2000). B xynbTypax Takux JUHUN MHOTUE
TOHUANKU O€3 OIUIOMOTBOPEHMS ITOCTEIICHHO TpaHC-
¢GopMUpYIOTCSIT B IPEANOJOXUTEIbHO TalIOUIHbIC
MapTEHOCIIOPHI (LIMTOJIOTUYECKUIT MJTN TEHETUISCKUIA
aHaJIN3 He IPOM3BOIWIIN), XOTSI OHU MMEIOT TaKOM Ke
BHEIITHUI BUI, KaK 3peJible TUILIOWIHBIE 3UTOThI, U
TAK>KE SIBJISIIOTCSI PE3UCTEHTHOM TTOKOSILIEMCS CTaIUE.
Coepounnl V. aureus, comepxKaimye ITapTeHOCIOPHI,
KMBYT Ha HECKOJIBKO JTHEU J0JIbIlIe, YeM ChepouIbl C
ronuausMu (Desnitskiy, 2009). Takum obpaszom, map-
TEHOCHIOPOBBIC JIMHUM 3TOrO BHIA BOJIBBOKCA MOIJIA
OBl OBITh MCIOJB30BaHbI IS aHAJIM3a OCOOCHHOCTEM
CTapeHUsI UX COMAaTUYECKUX KIIETOK.

K coxaiieHuto, moapodHO pacCMOTPEHHBIE BhIIIIE
ncciaenoBaHus Jadboparopun Koxepra mo crapeHUIo
COMaTHUYECKUX KIIETOK y V. carteri He OBUIA UM IIPO-
noipkeHsl. [lepeiimeM K JaHHBIM APYyTUX aBTOPOB, XO-
TSI U3y4EHME CTapeHUsI M1 CMEPTU He BCerma ObUIO Oc-
HOBHOH TeMO#l ux Iyoiukauuii. B obcTtositensHOM
MMKPOCTIEKTPO(MIYOPOMETPUIECKOM  KUCCIIeIOBAHUU
(okpacka DAPI) nadbopatopuu A. Koynman (Coleman,
Maguire, 1982) 66110 TTI0Ka3aH0, yT0 Y V. aureusu V. car-
teri f. nagariensis conepxxanue sineproii JJIHK B coma-
TUYECKMX KJIETKAaX B XOIe OeCHOJIOro LuKjia pa3BU-
THSI OCTAE€TCS IIOCTOSIHHBIM OT MOMEHTA 3aBEPIICHUS
JIpOOJIEHUST 3apoblllia O caMoOil cMepTH. Y o0omx
BUIOB BOJIbBOKCA coaepxkaHue xuoporuiactHoi JITHK
B COMaTUYECKMX KJI€TKaX TAKXKe CYIIECTBEHHO He 13-
MEeHsIeTCSI B Xoae nubdepeHIMPOBKU U CTapeHUs (B
KOHTPACTE C Pe3KUM YBEJIMYCHUEM COIePXKAHMSI XJIO-
porutactHoi JIHK B pacTymmx roHuamnsx).

B MonekynsipHO-TeHeTUYeCKUX MCCIeI0BaHUSIX
nmaboparopun . Kepka O MIeHTUGUIIMPOBAHBI
12 TpaHCKPUINTOB, CIIEIU(UIHBIX IJISI COMAaTUUECKUX
KJIeTOK U 19 TpaHCKpUIITOB, cielM(UYHBIX JISI TO-
aHunuii V. carteri f. nagariensis (Tam, Kirk, 1991; Tam
et al., 1991). Ot 12 coMaTUYeCKNUX TPaHCKPUIITOB
pa3mensIoTCs Ha ABe KaTeropuu: 5 “paHHMX”’, KOTO-
pble aKTUBHO aKKYMYJIUPYIOTCS, HAUMHAas C MOMEHTa
¢opMUpOBaHUSI COMATUUYECKUX KJIETOK HeIocpe.-
CTBEHHO mMocJje ApobjieHUsl 3apoblia, U 7 “mos3mi-
HHUX”’, KOTOpPBIE HE MOTYT OBITh OOHAPYKEHBI IO BHI-
X0Jla MOJIOABIX c(hepOUI0B U3 CTAPON POIUTEIbCKOI
ocobu. OmgHako aBTopsl (Tam et al., 1991) comHeBa-
JIMCh, UTO “TIO3OHME COMATWYECKWE TeHBI~ WTPAIOT
pelialolyo pojb B CTApEHUN COMbI, ITOCKOJIbKY TIe-
puoJ, B TeYeHHUE KOTOPOTO Obljla MaKCMMaJlbHas aK-
KyMYJISILIMS TTIO3JHUX TPAHCKPUIMTOB, MPEIIIECTBYET
daze crapeHusi. UHTepeCcHO, UTO OJIMH U3 3TUX O3~
HUX COMaTu4ecKux reHoB (reH LSG2) KonupyeT -
KOIIPOTEMHOBBIN JMTUYECKMIT (DEepPMEHT, KOTOPHIM
aKKyMYJIMPYETCs B MEXKJIETOYHOM TJIMKOIPOTEHO-
BOM MaTpUKCe pa3BUBarwlilerocsi chepouna. 3arem
3TOT (bepMEHT TNPUHUMAET ydyacTue B Jerpagaiuu
(4acTMYHOM TlepeBapuBaHNM) MaTpPUKCa, YTO MO3BO-
JIUT OCBOOOIUTHCSI cheporiaMm HOBOTO TTOKOJICHUS
(Nishimura et al., 2017). Takum o06pa3om, 3KCIIpec-

cusa reHa LSG2 KOCBEeHHO TTOATOTaBIMBAET OCHOBY
JUIST TIOCJIEAYIOIIETO CTapeHMsl KapKaca coMaTuhde-
CKUX KJIETOK.

Tem He MeHee, uMmeroTcs Imyoaukanuu (Shimizu
et al., 2001, 2002), nmoka3asiue 60jiee BaXKHYIO POJib
HEKOTOPBIX APYTUX MO3MHUX COMAaTUYECKUX TeHOB Y
V. carteri f. nagariensis B mpoiiecce cTapeHUSI COMEL.
Tak, HarpumMmep, ObLT KJIOHUPOBAH 1 U3Y4YEH T'€H, KO-
IUpYIOILINI cBsI3aHHYIO co ctapeHruem PHKa3zy. Co-
orBeTcTBYIomast nPHK akkymynupyeTrcst Hermocpen-
CTBEHHO B (ha3e CTapeHUsI COMaTUUYECKUX KIETOK, TO-
rija Kak cogepxkaHue ToTajdbHOI KiaetoyHoit PHK
MHOTOKPaTHO YMEHBIIIAETCS B XO[Ie 3TOTO Mpoliecca.
OueBUIHO, YTO TaKU€ Pe3yIbTaThl HE COTJIACYIOTCS C
npenctabaeHussMu Kepka u coaBropoB (Tam, Kirk,
1991; Tam et al., 1991) o poiau MO3MHUX COMaTUYE-
CKHX T€HOB B CTApEHUU Y CMEPTU COMBI.

Hakownen, 3aciy>XviBalOT YIIOMUHAHUsSI TaHHBIE O
merakacmazax tuna I w tuna Il 'y V. carteri f. nagarien-
sis (Nedelcu, 2009b), mmporeoauTudecKmux (pepmMeH-
TaX, UTPaloIUX KIIOUEBYK pOJb B IIpolecce Mpo-
rpammupoBaHHOM KiieTouHoM cMepTH (ITKC) y Hu3-
mmx aykapuoros (Bidle, 2016; Durand et al., 2016).

Hrak, mociie paccCMOTpeHHUS JINTepaTyphl 110 IIPO-
1Ieccy CTapeHUs U nocieayoolieil rudesn comaTuye-
CKMX KJIETOK Y BOJIbBOKCA CTAHOBUTCSI BUIHO, YTO
ATOT BOIIPOC (HECMOTPS HA €ro aKTyaJlbHOCTh) K Ha-
CTOSIIIIEMY BpeMEHU MU3Y4YeH SIBHO HEOOCTaTouHo. B
JIUTepatype Mo OHTOreHe3y BOJIbBOKCA HEOTHOKpAT-
HO OTMeYa/Id, 4YTO €r0 COMaTUYEeCKUE KJIETKU IIpe-
teprieBaloT IIKC (Hanpumep, Hagen, Kochert, 1980;
Kirk et al., 1987; Kirk, 1998). OnHako aBTOpbI OJJHOTO
M3 TIOCIEIHNX 0030pOB 10 OMOJIOTUH Pa3BUTHUS TOM
3eJICHOI1 BOOOPOCIY YKa3aau, YTO OHU BO3IEpPXKMBa-
10TCsI OT uctoJib3oBaHus TepmuHa [TKC, “nockonb-
Ky OH IIoJIpa3yMeBaeT CTEPEOTUIHEII HA0Op COOBI-
THUI, opeaeIsieMbIX IIPOIIECCOM aloITo3a B KIIeTKax
>KUBOTHBIX, KOTOpbIC He OBbLIM ucciienoBaHbl y Vol-
vox” (Matt, Umen, 2016, p. 109).

IlepeiimeM K ripoOIeMe, KOTopast OOBIYHO HE TTPH-
BJIEKAeT BHMMaHME HCCleNoBaTelIeii: 0COOEHHOCTSIM
rubev TOHUIN y BoJabBOKca. Bosee cta et ToMy Ha-
3am A. Beiicman (Weismann, 1904, p. 261) 3ameTun,
YTO TOHUIMU (OECIojble PENpPOIYKTUBHbBIE KIIETKMU,
Jalollle HayajJo HOBOMY IIOKOJICHUIO C(eporIoB
BOJIBBOKCA) SIBJISIIOTCSI MOTCHIIMAJIBHO OECCMEPTHBI-
Mu. OHAKO Helb3s1 3a0bIBaTh, UTO MPU OrPaHUYEHUM
pecypcoB (KakK B IIPUPOTHBIX YCIOBUSIX, TAK U B YCIIO-
BUSIX CTapEIOIIMX JIAOOPATOPHBIX KYIbTYp) TOHUINH
MOTYT T'MOHYTh, HE AaBasi IOTOMCTBA.

B cBsI3u co ckazaHHBIM MpPEACTaBISIET UHTEpPEC
CTaThsl, colepxallasi HEeKOTopylo WHGOpMalnio O
0eCroJIbIX PENPOAYKTUBHBIX KJIETKAaX B IEPETIOJTHEH-
Holi cTapemwleit kyabtype V. carteri f. nagariensis
(Gilles, Jaenicke, 1982). B To BpeMs KaKk B aKTUBHO
pacTtyiieii KyabType (C IJIOTHOCTBIO 0KoJio 10 cdhepo-
HMIOB Ha MJI) cepOoUIbl COMEPKAIM OOBIYHO o 12—
16 roHMIMIiA, B cTapelolieil KyabType (C INIOTHOCTBIO
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6osee 1000 ccheponaoB Ha MIT) OOJIBIIMHCTBO Chepo-
UIO0B coaepxkanu no 8—12 roHuauii. Mou MHOToOJIeT-
HUE HaAOMIONEHUS Hal KyJbTypaMU 3TOTrO Xe BUaa U
¢dopmnel Volvox cornmacyrorcst ¢ TaHHBIMUA LIATUPOBAH-
HOI BBIIIEC paOOTHI B OTHOILIEHUU YUCJIa TOHUIUHN Y
OecCIIoNbIX cPpepOonIOB U3 MOJIOIBIX U CTAPBIX KYJIb-
Typ. bonee Toro, moanep:kuBasi B TEUYCHHUE psiaa JIeT
KYJBTYpPbl BOJIbBOKCA, 51 HA0II0AaJl, YTO B CTAPEIOIINX
KyJnbTypax V. carterif. nagariensis (4epe3 2—3 Hel. T10-
cJie mepeceBa Ha CBEXYIO ITMTATEIbHYIO CPEay) TOHU-
MU TIEpeCcTaloT BCTyIaTh B IepuUoa ApoOJIeHus, 3a-
TeM IIOCTEIIEHHO 00eCIIBEUMBAIOTCSI U B KOHIIE KOH-
OB TMOHYT, pa3aesisis Cyab0y COMaTUIECKUX KIETOK
(3ameuy, 4TO My3eiiHbIe KyJIbTyphbl BOJIbBOKCA OObIU-
HO IIONIEPXUBAIOT IIyTeM PEryJISIpHBIX IEepeceBOB
IBaXKIIbl B MECSIIT).

B aktrBHO pacTymmx (MOJI0ObIX) KyIbTypax V. aureus
Oecnoible cepournbl comepkaTr mo 3—15 roHuamit
(wame 8—12) (Darden, 1966; Shelton et al., 2012
u 1p.). C npyroii CTOpOHBI, MOY MHOT'OJIETHIE HAOJIIO-
JIEHUSI TOKa3ali, YTO B CTapbIX KyabTypax V. aureus
(mpuMepHO yepe3 3—4 Hea. Tocye IepeceBa Ha CBe-
Xy cpeny) GOpMHUPYIOTCSI MUHHUATIOPHBEIE OeCIo-
Jele cpepomnapl, coaepxKamne JUIb 1—3 ToHuaud.
Takum obpa3zoM, B JaHHOM cJiyyae HET IIpeKpalle-
HMSI IIpolecca 0eCIoIoro pa3MHOXEHNS, UMEIOIIETO
MECTO B cTapbiX Kynbrypax V. carteri f. nagariensis.
OnHaKo 3TU cTapble KYJAbTYpHI V. aureus He sIBIISIIOTCSI
MEepPEIOJIHEHHBIMM, 4TO JacT OCHOBaHMs IIOJaraTh
rubenb 3HAYUTEIbHON YacTW HOMyJIsInuy Ha (hoHe
¢opMUpOBaHUSI OTHOCUTEIBHO HEOOJBIIOTO KOJIU-
YyecTBa MMWHMATIOPHBIX 0OCO0€il, CIIOCOOHBIX BIIO-
CJIEICTBUM JAaTh HOPMaJbHOE ITOTOMCTBO IIOCJIE IIe-
peceBa Ha CBEeXylO cpely. B cBsI3u co cKa3zaHHBIM
YMECTHO BCIIOMHUTH O IYOJIMKAIIMSIX, Pa3BUBAIOIINX
KOHIIETIIUIO “aIbTPYMUCTUUYECKOM” KIIETOYHOI THOETN
Y HEKOTOPBIX OJHOKJIETOYHBIX ITPOTUCTOB B CTPECCO-
Beix cutyanusx (Durand et al., 2011, 2014; Nedelcu
et al., 2011), korma 4acTh MOIYJISILIAM TUOHET, IIOAAEP-
>KMBasi BBDKMBAHUE U Pa3MHOXKEHHUE OCTaIbHBIX OCO-
6eii. OgHAKO B HACTOSIIIIUIT MOMEHT TPYIHO OLICHUTb,
HACKOJIbKO MOHM YHOMSIHYTHIE€ BBIIIEC IIPEABAPUTEIIb-
Hble U HEONMyOJIMKOBaHHbIC JaHHbIE Ha CTapelolInX
KyAbTypax V. aureus yKiIambIBalOTCS B paMKHU KOH-
LMY aJbTPYUCTUUECKON KJIeTOUHOI rudenau. B
OynyiieM ObUIO Obl MHTEPECHO U3YYUTh 3TOT BOIPOC
noapoOHee.

Kak 661 To HM ObL10, V. aureus n V. carterif. nagarien-
SIS, XapaKTepU3yITCsI HE TOJIbKO Pa3HbIMU PEeMPOIYK-
TUBHBIMU CTPATETMSIMU B ONTUMAJIbHBIX YCIOBUSIX
KyJIbTUBMPOBaHUS (KaK yKa3aHO BBIIIE B pasleiiec o
pa3BUTUU U TUPDEpeHLIMPOBKE KIIETOK Y 3TUX BOIO-
pociieit), HO TaKKe Y pa3HbIMU CTpaTeTUsIMU BbIKMBa-
HUS IPY OTPAaHWYEHUM PECYPCOB B CTAPEIOIINX KYJIb-
typax. Y V. carteri f. nagariensis npodieHue roHUaANH
B TaKUX KyJIbTypax 6JIOKMPYeTCs, HO B TEYEHUE OTHO-
CUTEJIbHO KOPOTKOTO BpEeMEHU (HECKOJbKO IHEit)
BCE PEIPOAYKTUBHbIE KJIETKM COXPaHSIIOT CIOCO0-
HOCTb Ha4aTb HOBYIO CEPUIO JIeJIEHU M (€CJIu YCIOBUS
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yayumarcs). Y V. aureus citocOOHOCTH K (popMUpOBa-
HUIO HOBBIX KOJIOHUI COXpaHsIieTCsl B HeOJIaronpusT-
HBIX YCJIOBUSIX TOpa3no AoJjiblie (0ojiee Mecsliia), HO
Gecroioe pa3sMHOXEHHE TIPOUCXOIUT TOJBKO Y OTHO-
CUTEJILHO HEOOJIBIIIOTO YHCa ocobeii. DTo corjacyer-
CsI C MOMMH MICCJIEIOBAaHUSIMU 110 KOJIOTUH BOJIbBOKCA
(Desnitskiy, 2016, 2017, 2020), KOTOphIe TTOKA3LIBAIOT,
uTO V. aureus, eMMHCTBEHHBII1 KOCMOMOJIMTHBINM U HAU-
0o0JIee YaCcTO BCTPEUYAIOLIMIACS B IIPUPOJIE MPEIACTaBU-
TeJIb JAHHOTO poAa BOOOPOCIIE, Jydllle IPYTUX BU-
JIOB aJallTUPOBaH K XU3HU B CYO-ONTUMAIBHBIX U
Cy0-3KCTpeMaIbHBIX YCITOBUSIX.

SAKIIIOYEHHME

BonbBokc cTan IepCHeKTUBHBIM  MOJIEIbHBIM
00BEKTOM, KOTOPHIN YCHEITHO UCIIOJb3YIOT IS U3y-
YyeHMs TpolieccoB nuddepeHIIMPOBKU U Mopdore-
He3a B OTHOCUTEIbHO MPOCTOI CUCTEME, COCTOSIIIEH
JIMIIIb U3 OBYX TUIIOB KJeTOK. OmMHAKO HACTOSIIUIA
0030p CBeeHUIT O CTapeHUU 1 TUOEJIN KJIETOK Y 3TOM
3eJICHOI BOIOPOCIIM II0KA3bIBAET, YTO JaHHAasI TeMa K
HaACTOSIIIIEMY BpeMeHM pa3paboTaHa BecbMa cj1adbo n
KeJaTeabHbl nanbHelue ucciaenoBanus. [lpexmne
BCEro ObLIO ObI BaXKHO YETKO OIPEAeIUTh U MOAPO0-
HO OXapaKTepu30BaTh Pa3HbIE 3TAITbl CTAPEHUS COMBI
KakK B X0Jie OECITOJIOTO LIMKJIa Pa3BUTHUSI, TaK U B OH-
TOTeHe3e KOJIOHUi1, (hOpMUPYIOIINX PE3UCTEHTHBIC
MOKOSIIMECsS CTaaAuM (3UTOThl WK ITapTEHOCIIOPHI).
3aciykrBaeT BHUMaHUsI Takxke U 0oJjiee MoaApoOHbIA
aHaJIM3 IIpoliecca CTapeHUs J1a00PaTOPHBIX KYJIbTYP
BOJIbBOKCA M TUOECJIM TOHUIWNM, TIPOUCXOASIICH TP
OrpaHUYEHUHU MUTATEIbHBIX PECYPCOB.

Pon Volvox xapakTepu3syeTcs 3HAUNTEIILHBIM pas3-
HOOOpa3ueM OocoOeHHOCTel UMKIIOB pa3BuTus. Ilo-
3TOMY B OyayIIeM IJIsI 9KCIIEpPUMEHTAJIbHOTO aHaIW-
3a MPOILECCOB CTAPEHUST U TMOEIHN KJIETOK OBLIO OBl
ONTUMAJIbHBIM MPUMEHUTh CPABHUTEIbHBINA MOIXO]I
U WCIIOJIb30BaTh HE TONBKO V. carteri (Haubosee usy-
YeHHBII BUI), HO TAKXKE U IPYTHe BUIBI (IIPEeKIae BCe-
ro V. aureus).

COBJIIOAEHWUE OTUYECKNX CTAHIAPTOB

le/l BBITIOJIHECHUM OAHHOI'O HCCJICOOBaHUA JIIOAU U
XMBOTHBIE HE UCNOJIL30BAJIMCh B KAYECTBE OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTOp 3asBIISIET, YTO KaKOK-JIN00 KOH(MINKT MHTEpe-
COB OTCYTCTBYET.
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Volvox as a Model for Studying Cell Death and Senescence

A. G. Desnitskiy* **

Department of Embryology, Saint- Petersburg State University,
Universitetskaya nab. 7/9, Saint- Petersburg, 199034 Russia
*e-mail: adesnitskiy @mail.ru
**e-mail: a.desnitsky @spbu.ru

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.

Keywords: cell death, cell differentiation, cell divisions, developmental cycles, senescence, Volvox
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