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Jllo6aa ponroxmByLLaa cmctema fOSKHa ObiTb cTabunbHoW, T.e. 0bna-
[aTb NOBbILLIEHHOW YCTONYMBOCTbIO KaK K BHELLHMM BO3ENCTBUAM, Tak
1 K BHYTPEHHUM c60AM. PO6acTHOCTb 61ONOTMYECKNX CUCTEM MOXKET
6bITb OMNpefeneHa Kak peLnnpoKHas BeIMumHa K GeHOTUNNYECKO
VN3MEHUYMBOCTY UK, ANA NONOXUTENIbHO pacnpefesieHHbIX MPU3HaKoB,
K k03 duumeHnTy Bapuauun (C.V.). PaccmaTtpriBas NpoLoSiKUTENbHOCTb
MKM3HW KaK MHTerpanbHbl GpeHoTUN BCcex GyHKLMIA opraHmM3ma, Mbl No-
Kasanu, yto deHoTUnnYeckas pobacTHOCTb OpraH1U3Ma NMoNOXUTESNb-
HO KoppenvpyeT C 0XK1aaemMol NPOAOIKUTENbHOCTbBIO XKU3HWU. Mbl
onpefenuyn NnapameTpbl NPOACIHKUTENBHOCTY XIU3HW ANA pAAa UH-
6pepnHbIx nuHuI Drosophila melanogaster, BbipaleHHbIx npu 29 °C, n3
konnekuymn Drosophila Genetic Reference Panel (DGRP). ®eHoTtvnuye-
CKas pobaCcTHOCTb MPOJOIKNTENBHOCTM X1n3HU (C.V.™1) Ans 3TUX AMHUN
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Xn3HW. COOTHOLLEHME Mexay POOaCTHOCTbIO U OXKMAAeMON NPOAON-
MKUTENbHOCTbIO XM3HU coxpaHaeTca n ana DGRP nuHuMi, BbipaLleHHbIX
npw 25 °C. [loMMMO 3TOro, B COOTBETCTBUY C paHee ony6MKoBaHHbIMU
pesynbTaTtamu, C U3MeHeHneM (YMeHbLUEHEM UK YBeNTMYeHneMm) TeM-
nepaTtypbl Kp1Bble AOXUTUA MacLUTabMpPYIOTCA (pPacTArMBaloTCA Un
CXKMMAIOTCA COOTBETCTBEHHO) MO BPEMEHHON LKane. VIHbIMU cnoBamy,
C yBenIyeHnem TeMnepaTtypbl NagaeT Kak CpefHAA NPOAOIKNTENb-
HOCTb XM3HU, TaK 1 CTaHAAPTHOE OTKIIOHEHWe OT CpefHel NPOAOIKN-
TEJIbHOCTU XWM3HW, B TO BPeMA Kak KoadduLmeHTbl BapraLmm coxpa-
HAKTCA B TOM Xe Anana3soHe. Micxoaa 13 3Toro, Mbl 3aKYNUK, YTO
K03dULMEHTbI BapuaLin KOPPENUPYIOT CO CPeAHen MPOLOSIKUTESNb-
HOCTbO >KWU3HU 1 OTPaXKaT GeHOTUNNYECKY0 PO6aCTHOCTb MPOLOS-
KUTENbHOCTY KU3HWN AaXke MPY YCKOPEHHOM CTapeHI, BbI3BaHHOM
TemnepaTypon.

Long-lived systems are expected to be stable, i.e.
resistant to either external influences, or internal fail-
ures. Robustness of biological systems can be defined
as a reciprocal value to their phenotypic plasticity
expressed through a coefficient of variation (C.V.) for
positively distributed phenotypic traits. Considering
lifespan as phenotype, which integrates all functions
of an organism, we showed that its phenotypic robust-
ness correlates positively with life expectancy. We
assessed lifespan parameters for a selection of inbred
Drosophila melanogaster strains from Drosophila
Genetic Reference Panel (DGRP) reared at 29 °C. The
robustness of lifespan phenotype (C.V.™") correlated
positively with estimated life expectancy for these
strains. The same relation also holds for the lifespan

of all DGRP strains reared at 25 °C. Also, in agreement
with previous observations, upon temperature change
(decrease or increase) the survival curves scaled in
time (stretched or shrunk respectively). In other words,
the average lifespan decreased for flies reared at el-
evated temperature, but so did the standard deviation,
and thus the coefficients of variation remained in the
same range. From this we conclude that coefficients of
variation correlate with life expectancies and account
for the robustness of lifespan phenotype irrespective
of accelerated aging caused by temperature.

KntoueBble cnoBa: NPOAOCIKUTENbHOCTD XKI3HW; OXnAaemas
NPOLOMKUTENBHOCTb XN3HW; CTapeHve; beHoTunmuyeckas
N3MEHUYMBOCTb; GeHOTMNNYECKas pobacTHOCTb; Drosophila
melanogaster.
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JKUaeMast IPOJOJDKUTEIILHOCTD KU3HH, KaK M MHOYKeE-
CTBO IPYTUX (DEHOTUNNYECKHX IPU3HAKOB, 3aBUCHT OT
B3aMMOJICHCTBHS TEHOTHIIA CO cpeloid. Tak, MyTaluu B

psilie TeHOB, KOHTPOJIMPYIOLIMX METa00IM3M, POCT, YIaKOBKY
JHK B xpomatus, penapauuto JJHK u T. 1., Moryt npuso-
JIITH K OIIyTHMBIM H3MEHEHHSIM B CpETHEH MPOIOIKUTEb-
Hoctu xu3nu (Kenyon et al., 1993; Ayyadevara et al., 2008;
Garinis et al., 2008; Zane et al., 2014; Ivanov et al., 2015;
Proshkina et al., 2015; Pan, Finkel, 2017; Van Raamsdonk,
2017). O4eBUAHO, YTO TE€HETHKA CTAPEHUS NMPEACTABIACT
co0oit 0OmMpHYI0 00IaCTh WCCISTOBAaHUI, M HA JaHHBIN
MOMEHT y>ke u3BecTHO mopsiaka 900/200/100 renos (http:/
genomics.senescence.info), oTBeUaOMUX 32 yBEIHUCHUE
WIN YMEHBIIEHHE TPOAODKUTEIBHOCTH JKU3HH, Y HEMATO
(Caenorhabditis elegans), myx (Drosophila melanogaster) n
mbitieit (Mus musculus) coorBerctBenHo (Tacutu et al., 2013).
Cpenu cpeoBbIX (akTOPOB, BIMSAIOMINX Ha MPOIOIKUTEINb-
HOCTb XM3HH, OJJHIMH N3 HanboJee 4acTo pacCMaTpHBaeMBbIX
SIBJISIFOTCSI JIMETa, CyTOUHbIe pUTMBI U Jip. (Mair et al., 2003;
Lopez-Otin et al., 2016; Vermeij et al., 2016; Kapahi et al.,
2017; Rogina, 2017). IToMumo 3T0TO, AJ151 HOHKMIIOTEPMHBIX
JKMBOTHBIX CYILIECTBEHHOE BIIUSIHUE HA TPOJIOJDKUTEIBHOCTh
JKM3HU OKa3bIBACT TEMIIEPATypa, C yBETHIEHHEM KOTOPOH, KaKk
MPaBHIIO, YMEHBIAETCS CPEIHSIS IPOIOIDKUTEIBHOCTD KU3HH
(Shaw, Bercaw, 1962). HakoHel, Ipx cCpaBHEHUH 0XKHUIAEMOM
MPOJOJKUTENBHOCTH JKU3HH JUISl PA3IMYHBIX BHOB KHUBOT-
HBIX BBISBISICTCS PsiZi YHUBEPCAIbHBIX AJUIOMETPHUCCKUX
3aBucuMocTeil. Tak, oxxuaemast MpOJOJKUTEILHOCTD JKU3HU
pacTeT ¢ yBEITMUCHHEM BHIOBBIX PA3MEPOB U YMEHBIICHH-
€M CKOPOCTH OCHOBHOTO MeTa0oiM3Ma Ha €IMHUILY MacCChI
(Speakman, 2005; Hulbert et al., 2007).

Bynyun Konm4ecTBEHHBIM (DEHOTHIHYECKUM TIPU3HAKOM,
MIPOJIOJDKUTEIBHOCTD JKU3HU MOXET OBITh ONHCaHa HEKO-
Topo (hYHKIMEH pacripeneieHus] INIOTHOCTH BEPOSITHOCTU
f(?) (probability density function, PDF) ¢ mapamerpamu
0=0,=p 0,=o0,..,0), TIe UL ¥ G — OKHIAEMas IPO-
JIOJDKUTENIHOCTD JKU3HHU M CTaHIAPTHOE OTKJIOHEHHE COOT-
BETCTBEHHO. [Ipy 3TOM TUI M mapaMeTpsl pacHpereeHHs
f(¢) OynyT 3aBuceTh OT (PyHKIMH CHIBI CMEpTHOCTH A(%),
OMUCHIBAIONIEH PUCK CMEPTH B MHTEpBaJIe Bo3pacTa [ 7, (1+Af)].
Cua CMepTHOCTH CBsi3aHa ¢ PyHKIHEeH JOKUTHS S(7), T.€. ¢
BEPOSTHOCTBIO JOKHUTHUS JI0 BpeMeHu £, Kak S(f) =P(T > 1) =

= exp[j(:h(x)dx], u ¢ PDF, kak f(¢) = h(¢)-S(¢). Ilpu sTom

S(@) =1-F(¢), tne F(¢t) = (T < {) — yHKINS pacmpenene-
HUSI TIPOAOIDKHUTENBHOCTH Xu3HM (cumulative distribution
function, CDF) (Moore, 2016). Takum 06pa3om, 3Hast 3aK0H,
OTIPE/ICTISIONINN CUITY CMEPTHOCTH /i(f), MOXHO BBIBECTH
¢dynkmo goxutus S(7).

Hcxons u3 smnupudeckux HabmogeHnui, b. TommepTin
MPEAMOIOKHI, YTO BEPOSITHOCTh CMEPTH BO3PACTACT JKC-

MTOHEHITMAIIFHO C BO3pacToM: /i(f) = a-exp[é
metpuzanun ['ymoens: A(t) = % - exp [%] (Gompertz, 1825;
Greenwood, 1928; Gumbel, 1958; Missov et al., 2015).

[Tpu 3TOM (QyHKLUS JOKHUTHUS IPUHUMAET CICAYIOIINIA BU:

] Wi B 1apa-

S(f) =exp [fexp (I_TT)] (puc. 1, a). IToMuMo 3TOTO, BO3ZMOXK-

HBI ¥ JPYTHe 3aKOHBI, OINPEAENIAIOINEe H3MEHEHNS B CHIIE
cMepTHOCTH ¢ Bo3pacToM A(f) (Moore, 2016). Cnenyer, ogna-
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KO, OTMETHUTH, UTO B OOJIBIIIMHCTBE, ECJIM HE BO BCEX, CITyYasX,
Kacaromuxcs Ononoruu crapenus, GyHkun /(f) u S(f) Hens-
BECTHBL. TeM He MeHee UX MOXKHO OIPE/ICINTh U3 arpoKCH-
Malu1 SKCIICPUMCHTAJIbHBIX JaAHHBIX MECTOJAaMU O606IﬂeHHOﬁ
perpeccun, npuMersst pacupeneienus [ommeprua/l'ymbens,
mbo psx npyrux pacnpenenenuid (Moore, 2016). ITomumo
[POYero, HerapaMeTpUIecKue IMoIX0/1bl, KaK, HalpuMmep, Me-
tox Karutana—Meiiepa, Takke TO3BOJISAIOT OIEHUTH (PYHKIIUIO
noxkutHs S(f) 1 OCHOBHBIE TTAPAMETPHI TIPOIOIKUTETHHOCTH
xu3HU U U 6 (Kaplan, Meier, 1958).

Kax mpasmo, mpu ananmse 3Q@PEKTOB TeX WIM WHBIX
(hakTOpPOB Ha MPOIECCH CTAPEHNUS B IICHTPE BHUMAHUS OKa-
3BIBACTCS OKUIACMAast IPOIOJKUTEIIBHOCTD Jku3Hu E(T) = p.
OpHAaKO eci TOCMOTPETh Ha (DYHKIIMIO TOXKHTHUS, TO CpPazy
BUJIHO, YTO IPYTUM HEMAJIOBaYKHBIM ITapaMETPOM SIBIISICTCS U
KpyTH3Ha KpuUBbIX S(), 3a1anHast koaddurmentom P st pac-
npenenerns 'ym6ens (cM. puc. 1, a), 9To B paBHOI CTETIEHH
MPEICTABIISICT HHTEPEC TS TOHMMAHHS ITPOLIECCOB CTAPECHUS
(Stroustrup et al., 2016). OueBuaHa TakKe U MpsiMasi CBSI3b
MEXKAY KPyTU3HOH (YHKIIMU JOKUTUS U CPETHEKBAApaTHU-
HBIM OTKJIOHEHHEM (G) B TMPONOKUTEIBHOCTH KHU3HU (CM.
Marepuansl U MeTObl, puc. 1, a). PaccmarpuBas camy mpo-
JOJDKUTENBHOCTD KU3HU KaK ()eHOTUMTNIECKNI TPU3HAK, He-
TPYZTHO 3aMETUTD, YTO G OTPA’KAET HE YTO NHOE, KaK BEITUIUHY
U3MECHYMUBOCTU JAHHOTI'O q)eHOTI/lHa IIpy 3aITAaHHOM I'CHOTHUIIC.

JU1st TOJIOKUTENBHO PacTIpEACICHHBIX TPH3HAKOB, TAKHX
KaK BpeMsi )KU3HU, IMEET CMBICI BEIPaXaTh (DeHOTHITHYECKYTO
M3MEHUYUBOCTD uepe3 koddduuuent papuanuu (C.V. = o/p),
T.€. KaK OTHOCHUTEIBHOE CPETHEKBAAPATUIHOE OTKIOHEHHE
OT 0)KHIaEMOH TPOIOIDKUTEIBHOCTH )KU3HH. B oTiune ot 6
C. V. moka3bIBaeT KPyTU3HY KPUBBIX JOXKUTHS B KOOPIUHATAX,
HOPMaJIN30BaHHBIX HAa OXKHUAAEMYIO MPOAOIIKUTEIEHOCTD
KU3HU (cM. Marepuansl n MetTonsl, puc. 1, 6) (Markov et al.,
2016). O6parnas senuuuna C.V.-! = SNR = /G coOTBETCTBY-
€T B TEXHUYECKOM CMBICJIE COOTHOIIEHHIO CUTHAA K HIyMy
(signal to noise ratio), a B OM0OI0rn4ecKOM — (PEHOTUITNIECKOH
pobaCTHOCTH.

MBI IPEATIONOKUIN, YTO YBETHICHHUE OKUIAEMOH ITPOJIO-
JKUTEITBHOCTH KU3HU MOXKET OBITH 00YCIIOBIIEHO ITOBBIIIICHHON
(eHOTUIIMUECKON POOACTHOCTBIO OpraHu3ma. B kayecTse
MHTETPATBHOTO (PEHOTHITHUECKOTO NPU3HAKA, 3aBUCHMOTO OT
BCeX (DYHKIMH OpraHM3Ma, Mbl PACCMOTPENH caMy e Ipo-
JOJIKHUTCIIBHOCTD XKU3HU. Hamm PE3YIIbTAThl TOKA3bIBAIOT, YTO
CPeIHSSA TPOIOIKUTENEHOCTD KU3HHU ([L) I EHOTHITYECKast
pobGacTHOCTh ipopoikuTenbHoCTH xu3hu (C. V1) koppenu-
POBaHBI IMMOJOXKHUTEIIBHO, YTO MMOATBCPIKAACT I'UITIOTE3Y.

MaTtepwuanbl n metogbl

MaremMaTH4ecKHii aHAJIU3 NPOAOTKUTETLHOCTH JKU3HH.
Pacnpenenenne ['ymOens 3amaeTcss IByMsI apaMeTpaMu:
koa(durentom capura t (location) m macmrada B (scale):
flH= % -exp [% —exp (%)] (cMm. puc. 1, a) (Gumbel, 1958;
Missov et al., 2015).

OskuaeMas POJODKUTEIBHOCTD JKU3HU (L) U CTaHIapT-
HOE OTKJIOHEHHE (G) ONPenessItoTes, Kak W=1T — Y - 3, ¥ cpel-
HEKBaJIPaTUIHOE OTKIOHEHHE, KaK G = TET'EE, roe y=0.57721
(moctosinHas Ditnepa—Mackeponu). [lapameTp T cooT-
BETCTBYET MOJIC MPOIO/DKUTEILHOCTD JKU3HH | [3, @ 3HAYHT,
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A link between phenotypic robustness and life
expectancy in Drosophila melanogaster
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a - dyHKumMA poxutua S(t) otpaxaet BepOﬂTHOCTb AOXMTUA A0 BPeMeHM t 11 cBA3aHa ¢ GyHKUMel pacnpeaenenua F(t) u dyHkuvei nnot-

HOCTU BepoAaTHOCTU f(t) Kak S(t) =P(T=t)=1-

I f(x)dx. B kKauecTBe NnpvmMepa nprBeaeHbl yHKUMKM S(t) n f(t) pacnpefnenexus lymbens;

6 - CTaHAAPTHOE OTKIOHEHNE () OT cpefjHel I'IpOAOJ'I)KI/ITeJ'IbHOCTI/I KU3HW onpefensaeT KpyTUsHy GYHKLMN AOXKNTUA B aBCONOTHON LWKane
BPEMEHMU, YTO BUAHO MPU CPaBHEHNUN LIeHTPUPOBaHHbIX MO cpefHeii (t — 1) KpuBbix aoxutua. Koadduument Bapuauun (CV. = o/u) onpe-
nenaet KpyTusHy GyHKLUM AOXKUTYA B HOPMUPOBAHHON MO cpefHen (t/21) WKane BpemeHu.

U G — KpyTH3HE QYHKINH AOKUTHS: S(f) = exp[fexp (t_TT)]

.puc. 1, a). 1 cv=g=TF.
(cMm. puc. 1, a). IIpu atom TN

IIpu MaCHITa6I/IpOBaHI/II/I S(#) Ha cpeTHIOIO TPOJOIKUTEIb-

(=)
uSNR-C V1=

HOCTB JKU3HU S(#/1L) = exp [fexp (ﬁ%m)], TIC Tyom = T/LL,

KpyTH3Ha KPUBBIX JOXUTHS nipuBoautcs k C. V. Ilpu paBen-
crse C. V. 1 1ByX pasnudnbIxX GyHkuumii goxurus, S, (ft,, B,)
u S, (f|t,, B,), IMeeT MecTo CleayIOIee COOTHOLICHHE:

S\t By) = Sy[ 2 e By =

0, % Bi_ ﬁz
ecn HH—H,TO

[ -1t,, Bz] JeicTBUTENBHO,

Bl—— B,. Orcrona

(ty/1)) -t -1, _
=5

)] = expl-exp (2 ; )= 5,0, B).

Sz[% -1t,, Bz] = exp [fexp (

p( t_Tl

— exp|-e ) B
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Taxum o6pa3zom, ipu paBeHcTBe C. V. B HOpMaIM30BaHHBIX
KOOpAMHATAX BPEMEHH JBE (DYHKIMH JTOXKHTHS PaBHBI (CM.
puc. 1, 6). I[lono6Hoe siBieHue Habmonaercs y nemaron (Cae-
norhabditis elegans), koraa Ipy YBEINICHUU TEMIIEPATYPHI
KpyTH3HA KPUBBIX TOXUTHUS () YBEIMINBACTCS MPOMOPLIHO-
HaJIbHO MaJICHHUIO CPETHEH MTPOOIDKUTEILHOCTH KU3HH TIPH
coxpanenunu paserctsa C. V. (Stroustrup et al., 2016).

st onpeiesieHust mapaMeTpOB KPUBBIX JTOKUTHS U3 IKC-
TMCPUMCHTAJIbHBIX JaHHBIX UCITOJIb30BaJIN CIICAYIONINUE MMaKCThI
S3bIKa IIPOrPaMMHPOBaHus R: survival 1Uis HerlapaMeTpude-
ckoit onenkn merogom Karumana—Meiiepa (Kaplan, Meier,
1958; Therneau, Grambsch, 2000) u gamlss nyist mapameTpu-
geckoit orienkn S(f) ['ymGens (Rigby, Stasinopoulos, 2005;
Stasinopoulos, Rigby, 2007).

GAMLSS (Generalized Additive Models for Location,
Scale and Shape) mpencrasnser co00i MOAXOMA, pacIINpsI-
rowii 0000IIeHHBIN perpeccuonHbli anamu3 (Generalized
Linear Modelling), koTopbIii MO3BONISET OLEHUTH 3(HPEKTHI
MHTEpPECYyeMbIX (haKTOPOB HE TOJIBKO Ha CPEIHHE 3HAYCHUS,
HO W Ha LENBIA PsiJ APYTHX MapaMeTpoOB paclpeieeHHs
(maciTa0, popma u T. 1.). B obmiem cityuae, ecnu ciryvaiinast

Test systems and biotests



CBA3b Mexxay GeHOTUNMYECKON Po6aCcTHOCTbIO U CpefHei
MPOAOIKUTENBHOCTBIO X13HW Y Drosophila melanogaster

BEJIMUMHA (BpeMsi CMEpTH) pacrperesneHa kak ¥~D(0), roe
D — nexoTopoe pacnpejenenue ¢ napamerpamu 0 = (0, = p,
0,=o0,...,0,), To obmas moxear GAMLSS 3amaercs xak:
g=m =X +7 o,
8(0) =My =Xy 0, + 7y,
O ==X o+ 7 o,
rue g, — «IMHKepHas» QyHKums (x, In(x), 1/x, u T.a.); X, —
perpeccopHas MaTpuia GUKCHPOBAHHBIX 3(P(EKTOB; Z;, —
perpeccopHas MaTpHla CIIy4aiHbIX d3QPEKTOB; 0, U O, — KO-
5} duIKMeHTE MOJENH, yCTaHABIMBAEMbIE A1 apaMerpa 0,
(Rigby, Stasinopoulos, 2005; Stasinopoulos, Rigby, 2007).
JKCNepUMEHTAIBHBINH aHAJIN3 NMPOAOKUTEILHOCTH
SKM3HU. [[TUTeThHOCTD KU3HU ONpeesieHa Iy 12 ceKBeHH-
PpOBaHHBIX HHOpEeMHBIX JTHHUN Drosophila melanogaster nu-
koro tuna u3 Drosophila Genetic Reference Panel (DGRP),
BbIIENeHHBIX 13 momyisimuu Raleigh, North Carolina (ko:-
nexuust Bloomington Drosophila Stock Centre): DGRP-93,
DGRP-229, DGRP-370, DGRP-630, DGRP-653, DGRP-761,
DGRP-787, DGRP-790, DGRP-812, DGRP-822, DGRP-850,
DGRP-900 (Mackay et al., 2012; Huang et al., 2014). J{ys1 3T0-
TO B KayK/1yI0 IPOOMPKY ¢ KOPMOM Ha KyKypy3HOii Kpytie Oe3
n3toMa romernany 20 By X THEBHBIX JIEBCTBEHHBIX CAMOK HITH
caM1i0B. Beero B ananms 0b110 B3s10 100 camok 1 100 camiios
Kax10M IMHUU. DKCIIepUMEHT IpoBoamiu npu 29 °C, MeHss
KOPM Ha CBEeXKHUH KaXKble TpH AHs. Yuciio morudmmx ocobeit
TOZICUMTBIBAIIN KaXK/IbI€ TPH JHS. JlaHHbBIE 110 IPOAOIKUTEIb-

S(t), % BbIXUBLUNX

40
r=0.994, p < 0.001
35+
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HocTH *ku3Hu ans nuauit DGRP, Beipamenusix npu 25 °C,
JIocTymHBI U3 uteparypsl (Ivanov et al., 2015). Kpussie no-
sxutust 'ym6enst uist DGRP nmawid, Beipamennsix mpu 25 °C,
ObLIM BOCCTAHOBIIEHBI U3 OMYOIMKOBAHHBIX [IAPAMETPOB {1 1
A

o (Ivanov et al., 2015).

PesynbTaTbl n 06CyxaeHMe
Jns OLEHKM OTHOLIEHUH MEXAY TaKMMHU IapameTpamu
MPOJOJKUTENILHOCTH KHU3HH, Kak [, 6 1 C. V., MBI TpoaHanu-
3UPOBAIH JTUTENLHOCTD JKU3HM ISl 12 CEKBEHHMPOBAHHBIX
nHOpenusx muHu DGRP D. melanogaster (Mackay et al.,
2012), Beipamennsx npu 29 °C. AnmpoKCcUMamnus KpUBBIX
JnoxuTHs 1o pyHkuusm S(f) pactipenenenuii ['ymoens (GU),
Beiibymta (WEI), I'amma (I'), mormopmansHoro (LNO) u 06-
parnoro pacnpeaenenus ['aycca (IG) nokaszana, aro pacrpe-
nenenue ['ymOenst HauTydnM 00pa3oM OIMCHIBACT IKCIIEPH-
MEHTaIbHBIE TaHHbIe (puC. 2, a). [leficTBUTENbHO, 3HAYCHNUS
norapudmMuueckoil GYHKIMH MTPABAOTONO0US /ISl MOJICITH
S(1), moctpoenHoii no pacnpezenenuto ['ymbens, npesoc-
XOIIUT TaKOBBIE JUISt IPYTUX MOJENEH: [, = ~7399.6 > 1., =
=-7610.8>/,=-8013.91>/,,,=-8230.04>/,,=-8293.09.
[TomuMoO 3TOTO, HApaMETPUUECKUE OLIEHKHU CPeTHEN POI0JI-
JKUTEJIbHOCTH JKU3HH U CPEIHEKBAIPATUYHOTO OTKIOHECHUS
XOPOIIIO COBITAAI0T C HEMTapaMETPUIECKUMH, OIIPE/ICIICHHBI-
Mmu metonoM Karutana—Meiiepa (cMm. puc. 2, 6, 6).

AHanu3 KpUBBIX JOXKUTHUS S(f) A7 CAMOK M CaMI[OB, BBI-
pameHHBIX 1pu 29 °C, BBISIBHII IIMPOKHH pa3dpoc 1o cpeHei

obs. fit.
- — #229
#370
#563
#630
- — #761
#787
#790
#812
#822
#850
#900
- — #93

S(t), % BbIXUBLUNX

@

#229
#370
#563
#630
#761
#787
#790
Vo #812
#822
#850
#900
#93

44410

o (f'ymbenb)
<

< <

2 4 6 8 10 12 14
o (KannaH-Meiiep)

Puc. 2. MNapameTpuyeckuii aHanm3 NpofomKNTENIbHOCTY XKU3HM ANA MHO6peaHbiX nHui DGRP Drosophila melanogaster.

a - 3KCnepuMeHTanbHble (obs., NpepbiBUCTbIE NMHMMW) U CMOAENNPOBaHHbIe (fit., CMNOLWHbIE TMHUN) KPUBbIE [OXKNTUA, ONpefeneHHble Ans
camuoB (neBas naHesnb) U camok (npaBas naHenb) nuHuin Drosophila Genetic Reference Panel (DGRP: #93, #229, #370, #563, #630, #761,
#787, #790, #812, #822, #850, #900), BbipalyeHHbIX Npu 29 °C. KprBble BbIXKMBAaeMOCTV CMOAENPOBaHbI C MCMOMb30BaHNEM GYHKLUMMN AO-
XKunTnA S(t) BepoATHOCTHOTO pacnpepenerus ymbens. BugHo, 4To CMoAenpoBaHHbIE KPUBbIE AOXKMTISA XOPOLLIO COBMaAatoT ¢ Habnoaae-
mbimu (RZ = 0.98); 6, 6 - napameTpbl NPOAOIIKUTENbHOCTU XXU3HW: CpefHAA (6) N CTaHJAPTHOE OTKIOHeHe (8), onpefeneHHble C MOMOLLbIo
napametpuueckon mogenu flymbens n HenapameTpumuyeckum metogom Kannana—Meiiepa, XOpOLLO COMOCTaBYMbI.
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BnuaHwe reHoTnna n Hey4nTbIBaeMbIX SKCMepnMeHTalbHbIX (bnyKTyau,wh Ha napameTpbl U N O (I)yHKLI,VIVI OOXUTNA

Mon Mopeno® . M S
) mOy, Ho
mil, Hot+G 0y+G+R
m2;, Mo+ G+R
? mop Ho
m1, Hot+G 0y+G+R
.................... M2y o MG
3 mOg oA
milg Ho+G+R 09+ G
m2g 0g+G+R
9 ............... - 0000 ............................
mig Mo+G+R 0o +G
m2g 09+G+R

GED NBAICE P
426
67.4 m1,-mo0,:589.3 |539.7 1.6-107108
106.8 m2,—m1,: 144.8|66.05 57-107
e S
52.04 m1,—mo0,;: 454.5 | 408.2 1.2-1078
024 m2,-m1y:21001109.2 220077
498
60.1 m1s—m0g: 131.6|111.0 33-107%
106.8 m2;—m1,:177.2|83.7 45-107"7
g R SR
66 m1,—m0y: 68.6 | 37.6 1.2:1078
1024 m25—m1,:129.6 | 56.7 23-107"2

@ GAMLSS mogenu p = g + G+ay + R-w;q 1 In(0) = 0 + G+ a, + R* w5, onucbiBaloLye BUAHNE GUKCUPOBAHHOTO 3pdeKTa G — reHoTHNa 1 CyYanHoro spdekTa

R - noBTOPOB 3KCNeprMeHTa (Npobrpka) Ha napameTpbl GyHKLMN JOXNUTUA Tymbens;

6 crenenn co6opbl Mogenu; & A — norapudm OTHOLLEHVS NPaBAONOA06MI

1 AAIC - pa3HuLa 3HaYeHNn MHPOPMALIMOHHOTO KpuTepua AKanke Afisi CpaBHUBaEMbIX MOLENEN.

MIPOIOIDKUTETBHOCTH XU3HU Mexk 1y TuHuIMU DGRP (Tabmu-
1a, CM. puc. 2, a) S, = 6.5 1714 caMIl0B H S, = 4.6 miIsi caMoOK,
TAe 5, — CPEeIHEKBAIPATHIHOC OTKIOHCHHE B 0XMIACMOii
MIPOIOIDKUTENEHOCTH KU3HA JUTs pa3nuaHbIX uHuil DGRP.
[Ipu 3TOM cpemHss MPOMODKUTEIFHOCTD KU3HU U CAMOK
M caMIlOB BBICOKO KoppenupoBaHa (7 = 0.86, p < 0.001).
Cx0XuM 00pa3oM BapbUPyeT U CPETHSS MTPOIOIKUTEITHHOCTD
)ku3HU 1 caMok 197 nuuuit DGRP, BeipameHHbIx npu
25°C, s, =9.9 (Ivanov et al., 2015). Bo mHOrOM 1M0O/100HBIC
OTINYHS B CPEeIHEH MPOJOIDKUTEIBHOCTH KU3HH MEXIY
muansMu DGRP HeynuBHATENBHBL, TaK KaK PO TCHOTHIIA B
OTpeIeTICHUHU MTPOOJKUTETLHOCTH KU3HU XOPOIIIO U3BECTHA
(Van Raamsdonk, 2017).

DeHOTUNIHYECKAS] H3MEHYNBOCTH MPOI0LKUTETLHOCTH
JKM3HU 00PATHO KOPPEJHPYET € 0KUIAeMOi NMPOI0JIKHU-
TeJBHOCTHIO KU3HU. [TapameTp B B pyHKINH 1OKATHS [ 'yM-
t_TT
BBIX JIOXKUTHS B a0COIOTHOM ITKaje BPEMEHH, paBHO KaK U
CTaHJAPTHOE OTKIIOHCHHE OT OXKHMIaeMOW ITPOJOIKUTEIh-

Oenst S(t) = exp [fexp( )] COOTBETCTBYET KPYTH3HE KPH-

HOCTH XW3HH (TaK KaK G = TETEQ; cM. puc. 1, a). Pa3zdpoc mo

KPYTH3HE B KpUBBIX 10kHUTHs Mex 1y DGRP nuausiMu cyme-
CTBEHHO MEHBIIIE, YEM I10 CPeTHEH MPOJIOIKUTEIBHOCTH K13~
nu (puc. 3, ). Tak, s MyX, BeipaieHHbIX mpu 29 °C, s = 2.1
n 1.0 — U1 caMIOB U CaMOK COOTBETCTBEHHO U AJISI CAMOK,
BhIpameHHbIX npu 25 °C, s = 4.6 (Ivanov et al., 2015). Tem ne
MeHee BIIUSIHYE TeHOTHIIa Ha JaHHbIHA apaMeTp cTaTUCTHYe-
CKH 3HaYUMO (cM. Tabmmiy). OqHaKo H3MEHEHHS B KPyTH3HE
KPHBBIX JOXKHUTHS HE KOPPEIMPYIOT C U3MEHEHHUSIMH B Cpe/THEH
MPOJOJKUTEIBHOCTH KMU3HU KaK JUIS MyX, BRIPALICHHBIX TPH
29 °C (cm. puc. 3, 6), Tak 1 U1 MyX, BRIpaIIeHHBIX TpH 25 °C
(cM. puc. 3, ). IlHbIMu citoBaMu, B aOCOJIIOTHOH IITKaJIe Bpe-
MEHH MapaMeTpsl GyHKIUH S(7), L — CABUT U G — KPyTH3HA,
MEHSIOTCS HE3aBUCUMO 1107 BIMSTHUEM I'€HOTHIIA.
Y4anThIBast 3HAUMUMBIH pa30poc B cpeaHeil TPOTOIKUTEb-
HOCTH >KH3HHU Mexay TuauaMu DGRP, nis anexBatHo# orieH-
KN (DEHOTHNHUYIECKON M3MEHYNBOCTHU MPOJIOKUTEILHOCTH
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YKM3HU MBI ICTIOTB30BaIH K03 drmmernt Bapuaiun C. V. = o/|L.
C.V. oTpaxkaeT KpyTH3HY KPHUBBIX JOKHTHS, MAaCIITaONpPO-
BaHHbIX 110 CPEIHEH MPOIOIKUTEIBHOCTH XU3HU S(¢/|L) (CM.
puc. 1, 6). Tak xe, kak u ¢, C.V. Bapbupyer B O0nbIIei cTe-
nenu ans camuos jduHuii DGRP, Beipamennsix npu 29 °C,
4yeM Juts caMoK (cM. puc. 3, 2). Onnako, B ominuue ot 6, C. V.
00paTHO KOPPENINpPOBaHa CO CPEAHEH MPOIOIKUTEIEHOCTHIO
JKM3HHM Kak JUIsl MyX, BeIpamieHHsIX pu 29 °C (cm. puc. 3, 0),
TaK U A7l MyX, BbIpaiieHHbIX pH 25 °C (cM. puc. 3, e). Takum
00pazoM, ¢ yBEIMIEHHUEM 0XKHUIAEMON MPOIOKUTEIBHOCTH
JKM3HHU NajiaeT (PeHOTUIMYECKasi I3MEHUYNBOCTD MIIH, B PEIH-
MPOKHBIX TEPMUHAX, pacTeT (eHOTHINYECKasi pOOACTHOCTD
CaMoif e MPOIOIKUTENBHOCTH KHU3HH, pacCMaTpuBacMas B
JTAHHOM KOHTEKCTE KaK ()eHOTHITNYECKUH MPU3HAK.

Binsinne HeyYHTHIBaeMbIX (CTOXaCTHYECKHX) (PIyKTya-
LU B cpe/ie HA BAPHALMIO B TPOJ0JIAKHUTEIbHOCTH KU3HH.
CiemyeTr OTMETHUTD, YTO CPEAHSS TPOAOIDKUTEINEHOCTD KU3HH
g myx nuauid DGRP, Beipamennsix npu 29 °C B HameM
SKCIIEPUMEHTE, HUKAK HE KOPPEIMPOBaHA C TAKOBOH JUI MyX
TeX e JIMHNH, BoIpameHnsIx npu 25 °C (Ivanov et al., 2015)
(puc. 4, a). ITomuMo 3TOTO0, YUUTHIBASI TO, YTO MIPOIOIKUTEIb-
HOCTb H3HH OTPEEIAIACH B YETBIPEX-TIATH OMOTOTHUECKIX
noBTOpax (4—5 crakaHYMKOB MO 20 MyX B KayK/I0#) JUIT MyX
muanit DGRP, Beipammennsix npu 29 °C, MOYKHO OIpeAeTUTh
BIIMSTHUE HEYUUTHIBAEMBIX (CITy4aifHBIX) 3KCTIEPUMEHTAIbHBIX
(haxTOpOB Ha MapaMeTpPhl KPUBBIX IOKUTHS. J{eficTBUTENBHO,
BJIMSIHUE TIOI00OHBIX HEYYUTHIBAEMbIX (MIyKTyalHuid CTaTu-
CTHYECKH 3HAUUMO KaK Ha CPEAHIOI MPOIOJIKUTEIHLHOCTD
JKU3HU (CM. Tabnuiy, puc. 4, 6), Tak 1 Ha KPyTU3HY KPUBBIX
JOKUTHSL. Bosiee Toro, KpyTH3Ha KpUBBIX JI0XKUTHS B A0CONIOT-
HOW HIKaJIe BPEMEHH B COITOCTABUMOMW CTETIEHH 3aBHCUT KaK
OT TeHETHYECKHX, TaK U OT CIIy4alHBIX CPEIOBBIX (PaKTOpOB
(cm. Tabnuiy, puc. 4, 6).

IToMHMO 3TOT0, MOKHO HPEIOIOKHTH, UTO (PEHOTUTIHIEC-
CKH pOOACTHBIC TCHOTHIIBI C yBEINYEHHON MPOJOIKUTEIBEHO-
CTBIO J)KM3HU Oy/1yT TaKke 00J1a/1aTh MOBBIIIEHHOH yCTOHYHNBO-
CTBIO 110 OTHOIIEHHMIO K CTIOHTAHHBIM (DIyKTyalUsIM B CpeJie.
JlelicTBuTenbHO, KOA(D(UIMEHTH BapHALIUH 110 CPEIHEH Mpo-

Test systems and biotests



CBA3b Mexxay GeHOTUNMYECKON Po6aCcTHOCTbIO U CpefHei
MPOAOIKUTENBHOCTBIO X13HW Y Drosophila melanogaster
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Puc. 3. COOTHOLIEHVA MeXAY NapameTpamm MPOJOTKUTENbHOCTM XU3HU: [, o 1 CV.

a - Kpu1Bble AOXKUTUA (CM. PUC. 2, d), LLEHTPUPOBAHHbIE MO CPeAHEe MPOAOIKUTENBHOCTU XU3HU (t—); 6, 8 — KPYTU3HA KPVBBIX JOXKUTUA (O)
B abGCOMIOTHON LLKasie BpEMeHU — He KOPPenupyeT Co CpefjHel MPOAOIIKUTENbHOCTbBIO XKI3HM (1) AnA nHO6peAHbIX NHUIA DGRP, BbipalyeH-
HbIX Npu 29 °C (6) n 25 °C (8). [laHHble ANA CaMOK, BblpaLieHHbIX npu 25 °C, B3ATbl 13 (Ivanov et al., 2015); 2 — KpuBble AOXUTHA (CM. puc. 2, a)
B HOPMMPOBAHHOW MO cpefHel (t/2) WwKane BpemeHy; 0, e — KO3$PUUMEHTbI Bapraunmn B NPOAOIIKUTENbHOCTY XKn3HK (C.V.) obpaTHO
KOPPENMPYIOT CO CpefjHelt MPOAOIIKUTENbHOCTBIO XKM3HM (1) ANA MyX, BbipalyeHHbIX npu 29 °C (0) n 25 °C (e).
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Puic. 4. SddeKTbl SKCMepUMeHTanbHbIX GRYKTyaLuii Ha CTapeHue.

L.P. Zakharenko, D.V. Petrovskii, I.G. Dranov ...
N.S. Yudin, A.V. Pindyurin, Y.M. Moshkin
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a - CpefHve BeSIMUMHbI MTPOLOIKUTENIBHOCTU XIN3HM CAMOK 1 CaMLOB MHOpefHbix nnHM DGRP, BbipalyeHHbIx npu 29 °C, BbICOKO Koppenu-
poBaHbl Apyr ¢ Apyrom (r = 0.86), HO He KOPPENUPYIOT CO CPpeAHEN NPOAOMKNTENBHOCTbLIO XIM3HN CAMOK TeX e JINHWIA, BbiPaLeHHbIX Npu
25 °C; 6 - cpefHvie BeNUUMHbI NPOLOMKUTENBHOCTM XN3HU UHOPeAHbIX TMHKI DGRP, BbipalleHHbIX npu 29 °C, cylecTBeHHO BapbupyioT
Mexay SKCrepUMeHTaNbHbIMU NONYNALMAMM (OTAENbHBIMU MPOOMPKaMK); 8, 2 — KOIGPULIMEHTbI BapuaLn B CpefiHel NPOAOIIKATENbHO-
CTUN XKM3HW, onpefeneHHble ANA KaXXAoN nonynaummn Kaxkaon nuHmumn DGRP, KoppennpyioT HeraTmBHO CO CpeAHEN NPOAOIIKUTENbHOCTbIO
KM3HWM (8) M nonoxutenbHo — ¢ C.V. (), onpeaeneHHbIMM NO CyMMMPOBAHHbBIM JaHHbIM ANA Kaxaon nuHnnu DGRP (cm. puc. 2).

JIOJDKUTENILHOCTH JKU3HU MEXY OMOJIOrMYeCKUMHU TIOBTOPaA-
MH 00paTHO KOPPEIIHPYIOT CO CPEIHEH MPOIOIKUTETEHOCTHIO
JKU3HHE (CM. pHcC. 4, 8) 1 onokuTenabHO — ¢ C. V. (cMm. puc. 4, 2),
OIpe/IeJIeHHBIMH Ha OCHOBE 0011l BEIOOPKH.

BpemenHoe macuitadupoBanue pyHKuuu 10Ut S (7)
TIPH pa3HbIX TeMneparypax. Panee Obu10 MMoKazaHo, 4TO IPH
u3MeHeHun Temneparypsl (7}, T) (GYHKIMU JTOKUTHUSL Mac-

WTabUPYIOTCS 10 BPEMEHHU Kak Sy(f;, ©,) = ST/ [51 : t|uj, cj]

st Caenorhabditis elegans (Stroustrup et al., 2016). upivu
CJIOBAMH, NIPU YBEIMYEHUH TEMIIEPATYPbl KPUBBIE TOKHUTHUS
CMEIIAIOTCS U CKUMAIOTCA Nponopuuonansuo (uus 1, > T,
W> W, u0;>G /.) pu coxpaHeHnuu paseHcTsa B C. V. [%= %],
T. €. HOPMAJIN30BaHHOM KPYTH3HBI (CM. Marepuabl 1 METO/IbI;
puc. 1, 6). 310, B CBOIO 0YEpE/b, MPEIOJAracT, YTo C/ABUT B
KHHETHKE peakiuii 3a cuet remmeparypsl (In(k) ~—1/7) npo-
MOPLIMOHAJIBHO YCKOPSIET MITH 3aMeJUISeT CTapEeHHE.

Tak Kak MyXH — OMKHIIOTEPMHBIC )KUBOTHBIE, TO MOYKHO
0XHJATh CXOXKee MacITabupoBaHue (PYHKIMH JJOKUTHS, KaK
y HEMaroJ, IpH U3MEHEHNH TeMIIepaTypsl. JleificTBuTensHoO,
COIIOCTABJICHNE TTAPAMETPOB (DYHKIMIA TOKUTHS ISl JIMHUH
DGRP, Bripamennsix npu 29 °C u 25 °C, BBISBHIO, YTO
Wys oc > Mg o B Oy op > Opg oc» B TO BpeMs Kak C.V,s o =
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= CV,g o (puc. 5, a). Takum 00pa3om, KpUBLIE JOKHUTHS,
HOPMaJIM30BaHHbIE Ha CPEHIOIO POJIOJDKUTEIEHOCTD KU3HU,
OKa3bIBAIOTCS NPUOIN3UTEIBHO PABHBIMHU:

1
s oc |1, 65 °c]~529 oC [P-zg o |1, 639 oc
(cMm. puc. 5, 0, 6). OTcrona cienyer, 4To TemIeparypa OXu-
JIaeMO C/IBUTAET CPEIHIOIO MPOJIOIDKUTEILHOCTD KHU3HH, HO,
B OTJIMYUE OT I'CHOTHIIA, HE BIUSACT Ha (PEHOTHIINYECKYIO
M3MEHYHMBOCTb, BhIpaXKeHHY0 uepe3 C.V

S25 °C

3aknioueHue

B Hacrosimieit pabote MbI OGHAPYKHIIN CIIETYIOIIYIO 3aKOHO-
MEPHOCTh: (DEHOTHITHYECKast H3MEHYMBOCTh B IIPOIOTKUTEb-
HOCTH JKH3HH, BRIPAKCHHAS depe3 Ko HIHESHT BapHaIny,
00paTHO KOPPETUPYET CO CPEeaHed MPOIOIKUTEILHOCTHIO
JKU3HU JUTsl pa3HBIX TeHOTUTIOB Drosophila melanogaster.
B cBoto odepenp, heHoTunuIeckas poOacTHOCTh Kak o0par-
Hast BennurHa K C. V. ON0KUTETBHO KOPPEIUPYET CO CPeIHEH
MPOOJKUTENLHOCTHIO XU3HH. [10 60JIBIIOMY CUETY 3TO TPO-
HCTEKAET M3 TOTO, YTO CPEIHSS MPOIOKHTEIBHOCTD KU3HH
M CPeTHEKBAIPATHYHOE OTKIIOHEHHE B MIPOIOKUTEIBHOCTH
JKU3HU JekoppenupoBanbl. U Tak kak C. V. moka3biBaeT eHo-
THITHYECKYI0 W3MEHYHBOCTH, HOPMHPOBAHHYIO HA CpEIHEe
3HAYEHHE, TO 3TO W MPUBOIUT K OOPATHOMY COOTHOIIEHHIO
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Puc. 5. BpemeHHoe maclwTabrpoBaHme KpMBbIX AOXKUTUA MPU N3MEHEHWN TemnepaTypbl.

a - gvarpammbl pa3Maxa Ajia napameTpoB MNPOLOSIKUTENBHOCTM X13HY W, 0 1 C.V. ana camok nuHnii DGRP, BbipalyeHHbIx npuv 29 °C (KpacHble ALUKN), U TEX XKe
NNHWIA, BbIpaLLeHHbIX npu 25 °C (CrHre AWKMKNY), @ TakKe ocTanbHbIX NHUIA DGRP, BbipalyeHHbix npu 25 °C (cepbie Awmkm) (Ivanov et al., 2015). CpaBHeHMsA npu-
Be/ieHbl Ha OCHOBe NapHoro t-kputepua CTbloaeHTa. MpaHnLbl ALMKOB — 1-11 1 3-I1 KBaPTUNK; IMHWA — MeAnaHa N KOHLbl YCOB — KpasA CTaTUCTUYECKN 3HaUYMMOA
BbIGOPKM 6e3 BbIGPOCOB. BUAHO, UTO ecnin abContoTHaA KPYTU3Ha KPUBbIX JOXUTUA (O) MEHAETCA NMPU N3MEHeHUW TemnepaTypbl, To HopmuposaHHas (C.V.) He
MeHsAeTCcs; 6 — KpMBble BbIXKMBAeMOCTV, BOCCTAHOBNEHHbIE MO NapameTpam | n o pacnpeaenenus lfymbena gna nuHuin DGRP, BbipaliueHHbIx npu 29 °C (KpacHble
NMHUN), 1 TeX >Ke IMHWUIA, BbipallieHHbIX Npu 25 °C (CHUe NMHUN); 8 — BOCCTAHOBJIEHHbIE KPUBbIE BbKMBAEMOCTI MO YCPeAHEHHbIM NapaMeTpam [ 1 O ANA MNHUIA

DGRP, BbipatieHHbix npu 29 °C (KpacHble nMHKKM) 1 25 °C (CMHUe NMHNUK).

MEXJy M3MEHYMBOCTBHIO B NMPOAOIDKUTEILHOCTH KHU3HH C
CaMOU MPOJIOJIKUTEIbHOCTBIO )KU3HU.

Orcrona BO3HHKAET BOIIPOC O TOM, YTO HEPBUYHO, a YTO BTO-
PHUYHO: YBEIWYEHHUE MPOAOIIKATEILHOCTH )KU3HH TPUBOJNUT
K YBEJIMYCHUIO ()EHOTHITNYECKOI poOacTHOCTH 1100, HA000-
POT, peHoTuIIIIecKasi poOaCTHOCTH ONPE/ICISIeT yBEIHMICHHE
MIPOJOJDKUTEIBHOCTH JKU3HU? B HameM moHMMaHWM Tpu-
YHUHHO-CJICACTBCHHBIX CBSI3€I>1, MbI CKJIOHACMCS KO BTOpOﬁ
uHTepnperanun. JleficTBurensHO, 1) HAaM He M3BECTHO HU
OJIHOTO T'€HA, CMHCTBEHHON (YHKIMEH KOTOpOro ObUT ObI
KOHTPOJIb HaJl TPOAOKUTCIIbHOCTBIO ) KU3HU. bonpmmHCTBO
M3BECTHBIX T€HOB, PETYIHPYIOMIMX HMPOJOKUTEIEHOCTD
JKM3HH, B TIEPBYIO OYepe/lb, y9acTBYIOT B TAKHX Ipolieccax,

TecT-cucTembl M GuomncnbiTaHUA

kak penapanus JJHK (Bkirodas peruimkanuio Tejgomep), Me-
TabOJIU3M U T. JI., KOTOPBIC M ONPEACIISIFOT OO0 CTAOUIb-
HOCTB W YCTOMYUBOCTH OHonorndeckoii cucteMsl (Kenyon et
al., 1993; Ayyadevara et al., 2008; Garinis et al., 2008; Zane
et al., 2014; Ivanov et al., 2015; Proshkina et al., 2015; Pan,
Finkel, 2017; Van Raamsdonk, 2017); 2) Ham HE U3BECTHO
HU OJHOTO BHENIHETO (paKTopa, KOTOPHIHA OBl HAMPSMYIO
PEryIMpOBa HCKIFOUUTEIBLHO MPOIOJIKUTEIBHOCTD KU3HU.
Tak, HarIpuMep, TUeTa BIUSIET MPEXK/Ie BCEro Ha METab0In3M
U, CJIE/IOBATEIIbHO, HA TPOIODKUTEIBHOCTD KU3HH.

Takum 00pazoM, MbI 1ojlaraeM, 4to CTaOHUIbHBIE OHOJIO-
THYECKHE CUCTEMbI MOT'YT OTJIMYAThHCSI TIOBBIIICHHOW (eHO-
TUITYECKOI pOOACTHOCTHIO U, KaK CIICICTBHIE, YBETHICHHBIM
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A link between phenotypic robustness and life
expectancy in Drosophila melanogaster

BpPEMEHEM KI3HH. JTO MBI M HAOFOIaeM P COTIOCTaBICHUN
(heHOTUTTMYECKON M3MCHYMBOCTH MTPOIOJKUTCIIBHOCTH KU3HU
CO CpeaHel MPOIOKUTETHHOCTHIO JKU3HH.
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