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OBIIAS XAPAKTEPUCTHUKA PABOTHI

AKTyanabHOCTH TeMbl. Porbs anTHOKCHOaHTHON cucteMbl (AOC) cocrout
B PETYJSIIAN CBOOOTHOPAIUKAIBHBIX MIPOIECCOB M 00E3BpEKUBaHUN CBOOOI-
HBIX PaguKalOB W TEepeKHcel, K KOTOPBIM OTHOCATCS aKTUBHBIE (POPMBI K-
cnopona (ADK). Mx HexoHTponmpyemast HapaboTKa MOKET IMPUBECTH K pas-
BUTHIO martojiornii. OqHUM u3 croco0oB 3amuTel KIeTok oT ADPK saBigercs
MOBBIIIEHHE (BOCCTAHOBJIICHUE) AKTUBHOCTH AHTHOKCHIAHTHBIX (DEepMEHTOB
(AO®) mocpenctBoM ycuieHHs HX (QYHKIMA W/HIKH cuHTe3a € NOvVO
(Gutteridge, 1995). Bananc Mexay cucteMamu reHepaiuu v Tymienuss AOK
HEOoOXO/UM JUIsl COXpaHEHHs roMeocTasa MpH ACHCTBUM HA OPraHu3M pa3Ho-
06pa3sHbIX (GakTopoB cpensl (3enkoB, Jlankun, Menbirkosa, 2001, 2003).

Peakuus oprannsma Ha U3MEHEHHE CBETOBBIX YCJIOBHUI OKpYyXarolen cpe-
Il oOycioBieHa ¢yHkiped snudusa (muHeaNbHOH Kene3bl). M3MeHeHue
(hYHKIIMOHATIFHOTO COCTOSIHUS dMH(H3a BO3MOKHO KaK 3a CUET MOIU(PHUKAIAN
CBETOBBIX PUTMOB, TaK M B Pe3yJlbTaTe MPUMEHECHHUS BEIIECTB, YCUIUBAOIINX
(hYHKIIMOHATBHYIO aKTHBHOCTH. BO3JeiicTBHE MOCTOSHHOTO OCBEIICHUS MPH-
BOJUT K TOIABIICHUIO CHHTETHYCCKON (PyHKINH »H(r3a, a TTOCTOSHHON TeM-
HOTBI K YCHJCHHIO CHHTE3a T'OPMOHA-TEPONPOTEKTOpa MeJaTOHMHA
(Simonneaux, Ribelayga, 2003; Stevens, 2005; Anisimov, 2006). Ha cesepo-
3amaze Poccun (B ycrmoBusix Kapenun) Habmogaercs: cBoeoOpasHblil GoTore-
PHOZU3M C JUIMHHBIM CBETOBBIM JTHEM B BECCHHE-JIETHUH MEPUOI U KOPOTKOU
MPOJIOJDKUTENILHOCTBIO JHS B OCEHHE-3UMHHMU mepuoa. Monuduiupyroiee
JISWCTBHE TOCTOSIHHOTO ocBenieHus Ha (epmenTsl AOC ommucaHbl MHOTMMHU
uccienosareasimu (Pablos et al., 1998; Albarran et al., 2001; Tomas-Zapico et
al., 2003; Tunez et al., 2003), ogHako B mog0OHBIX paboTax BO3JCHCTBHE CBETA
OBLIO KPATKOBPEMECHHBIM.

OCHOBHYIO pOJIb B F€pONPOTEKTOPHOM JIEHCTBHU MEJIATOHMHA UTPAIOT €ro
CBOHCTBAa HU3KOMOJIEKYJIIPHOTO AHTHOKCHAAHTAa. BO3MOXHBI Kak MHHUMYM
JIBa MEXaHM3Ma aHTHOKCUIAHTHOTO AeicTBHs ropMOHa: 1) HermocpeacTBeHHOe
ynapiuBanne A®K W/HiM TOPMOKECHHE WX TCHEpPANUH; 2) PeryNsius aKTHB-
Hoctt AO® B pesynbrare BO3JCHUCTBUS HA TEHETUYECKUH ammapar KIETKH
(Pierrefiche et al., 1993; Tan et al., 1994; Melchiorri et al., 1995). Ycunenuto
CHUHTETHYECKOW (yHKINU SMH(HU3a U yBETHMUSHUIO BEIOpOCa B KPOBb MeENIaTo-
HHMHA, IOMAMO BO3JIEHCTBHS [TOCTOSTHHOM TEMHOTBI, CIIOCOOCTBYET CHHTETHY -
ckuii Terpanenti — smuTanon (Ala-Glu-Asp-Gly) (XaBuHCOH, AHHCHMOB,
2003).

B nuteparype MMeloTCsl CBEAEHHS O TOM, 4YTO 3MHM(U3 B ONpE/ICIICHHBIC
BO3pacTHBIE MEPHOALI CIIOCOOEH 3aIlyCKaTh WJIM TOPMO3UTH BHYTPEHHIOIO
«mporpammy» crapenust opranusma (Pierpaoli, Bulian, 2001, 2005). [lo na-
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CTOSIILIETO BPEMEHH OCTAeTCsl HE BBSICHEHHBIM BOIPOC, KaK Ha Pa3HBIX CTaIUsIX
OHTOTCHEe3a 3MM(HU3 BIUACT HA OCHOBHBIE (pr3monorndeckne (QyHKIHH Opra-
HHM3Ma MJICKONHTAIONINX, B TOM YHCIIE B Ha akTUBHOCTH AOD.

Takum o6pa3om, n3ydeHHe BO3PACTHRIX W3MeHeHHH akTHBHOCTH AOD mpu
JUTNTEIBHOM HapyIICHUH CBETOBOTO PEKMMa Ha Pa3HBIX 3Tamnax MOCTHATAIb-
HOTO OHTOTEHE3a, a TAKXKE BIMAHUS MPENapaToB 3MuGu3a SBISIETCS HE TONBKO
aKTyaJIbHBIM, HO U IMEET MPaKTHYECKYI0 3HAYUMOCTb.

Hear m 3agaum ucciaegoBanmsi. Llens HacTosmed paboThl — H3ydeHHE
BJIMSTHHUSI U3MEHEHHOTO C TIOMOILBIO CBETOBOTO peXnuMa ()yHKIHOHAIBHOTO CO-
CTOSIHUS dMH(U3a U TEPONPOTEKTOPOB HA BO3PACTHYIO INHAMUKY aKTHBHOCTHU
cynepokcuanucmytassl (COJl) 1 kaTana3pl TKaHEH U OPTaHOB KPBIC.

Jlnst oCTIXKEHUsI ey OBbUTH TTOCTABIICHBI CIICAYIONIIE 3a0aH:

1. HccnenoBaTh BIMSHHE Pa3lWYHBIX CBETOBBIX PEXXUMOB (CTaHIApTHO-
T0, TIOCTOSIHHOTO, €CTECTBEHHOTO OCBEIICHHUs B ycioBusax Kapennm u mocro-
SIHHOI TEMHOTSHI) Ha M3MeHeHust aktuBHOCcTH CO/] 1 KaTanassl B OpraHax KpbIc
B X0JI€ TOCTHATAJILHOTO OHTOTEHE3A.

2. OneHUTH PEakKLHIO MCCIEAYEMBbIX (PEPMEHTOB Ha HK30TCHHBIH Mema-
TOHHH U 3MIMTAJIOH MIPU CTAPEHHH B OpraHax KpbIC, CONEPKaBIINXCA B pa3iny-
HBIX CBETOBBIX yCJIOBHUSX.

3. CpaBHUTH BIHMSHHE MOMEHTA Hayaja BO3JCHUCTBHS MOCTOSHHOI'O OC-
BellleHHs1 (B EPHOJI BHYTPUYTPOOHOTO Pa3BUTHS, Cpa3y IOCie poxKaAeHHs, ¢ |
u 14 mecaueB) Ha Bo3pacTHbIe n3MeHeHus akTuBHOCTH CO/l 1 kaTamnassl B op-
raHax Kpblc.

Hayunasi HoBH3HA. BriepBeie mcciiefoBaHBI BO3pAacTHBIC H3MCHCHHS
AO® TKaHEel OpraHoB KpbIC NPH W3MEHEHHH (YHKIMOHAIHHOTO COCTOSHHS
smudu3a B TCUYCHHUE JUTUTSIHHOTO BPEMEHH C MOMOIIBI0 PAa3IMYHBIX PEKUMOB
OCBEILIEHUs, a TaK)Ke€ Ha BBEJECHUE IepOINpOTEKTOPOB. BrisBiIeHO opraHocIie-
UUIHOE BO3pACTHOE CHMXeHHe akTUBHOCTH AO® y KphIC («cTapeHHe»
tepmentatuBHOro KommoHeHTa AOC). Bo3neiicTBre Ha KpPBIC €CTECTBEHHOTO
1 0COOCHHO TIOCTOSTHHOTO OCBEIICHUS YCKOPSIIH TOT MPOIECC, a MEJIaTOHUH U
SMUTAJIOH 3aMEIJISUTH €TO.

BnepBrie mokazaHo, 4TO YrHETEHHUE CHHTETHUECKOH (pyHKIMU snudusa
MMOCTOSTHHBIM OCBEIICHHEM Ha Pa3HbIX dTalax MOCTHATAJIHLHOTO Pa3BUTHUS MO-
JKET KaK WHAYIIHPOBATh, TAK M 3aMEIUIATh MPOIECC «CTAPCHU» (PepMEHTATUB-
Horo komnoneHta AOC. BozneicTBHEe MOCTOSSHHOIO OCBEILEHUS] Ha CaMOK B
nepuoj; OEPEMEHHOCTH, U KPBICAT C MOMEHTA POXKIICHHUS, IPUBOIMIO K pacco-
r1acoBaHuio akTUBHOCTU AO®D y KpBICAT yxKe B 3-MECSIYHOM Bo3pacrte. Ycra-
HOBJICHO, YTO y KPbIC, HAXOJAMBILUXCS MPU MOCTOSHHOM OCBELEHUU C OJIHO-
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MECSYHOTO BO3pPAcTa, HAPYIICHHWE COMPSDKCHHOTO W3MEHEHHS AaKTUBHOCTH
CO/l u xaTana3bl MPOUCXOIMIO B OoJiee mo3aHeM Bo3pacte (12 u 18 mecsres).
Bo3neiicTBre MOCTOSTHHOTO OCBEUICHUS ¢ 14-MecSIHOTO BO3pacTa XapakTepH-
30BaJIOCh CHHXPOHHBIM HM3MEHEHHEM akTHBHOCTH AO® m OKa3bIBAIO 3aMe]-
nsromnit ekt Ha «ctapeHue» GpepmeHTaTHBHOTO KoMIToHeHTa AOC.

IIpakTHnyeckast 3HAYUMOCTBL PadoThl. [lodydyeHHbIE TaHHBIE JOMOIHIIOT
MMeEIOIINeCs CBEJICHHUsI O MEXaHW3Max CTaHOBJICHUS! B OHTOreHe3e ()epMeHTa-
tuBHOro KomroneHta AOC u ero (pyHKIIMOHUPOBAHUY ITPH U3MEHEHHUHU CBETO-
BBIX YCJIOBHH OKpY’Karouiei cpenpl. Pe3ynbraTel McclieoBaHUi MOTYT OBITH
UCIIONIb30BaHbI [JI COCTABIIEHUs PEKOMEHAALNI HACENEHUIO, IIPOKUBAIOILEMY
B YCJIOBHSX CBETOBOI'O 3arpsi3HEHMS B KPYIIHBIX TOpojiaX, a TaKKe Ha TeppH-
TOPHH CO crieln(pUIECKUM (POTOIEPHOIN3MOM (JUTMHHBIN CBETOBOI AE€Hb BEC-
HOH 1 JIETOM — «OeJble HOUM» — M KOPOTKHH B OCEHHE-3UMHUI IIEpHOx).

BrlsiBIeHNE aHTHOKCHIAHTHBIX CBOICTB MEIATOHMHA M JIUTAJIOHA y XKH-
BOTHBIX, COJEPIKABIIUXCS B YCIOBUAX HAPYIIEHHOIO CBETOBOTO PEKUMA, CBU-
JETENbCTBYET O MEPCHEKTUBHOCTH MIPUMEHEHHS ATHX NPENApaToOB B KaueCTBE
CpeACTB MPOQHUIAKTUKH ITATOIOTHUECKUX COCTOSHUH, CBSI3aHHBIX C Pa3BUTHEM
OKHCIIUTEIBHOTO CTpecca.

Pe3ynpTaTtel paboTBl MOTYT HCHOJB30BATHCS INPH YTEHHH JIEKIHOHHBIX
KypCOB IO 3KOJIOTHYECKON (PU3HONOTHH ¥ OMOXMMHHM B BBICIIUX Y4EOHBIX 3a-
BEICHHUSAX.

Amnpo6anusi pa6oTbl. OCHOBHBIC Pe3yJbTaThl PabOTHl OBLTH TIpEeACTaBIIC-
HBl Ha BCEPOCCHHCKMX, PETHMOHAIBHBIX M MEXIYyHApOIHBIX KOH(EPEHIHAX:
Cumnosuym  «CsetoBoit pexxuMm. Craperme u pak.» (IlerposzaBopck-
Konpmonora, 2005); 10-s ITymmuHCKas mkona-KOHGEPEHIS MOJOIBIX YICHBIX
«bronorus — Hayka XXI Bexa» (Ilymmno, 2006); II, III Cee3n ¢uznonoros
CHI' (Kumunes, 2008; Snra, 2011); Bcepoccuiickas Hay4HO-IIpaKTHYecKas
KoHpepernus «50 JeT MeTaTOHHHY: UTOTH M MEePCHEKTHBHI MCCIEJOBAHUI
(CanxT-Iletepbypr, 2008); XV Illkona mo 6uonoruu pa3BuTHI (3BEHUTOPOJ,
2008); xoH(DEpeHIUS MOJIOABIX YUCHBIX «AKTYalbHBIE MPOOIEMBI SKOIOTHH U
HBOJIIOIIMY B UCCJICJIOBAHMIX MOJIOJBIX yueHbIX» (Mocksa, 2008); IV, V poc-
cutickuii cummno3uym «benku u mentumael»y (Kaszamp, 2009; IlerposaBojck,
2011); V, VI Hay4HO-IpaKTHYECKask TePOHTOJIOTHUECCKAsT KOHPEPEHIIHSI C Me-
JKAYHApOJHBIM yuyacTueM, nocssieHHas namsata O.C. ITymxooit «Ilymikos-
ckue yrenus» (Cankr-IlerepOypr, 2009, 2010); XXI cbezn dusnonorniecko-
ro obmecrBa um. V.II. TTaBnosa (Kanyra, 2010); VIII MexnyHnaponHas KOH-
¢bepenuus «buoantuokcuaant» (Mocksa, 2010).



IMonoxennsi, BBIHOCUMbIE HA 3AIIUTY:

1. Bo3spactabie u3aMeHeHns: akTUBHOCTH AO® B opranax KpbIC 3aBHUCIT
OT (QYHKIITHMOHAIIEHOTO COCTOSTHHS 3MH(N3a. YTHETCHHE CHHTETUIECKOH (yHK-
UM 3MH(U3a OCTOSHHBIM OCBELICHHEM Ha Pa3HbIX 3Talax IOCTHATAIbHOTO
Pa3BUTHSI MOXKET KaK MHIYIHPOBATh, TAK M 3aMEAJIITH MPOIECC «CTAPCHUS
(epmenTarnBHOTO KOoMroHeHTa AOC.

2. [lpumeHeHMe MeNaTOHWHA WM SIHTAJIOHA OKA3bIBAET KOMIIEHCATOP-
HBII 3 ekt Ha BozpacTHbIe n3MeHeHnss AOD.

My6auxauun. [lo Teme auccepranmu omyOnukoBaHo 23 paOOTHI, BKIIO-
qarole 7 cTaTed, U3 KOTOPBIX 5 B XKypHajlaX, pekoMeHn0BaHHbIX BAK.

O0bem M cTpykTypa padorsl. uccepranus u3noxeHa Ha 125 crpaHunax
MAIIHOMTUCHOTO TEKCTa, colepkutT 2 tadmunsl u 11 pucynkoB. Pabora co-
CTOHMT W3 BBEICHHMS, 0030pa JIMTEPATYpPhl, ONHCAHHUS MAaTEpPHAIOB U METOJOB
WCCIE0OBaHMs, 3 9acTel pe3yIbTaToOB COOCTBEHHBIX MCCIIEIOBAHMM, 00CYXKIe-
HUS, 3aKJIOYCHHMS, BBIBOJIOB M CITMCKA JINTEPATYpPBI, KOTOPbIH BKiIo4aeT 217
HAaUMEHOBAaHMM, U3 HUX 148 NHOCTpaHHBIX.

BaarogapnocTn. ABTOp BbIpaXKaeT UCKPEHHIOK MPH3HATEIBHOCTh U Oa-
rOJIapDHOCTh CBOEMY YYHTENI0 W HACTaBHUKY — HAayYHOMY PYKOBOJUTEIIO
1.0.H. Buktopy Anekcanapouuy Miroxe, a TakkKe BCEM COTPYIHHKaM J1abo-
paropuu skosornueckoii puszuosioruu xuBotHeix b KapHI] PAH u B yacT-
HoctH K.0.H. JI.B. Y3en6aesoii, k.0.H. T.H. Uneunoit u x.0.H. C.H. Ceprunoit
3a IEHHYI0 NPO(EeCCHOHAIBHYIO ITTOMOIb, HayYHBIE COBETHI M JIUCKYCCHHU.
I'mybokast 6maromapHOCTh 1I.M.H., 3aBeAylomel kadenpoil papMakoIorun, op-
TaHW3allMU U 3KOHOMHKH (papMarmm ¢ KypcamMH MHUKPOOHOJIOTMM M THTHEHBI
menunuHckoro dakynsrera [lerpl'Y WM.A. BunorpanoBoii, a1.M.H., mpodecco-
PY, PYKOBOAUTENIO OT/eNa KaHIeporeHesa n onkorepoHroyiorun HUU onko-
norun M. ipo. H.H. Tlerpoa B.H. AnncumMoBy, a Takke COTpyIHUKAM BH-
Bapus IlerposaBojckoro rocymapcrBenHoro yuusepcurera (Iletpl’Y) 3a op-
TaHU3AIMIO ¥ TOMOIIb B MPOBEICHUN SKCIIEPHUMEHTOB.

Pabora BemonHANace mpu (uUHAHCOBOH moanepxke Poccuiickoro ¢onma
¢dynnamenTanbHbIx HccnenoBanuit (mpoektsl No 04-04-49168 u Ne 07-04-
00546), ®LIT 'K Ne 02.740.11.0700 u rpantamu Ilpesumenta P HIII-
306.2008.4 m HII-3731.2010.4 (pyxoBoguTeNb HAyYHOW IIKOJBI HICH-
koppecnionHeHT PAH, 1.6.H., npodeccop H.H. Hemoga).



MATEPHAJIBI U METOAbI NCCJIEJOBAHNM A

OKcIieprMeHTHI OBIIH MPOBEACHBI Ha Ja0opaTopHBIX Kpbicax auHuN JIMO
(JlenuHTpagCcKuii MHCTUTYT OHKOJOTHH), MONy4deHHBIX n3 HUU oHKomormm
uM. H.H. IletpoBa. Kpeic conepkanu B CTaHAAPTHBIX NOMELIEHUSX BUBAPUS
Herpl'V momaznsio 25 M° B KIIETKaX pasMepoM 44x25x62 cM IIpu TeMIepaTy-
pe 224+2°C. Bce XHBOTHBIC IONyYad CTAHAAPTHBIN TOTOBBIN J1a00OPaTOPHBIN
KOpM U Boay Oe3 orpanmueHuii. Pabora BBINOIHEHA ¢ COOJIIOAEHHEM MEXKIY-
HapOJHBIX MPHUHIMIIOB XeJIbCHHKCKON JEKIapalii O T'YMaHHOM OTHOILIEHUH K
JKUBOTHBIM, IPUHOWUIIOB TYMAaHHOCTH, U3JIOKCHHBIX B TUPECKTUBC EBpOHeﬁCKO-
ro Coob6iectsa (86/609/EC), «I[IpaBui npoBeacHus paboT ¢ HCIOIb30BaHUEM
OKCICPUMCHTAJIBHBIX KUBOTHBIX), «bnosTnyeckux IpaBuUJI MPOBCIACHUA HUC-
CJIC/IOBAaHUI Ha YEJIOBEKE U YKUBOTHBIX).

CxeMBbl OCTAHOBKH JKCIEPHUMEHTOB. lccienoBanue BIMSHHSA pa3ind-
HBIX PEXKMMOB OCBEIIECHUS Ha aKkTUBHOCTb AO®D mpoBOAMIMN Ha KphICaX, KOTO-
pBIX B 25-IHEBHOM BO3pacTe PAHIOMHU3UPOBAHO pa3feNWId Ha 4 TIpYIIbL
[lepBas rpynmna Kpbic, HAXOAWIACH B YCIOBHUAX CTAHAAPTHOTO (PUKCHPOBAHHO-
ro pexnma ocBemieHus (12 gacor cer 750 nk/12 gacoB temHora; LD). Bro-
pasi Tpymma XHBOTHBIX HaXOAWUJIACh B YCJIOBHUSAX €CTECTBEHHOI'O OCBELICHHUS
(NL), B 1aHHOM CjIy4ae YUHUTHIBAIHCH OCOOCHHOCTH TOI0BOM (hoTOmeproany-
HOCTH ceBepo-3anana Poccuu. MHOrokpaTHele U3MEPEHHUS OCBELICHHOCTH
MIPOM3BOMINCEH B Pa3IMYHOE BpeMs CYTOK B T€UeHME rofjoBoro Iwkia. Ilpu
JTAHHOM PEXXHUME OCBEUICHHOCTh IOMEIEHHH OIpeensaaach CEe30HOM Tofa:
3MMOW MHHHUMaJIbHAsl MPOAOJDKUTENBHOCTD IHS COCTaBIsIa 4,5 yaca, a JIETOM
MPOJIOJDKUTENILHOCTE CBETOBOTO IHS jgocturana 20 gacoB («Oemble HOUYM»).
OCBEIEHHOCTh B OMEIEHNH U3MEHSIACh B TEUEHHE CYTOK U COCTaBJIsIa Ha
YpOBHE KIETOK B yTpeHHHE dackl — 50-200 5k Ha 1 M IUIOIIAIH, THEM — JIO
1000 5k B sicHbIl feHb 1 500 1K B macMypHBIN AeHb, k Beuepy — oT 150 no 500
nk Ha 1 M° miomanu. TpeThs Tpyma KphIC COAEPIKANACH IPH KPYIIOCyTOd-
HOM TocTossHHOM ocBemeHuu (750 nx; LL). )KuBoTHBIE 4eTBEpTOW TPYMIIHI
HaXOJMINCh B YCJIOBHSX CBeToBoW nenpusanuu (DD), mpu 3TOM OCBemieH-
HOCTH B nmoMenieHun cocrasistiaa 0—0,5 ik Ha 1 M TIomany.

B Bo3pacTe 4 mMecsimeB KphIC IEPBHIX 3 TPYII pa3fesiuid Ha 3 MOATPYIIIHL.
Kpbicsl nepBoii NOArpyINIbl MOJIyYaad €KEMECIYHO 5 HEH B HEJENIO C IUThe-
BOH BonOM B HOUHOE Bpems menaToHHH (10 mr/m). Kpeicam BTOpOIt moarpym-
Bl €KEMECSYHO 5 THEHW B HEJENI0 MOAKOXKHO B yTPEHHUE Yachl BBOJWIU DIIH-
tasion no 0,1 Mxr Ha kpeicy B 0,1 mi ¢usnonoruueckoro pacrsopa. Kpsics
TpeTbel MOArPYINBI SBJISUIMCh KOHTPOJIBHBIMU. B pabote ObUIH HMCHOJIB30Ba-
Hbl MenatoHuH (N-auneru-5-merokcutpunrtamuH) (Sigma; CIIIA); snuTanoH
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(Ala-Glu-Asp-Gly), cunresuposannbiii B8 CaHkr-IleTepOyprckoM HHCTHTYTE
omoperymsanuun u reponronorun C30 PAMH; ¢dwusnomornueckuii pactop
(Polfa; ITomemra). B Bo3pacte 6, 12, 18 u 24 mecsima y 5 KppIC U3 KaXI0# MMO1-
Tpymmel oTOMpany oOpas3isl TKaHeH IS MOCIeqyomero aHamusa (y KHBOT-
HBIX B Tpymre DD mpu kpacHOM cBeTe).

Jns mccnenoBaHus BIUSIHASA Ha akTUBHOCTE AO® IOCTOSIHHOTO OCBEIIe-
HUS, BO3JEHCTBHE KOTOPOTO HAYMHAJIOCH B MEPHOA OEpEMEHHOCTU CAMOK U C
MOMEHTa PO’K/ICHHS TOTOMCTBA OBUIH COPMHUPOBAHBI 3 TPYMIIBI OEPEMEHHBIX
camok. [lepBast Haxoamnach B ycnoBusax crannaptaoro (LD; 12 gacos cer/12
9acoB TEMHOTA), BTOpasi — €CTECTBEHHOTo ocBelleHus Pecrybnuku Kapenus
(NL) u tpetps — noctosuHoro ocsenienus (LL). IToTomcTBO 0T camok nepBoit
TPYIIIBI C MOMEHTA POXKICHUS pa3eNiid Ha 2 MOATPYIIEl U COAEpIKall Ipu
craagaptHoM (LD/LD) u noctosiuHOM (LD/LL) ocBemenun. Kpeicsta ot ca-
MOK BTOPOIl M TpPETheil IrpyIn mociae poXXICHUS OCTAaBAINCh B TEX JKE€ CBETO-
BBIX YCJIOBHSX, INPH KOTOPBIX HAaXOAMJINCh HX MaT€pH — ECTECTBEHHOM
(NL/NL) u noctossarOoM ocBerienun (LL/LL), cootBercTBeHHO. B BO3pacTte 3
MECAIEB Y JKUBOTHBIX M3 KaXJIOW MOATPYIIIBI OTOMpany 00pa3mbl TKaHEH A
MOCJICYOLIETO aHAIN3A.

OnbIT 10 n3yueHuto peakimn AO® KpbIC Ha TOCTOSTHHOE OCBEIEHHE, BO3-
JIEHCTBUE KOTOPOTO HAYMHAJIOCH C 14-Mecs[MHOTO BO3pacTa, MPOBOIWIM HA 3
rpymnmnax >KUBOTHBIX. IlepBasi cogepxanach B CTAaHIAPTHBIX YCIOBHSX OCBEIIe-
HUS B TeueHue Bcell sxu3nu (12 yacos cetr/12 yacoB TemMHoTa; LD) 1 siBisinach
KOHTPOJBHOM, BTOpast MU TPEThA — MPH KPYTIOCYTOUHOM ITOCTOSTHHOM OCBeIIle-
HUH ¢ Bo3pacTa ogHoro Mecsima (LL) u 14 mecsme (LL-14), cOOTBeTCTBEHHO.
OO0pa3ipl TKaHeH 0TOMpaTH Mmocye JeKAUTaIliK B Bo3pacte 6, 12, 18 u 24 me-
csaua y 5 xpeic u3 rpynn LD u LL u B Bo3pacre 15, 18, 24 u 30 mecsiueB y 6
JKUBOTHBIX Tpymisl LL-14.

Metoasl uccaegoBanmusi. OOpa3ubl TKaHEeW NEYeHH, NOYEK, cepAala, JieT-
KHX, CEJIE3CHKH M CKEJICTHOW MBIIIIBI KPBIC OTOMPAIM IOCIE JeKalnTaLHH,
3aMOpaXUBAJIM U XPaHWIH 10 TpoBefeHus ananusa mpu -25°C. Jlns ompene-
JICHUsI aKTUBHOCTH aHTHOKCHJIAHTHBIX ()EPMEHTOB TOMOIEHATHI TKaHEH roTo-
Bunu B 0,05 M docdaraom 6ydepHom pactBope (pH=7,0), mocne gero 1eH-
TpudyrupoBanmu npu 6000g B Teuenne 15 MuH.

AxtuBHOCTE AOD ompenernsum cnekrpodoromerpudeckn: COJl — mo Mo-
IUUIMPOBaHHON agpeHoxpoMHoi metoauke (Misra, Fridovich, 1972), kara-
Ja3bpl — 1O KOJMYECTBY Ppa3lIoKeHHOW mepekucn Bojpopona (Bears, Sizer,
1952). 3a 1 ycn. en. akruBHoctd COJl mpuHMManu KoJIM4ecTBO (hepMeHTa,
CHoco0OHOE 3aTOPMO3UThH PEAKIUI0 aBTOOKHUCICHHS ajpeHanuHa Ha 50%. Ak-
TUBHOCTb KaTasa3bl Belpaxkanu B MkMmonb H,0,, paznoxenHoi 3a 1 MuHYTY.
AKTHBHOCTH (DEPMEHTOB PACCUUTHIBAIN HA | T CHIPO TKAHHU.

8



[TomydeHnsle naHHBIE 00pabaThIBaNM C HMCIOIb30BAHWEM AKETOB CTATH-
crryeckux nporpamMm MS Excel u Statgraphics oOmenpuHSTEIME METOZaMU
BapHannoOHHOH cTatucTuKH. CpaBHEHHE NMPOBOAMIN C MPUMEHCHHEM Hemapa-
metpudaeckoro kputepus (U) Bunkokcona-Manna-YurHu. g onieHkn creme-
HHU BIHAHUS (aKTOpoB Ha aKTUBHOCTE AO®D HCIIONB30BAN AUCICPCHOHHBIN
ananmu3 (Kopocos, I'op6ad, 2007).

PE3VIJIBTATBI UCCIIEAOBAHUA

BiusiHue CBETOBBIX PEKUMOB HA AKTUBHOCTb aHTHOKCHUAAHTHBIX q)ep-
MCHTOB B OpraHax KpbIC

B pesynbraTe mpoBeAEeHHOTO KCIHEPHUMEHTA OBUTH BBISBICHBI OPraHOTKa-
HEBbIe OCOOCHHOCTH BO3pacTHOW NuHaMUKH akTHBHOCTH AO®. B neuenu y
KpPBIC, COACPKABIIMXCS B YCIOBHUSIX cTaHmapTHOro ocemeHus (12/12, LD),
aktuBHOCTH CO/] (Puc.1) Oplia BEIIIE ¥ CTAPECIOIINX U CTAPHIX KUBOTHHIX (18
1 24 Mecs1a, COOTBETCTBEHHO) IO CPaBHEHHUIO cO B3pocibiMu (12 Mecstes). B
CepICYHON MBIIIIIE, JETKUX W MOYKAX B3POCIBIX KPBIC OTMEYCHO 3HAYUTEIb-
Hoe ymMeHbIIeHne akTuBHOCTH CO/Jl 110 CpaBHEHHIO ¢ MOJIOABIMH KUBOTHBIMHU
(6 MecseB).
con *0O

15, 18

12000

1000
Puc. 1. Bo3pacTHass AMHAMUKa ak-

D\1:5/ g\ tuBHOCTH AO® B medYeHH KpbIC

612 12 Ng 24 1IpW pa3IMYHBIX PEKUMAX OCBEIIE-
‘w‘ Hus. (M+m)

12 18 VYcnosubie 00o3Havyenus: LD — craH-

6 naptHoe ocBeleHue, LL — mocrosHHoe

s 10 15 2 P 0 OCBEIIEHHE ¢ MECSTYHOTO Bo3pacTa, LL-
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1200 }\ 0 P G KpBICAMU TIPH OJMHAKOBBIX CBETOBBIX
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HecmoTpst Ha CXOACTBO BO3PACTHBIX W3MEHEHHWH AaKTHBHOCTH IaHHOTO
(epMeHTa B cepalle, JITKHX U MOYKaX €€ ypOBCHb 3HAYMTENBHO Pa3IHdajcs.
AxtuBHOCTE CO/] B CKeeTHOW MBIIIEYHOH TKaHU y CTaphIX KpbIC (24 MecsIa)
Obl1a TOCTOBEPHO HMXKE, YEM y B3POCIIBIX KUBOTHBIX. AKTHBHOCTH KaTalas3bl B
IpoLecce CTapeHMs JKUBOTHBIX CHIDKanack B nedeHd (Puc. 1), moukax u ser-
KHX, HE U3MEHSUIACh B CEPALIE U HE3HAYUTEIHHO YBEIMINBATACh B CKEIETHBIX
mblimnax. B nedenu (Puc. 1) n moukax Bo3pacTHbIE U3MEHEHHS BBISBIISUINCH HE
TOJIBKO B YPOBHE aKTHMBHOCTH, HO U B PacCOITIACOBAHHH CONPSDKCHHBIX H3Me-
HEHUIl aKTUBHOCTH aHTHOKCUAAHTHBIX ()EPMEHTOB — IIPH CHIDKEHUU aKTHBHO-
ctu COJl, akTUBHOCTH KaTaJla3bl TIOBBIIIANIACH K HA0OOPOT.

B otnuume ot apyrux op-
TaHOB, B CEJIE3€HKE Yy CTapbIX
KHUBOTHBIX HAOI0AI0Ch BO3-
pacTHOE TIOBBIICHUE AaKTHB-
HOCTH (epMeHTOB. Y 24-
MECSYHBIX KpBIC aKTHBHOCTb
COO B sToM opraHe Obuia
BblIIE, YeM Yy 12-MeCsSuHBIX
JKMBOTHBIX, & KaTaJsla3bl, 4eM Y
MOJIOJBIX KpPBbIC. Vka3anHbie
N3MEHCHUSA MOTYT 6LHB CBSI-
3aHBl CO CHOCOOHOCTBIO JEHi-

1600

1200

MKMOnb H202 * MUH/T TkaHW
B ©
o o
o o

CBeTOBblE PEXUMbI

Mpynnbi:
[J Mnaye6o MenatoHuH &) OnuTanow

Puc. 2. BnusiHuEe CBETOBBIX PEKUMOB U TEPOIIPO-

TEKTOPOB Ha aKTHBHOCTh KaTalassl B medeny 18- ~ KOLUTOB (koM4eCTBO  KOTO-
MECSYHBIX KpbIC (M£m). PBIX B CCJIC3CHKE YyBEIMYMBA-
VYcnoBHble 00o3HaueHus: 6, 12 — M3MeHEHUS NOCTO- €TCs ¢ BO3PacTOM) TeHEPHPO-

BEPHEI 10 CPABHEHMIO C 6-TH U 12-MeCSYHBIMH KphICa- Bath A®K, IOBpeXIArOIINX
e

MH, HAaXOJMBIIHMHCS IIPU OAUHAKOBBIX CBETOBBIX pe-
. MeMOpaHy JpHUTPOIMTOB U
skumax; I, II — u3MeHeHus: JOCTOBEpHBI 110 CPaBHEHUIO

C JKMBOTHBIMH, COAEP)KABIIMMHUCS NIpH cTaHaaptHom n Y CHJIMBAIOIINX MX IEMOJIN3 'y

€CTECTBEHHOM OCBEIICHUH, COOTBETCTBEHHO; * — H3- CTapbIX JKHUBOTHBIX (Weiss,
MEHEHHsI JOCTOBEPHBI, 0 CPaBHEHUIO C IuIanebo 1980)_

(p<0,05, xputepuit Bunkokcona-Manna-YuTHn). HecMoTps Ha TO, 4TO Kpbl
, -

CBhI JIOCTATOYHO JOJTO€ BpeMs Pa3BOIWIMCH W HCIIOJB30BATUCH Kak Jrabopa-
TOpPHBIE )KHBOTHBIC, JJISI U3YYEHHBIX HAMU (JEPMEHTOB B OOJILIIIMHCTBE OpTra-
HOB 3apEeTUCTPUPOBAHA CE30HHAs LIMKJIMYHOCTh U3MeHeHui. Tak, Hanpumep, B
nevyenn aucnepcus aktuBHocTH COJI Ha 8,64% u xatamassl Ha 13,54% ompe-
JIeIIach (PaKTOPOM «CE30H».

PaznuuHble CBETOBbIE PEKHMMBI OKA3bIBAIM MOIYJIUPYIOLIEE BIUSHUE Ha
Bo3pactHeie m3MeHeHus pepmertoB AOC. CopepikaHue )KUBOTHBIX C OJTHOME-
CSYHOTO BO3pacTa B YCIOBHSAX MOCTOSIHHOro oceemienus (LL) mpuBommio k
cHmkeHnto aktuBHocTd CO/l B meuenu y 12-MecsiUHbBIX KPBIC IO CPAaBHEHHIO C
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JKUBOTHBIMH TIpH ecTeCTBeHHOM ocBemieHnH (NL) 1 B erkux y 24-MecsiaHBIX
KpBIC 110 CPABHEHHIO C JKUBOTHBIMH, HAXOJWMBIIMMUCSA B CTAaHJAPTHBIX CBETO-
BbIX ycnoBusax (LD). B LL cBeToBOM peknMe aKTHBHOCTH KaTajlasbl B IIEYCHU
y craperomux Kpsic (Puc. 2), B moukax y MOJOIBIX M CTAPbIX U B JIETKHX Y
CTapbIX KPBIC ObLIa HIDKE, Ye€M Yy JKHBOTHBIX IPU CTAHAAPTHOM OCBEIICHHU.
IIpyunHON TakWX U3MEHEHUH, BEPOATHO, SIBISIETCS YTHETEHHE NOCTOSHHBIM
OCBEILCHHEM CHHTEe3a 3MU(PHU3aPHOTO MEJIATOHWHA — MOIIHOTO aHTHOKCHIaH-
Ta, CIIOCOOHOTO HE TOJIKO HEMOCPEJCTBEHHO B3auMojeicTBoBaTh ¢ ADPK, HO
W BIMATH Ha dKcrpeccuro reHoB koaupyrommx AOD (Allegra et al., 2003;
Rodrigues et al., 2004).
12 wecsues BiusiHue  ecTeCTBEHHOrO
OCBEIICHUS HAa YpPOBEHb akK-
6 tuBHOCTH AO® B opranax
KPBIC OTMEYEHO TOJIBKO B BO3-
pacte 12 u 24 wmecsueB. Y
KpbIC 3THUX BO3pacTtoB, B NL
YCIOBUSIX OCBEICHHMS, IIPOUC-
XOAWIIO CHIDKCHHE aKTHBHO-
ctu COJ] B nerkux, a Takxke
24 mecsua kaTajiasbl B nmoukax (Puc. 3) n
CKEJETHBIX MBIIIIAX 110 CPaB-
HEHHIO C )KHBOTHBIMH, COJIEP-
)kapmiumucst B LD pexume.
Kpbicbl nmocturamu Bo3pacTa
12 u 24 Mecs1eB B KOHIIE Mas,

mMimons H202 * MUH/T TkaHK

NL

CeeToBLIE PERUMBI

DD

700
600
500
400
300
200
100

mMkmone H2O2 * MaH/T TKarn

DD KOrjja Ha CeBEpO-3alajc Poc-
CBETOBbIE PESKUMbI CHH Ha6J'HO,Z[aGTC$I nepuon
Mpynnbl: «OeIbIX HOueh» H MMpOJAOJIZKH-

[J Nnaue6o Menatorun [ Gnuranon TCJIbHOCTb JHS IIPAKTHYCCKH
copmagaia ¢ LL pexumom.

Puc. 3. BiusiHue CBETOBBIX PEKUMOB U TepOnpo-  B0O3MOKHO, CXOIHOE BIMSHUE
TEKTOPOB HA AKTHBHOCTh KaTalashl B HOYKAX  ecTecTBEHHOIO OCBEIICHHS
KpbIC pa3HbIx Bo3pacToB (M+m).

Kapenuu B BeceHHee Bpems
YcnoBHble 0003HAYCHNS: KaK HA PUCYHKE 2.

roga M IOCTOSIHHOTO OCBEII[e-
HHS Ha BO3PACTHBIC M3MEHEHHUsI akTHBHOCTH AO® CBS3aHO CO CHIDKEHHEM
CHHTETHYECKO# HYHKINY dMU(H3a IPU YBETHICHUH [UTUTSIBHOCTH CBETOBOTO
JHSL.

CozepxaHue KHUBOTHBIX B MOCTosHHOW TeMHOTe (DD) cmoco6etByeT ycu-
JeHHI0 paboThl dnH(pH3a U COMPOBOKAACTCS YBEIMYCHUEM CHHTE3a MENATo-
HHHA 3TOit Xkene3oii (Simonneaux, Ribelayga, 2003). Bosneiicteue DD pexu-
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Ma IPUBOIWIO K CHIDKEeHUIO akTUBHOCTH CO/] B JIETKHX y CTapbIX KPBIC U Ka-
Taynasbl B IIEYCHH CTapeIomuX KUBOTHHIX (Prc. 2) mo cpaBHEHHMIO ¢ KPBICAaMH B
rpynne LD. B apyrux uccieoBaHHBIX OpraHax BIUSHUS IOCTOSHHOM TEMHO-
THI Ha akTUBHOCTE AO® He ycTaHOBIIeHO. Te M3MEHEHHs, KOTOpble 0OHApY-
JKCHBI TIPY BO3JICHCTBHH ITOCTOSHHOW TEMHOTHI OBIIM HICHTHYHBI TeM, KOTO-
pBIe HaOJIOAAMHNCh Y KPBIC, HAXOAWBIINXCS IPU ITOCTOSTHHOM OCBEIIeHuH. Be-
positHo, B DD cBeTOBBIX ycioBusix, B orianuue ot LL, koraa cunres snudu-
3apHOr0 MEJNaTOHWHA OJIOKUPYETCs, ONpEleIomM (akTopoM SBISUIOCH HE
yBEJIMUEHUE KOHIIEHTPALUU MEJaTOHHHA, a OTCYTCTBHE CYTOUHOM NepHOAnY-
HOCTH ero cuHTe3a (Simonneaux, Ribelayga, 2003).

C Bo3pacrom BiusiHue Ha hepmenTsl AOC Takux (akTOpoB, KaK CBETOBOM
PEXHUM U TI0JI )KUBOTHBIX CTAHOBHJIOCH OoJsiee BhipaxeHHbIM (Puc. 4). ITo gan-
HBIM TUCTICPCHOHHOTO aHaJN3a ¥ 6-MECSIYHBIX KPBIC BIHSIHUS CBETOBOTO (hak-
Topa Ha aktuBHOCTH CO/] B medyeHn He ObUIO BEIsBIICHO. B 12 Mecsmes muc-
nepcus JaHHOTO NokKaszaTelnst B 3ToM opraHe Ha 27,80%, a B 18 MecsueB — Ha
28,05% omnpenensercs: (HaKTOPOM «CBETOBOHM pexKUM». [ aKTHBHOCTH KaTta-
Ja3bl B TICYCHH HAOIIOIaNach aHAJOTHYHAS KapTHHA: OTCYTCTBHE BIHSHHUA B 6
MECSLEB C MOCIAEAYIOLUM €ro yBenudeHueM a0 22,74%, 28,24%, u 39,90% B
ctapiue Bo3pacTHbele iepuoanl (12, 18 u 24 Mecsiia, COOTBETCTBEHHO). Biusi-
HHe 3Toro ¢akropa Ha akTuBHOCTH COJ] B JIErKMX M aKTHMBHOCTH KaTajiasbl B
MOYKaX y CTapbIxX KpbIc (24 Mecaia) 6pU10 B 2,5 pa3a cHiIbHEE 110 CPaBHEHHUIO C

MOJIOABIMU JKMBOTHBIMH.
80

70

60

50

40
30

20

— 24 mec

= 18 mec

12 mec

dakTapHasa Harpyska, %
IS
5

6 mec

con Katanasa ’ con Katanasa

con Katanasa ‘ con Katanasa

MeuyeHb Moukm Nerkve CeneseHka

Fpynnbi:

I:‘ Mon % Mpenapat

CaeToBol pexv

Puc. 4. BnusHue u3y4eHHbIX (akTOpoB Ha akTUBHOCTb AO®D B opraHax KpbIC
pa3Horo Bo3pacTa (1o JaHHBIM ITUCTIEPCHOHHOTO aHAIIN3a)
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[TomydeHHbBIE pe3ynbTaThl CBUAETENBCTBYIOT, YTO 10 MEPE CTApCHUS KU-
BOTHBIX B IIPUCTIIOCOOUTEIBHYIO peakuuio Bce Oompie Bitodarotress AOD, Tak
Kak (epmeHTaTHBHBIH KOMIOHEeHT AOC, B OTIHYHE OT HU3KOMOJICKYIISIPHBIX
antrokcuiantoB (Mpuna u ap., 2008), sBIIsieTCs SBONOIMOHHO 6oJIee MOJIo-
JBbIM 1 OOJiee YyBCTBHUTENCH K Pa3INYHBIM 3KCIEPUMEHTAIBHBIM BO3/EHCTBH-
sim (3enkoB, JlankuH, MenbukoBa, 2003).

BrausHue ¢dakrtopa «mon >xuBoTHBIX» (Puc. 4), cBsi3aHO ¢ ypOBHEM II0JIO-
BBIX CTEPOUJIOB Y CaMIIOB U CaMOK, UTO OTpakaeTcsl Ha MeTaboIu3Me MelaTo-
HUHA. YCTAHOBJIEHO, YTO TE€CTOCTEPOH CTUMYIHUPYET CHHTE3 3TOr0 MHUHEalb-
HOT'O TOPMOHa, TOT'/Ia KaK KacTpalus IPUBOJUT K CHHKEHHUIO ero 00pa3oBaHus
(Hernandez et al., 1990). Ilpu yBequueHHH MPOAYKIIMH 3CTPATUONA CHHTE3
MEJIaTOHWHA CHIDKAeTCs, a OBapUIKTOMUs BbI3bIBaeT oOpaTHBI 3ddekT
(Hayashi, Okatani, 1999; Okatani, Morioka, Hayashi, 1999).

Takum 00pa3oM, BBEISIBICHO OpPTaHOCIEIU()UIHOE BO3PACTHOE CHIDKEHHE
AKTUBHOCTH HCCIICOBAaHHBIX (DEPMEHTOB y KpBIC, CBHIETEILCTBYIOIIEE O
«ctapeHnn» ¢pepmentatuBHOro kommoHeHta AOC. M3MeHeHue (yHKIHO-
HaJIbHOTO COCTOSIHUS 3IH(H3a MPH BO3ACHCTBUN CBETOBBIX PEXKUMOB OKa3bI-
BaJIO MOJYJIHPYIOIIEE BINSHUE HA BO3PACTHYIO AMHAMUKY akTuBHOcTH CO/J]
U KaTaja3bl B opranax kpbic. ComepxaHHue )KMBOTHBIX B YCIOBHUSX IOCTOSIH-
HOT'O OCBEILEHHUS ¢ Bo3pacTa | mecsIia NPUBOIMIO K CHIDKEHUIO aKTHBHOCTH
AO® — yCKOPEHHOMY «CTapCHHIO» HCCICIOBAHHOW (PEPMEHTHOU CHUCTEMBI,
9TO, BEPOSITHO, MOXKET SIBIATHCS CIEICTBHEM YTHETCHHUS CBETOM CHHTETHYeE-
ckoif ¢pynkumu snudusa. Hamm nanHbie coriacyrwores ¢ pesynbratamu M.A.
Bunorpanosoii (2009) o ToM, uTo y Kpbic B rpymmne LL cpemHss u makcu-
MaJIbHasi TPOJIOJDKUTENILHOCT JKU3HU OBUIM MEHbIIE, a 4acTOTa pa3BUTHSA
CIIOHTaHHBIX HOBOOOPA30BaHWH TOBBIIIEHA II0 CPAaBHEHUIO C XMBOTHBIMH
npu LD. CHmkeHne akTUBHOCTH KITI04YeBBIX pepmenToB AOC, Habmogaemoe
Ham¥ B LL ycioBusIX, MOKET CONPOBOXKAATHCSI HEKOHTPOIUPYEMBIM 00pa3o-
BaHneM A®K, uTo urpaer 3HaUUTENBHYIO POJIb NIPH KAaHIIEPOTEHO3€ U B IPO-
necce crapenuns (Harman., 1956; Dmanyais, 1975).

BiusiHMe €cTECTBEHHOTO OCBEIICHHS 3aBHCENI0 OT Ce30Ha roja. AKTHB-
HocTh Kak CO/l, Tak M KaTamaspl CHM)Kajach B BECEHHUH MEPHOA IPH, MpaK-
TUYECKH, KPYTJIOCYTOYHOM OCBelieHnn («Oemble HOum»). ConaepikaHue Ku-
BOTHBIX B €CTECTBEHHBIX CBETOBBIX YCIOBHUSIX CIOCOOCTBOBAIO YBEIHUYCHHIO
TEMIIOB CTapeHHsI, COKPALICHNIO TPOIOJDKUTEIBHOCTH KU3HU U TOBBIIICHHIO,
Jlake B OoJblIel creneny, yeM npu LL, pucka passButus omyxosneit (BuHorpa-
noBa, 2009), 4TO 10 MHEHHUIO aBTOpPa CBA3aHO C HapyLIEHHUEM IEPUOJUYECKUX
MPOLIECCOB, HANPABJIECHHBIX HA NPUCIIOCOOJIEHHE OpraHu3Ma K IHMKIMYeCKUM
U3MEHEHHUSM OKPYXKarole Cpeabl.

[Ipu ycunenun cekperopHoi GyHKUMM dnHpu3a (B yCIOBHUIX MOCTOSHHON
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TEMHOTHI) Bo3pacTHEIC m3MeHeHus akTiuBHOCTH CO/] 1 kKaTamassl B psae opra-
HOB OBLIM CXOAHBI C TEMH, KOTOPbIE HAOIIOAAINCH NPH MOCTOSIHHOM OCBEIIe-
HUH. BO3MOHO, B yCIOBHAX CBETOBOM ICHPUBALNU ONPEASISIONM (hakTo-
pOM SIBIISETCA HE YBEIMUYCHHE YPOBHS MEIATOHHHA, & OTCYTCTBUE CYTOYHOU
MEPUOANYHOCTH €ro cuHTe3a. Hapsny ¢ atum y kpsic B rpynne DD otmedeHo
CHIDKEHHE TEMIIOB CTapeHMsI OpraHW3Ma M pHCKa pa3BUTHA omyxoiel (Buao-
rpanoBsa, 2009).

Bausinue MeJIATOHMHA U YNMUTAJIOHA HA AKTUBHOCTh AHTHOKCHIAHTHBIX
¢epmenToB

BnustHue reponporekTopoB Ha akTUBHOCTE AO® B opraHax KpbIC 3aBHUCE-
JI0 OT peXXUMa OCBEIICHUS, IPU KOTOPOM COAEPKANNCH )KUBOTHBIE, U, OIIOCpe-
JIOBAaHHO, OT YPOBHS SHAOTCHHOTO MENIATOHMHA, T.K. COJECP)KaHHUE TPH pa3Ind-
HBIX CBETOBBIX PEKMMax NMPHUBOIUT JHOO K OJ0Kaze MpPU MOCTOSIHHOM OCBE-
IIEHUH, MO0 K YCHJICHHIO €TO CHHTE3a IPH CBETOBOW AenpuBanuu (AHHCH-
MOB 1 11p.,1997; Arncumos, 2003; Reiter, 1993).

OTMmedeHa TKaHeBas crelu(uKa peaKknuu HCCICAOBAHHBIX (pepMEeHTOB
AOC Ha npemapatsl. Y MOJOIBIX KPBIC (6 MecSIIeB), MONYYaBIINX MENIATO-
HUH B CTaHAAPTHBIX CBETOBBIX ycinoBuax (LD), akTUBHOCTH KaTajaskl B Ie-
4eHH OblIa BBIIIE, YeM y MHTAKTHBIX )KHBOTHBIX. BBeneHue snuranona npu
LD cBeToBOM pexuMe MPHUBOJMIO K CHI)KEHHIO aKTUBHOCTH 3TOro (ep-
MEHTa B MOYKax MOJOJBIX U cTapbIX (Puc. 3) )KMBOTHBIX U B JETKUX MOJIO-
JIBIX KPBIC 110 CpaBHEHHIO ¢ rpynnoi mianebo. Crneundrka u3MeHEHUH ak-
tuBHOCTH COJl M KaTayias3sl MOJ BIUSHUEM TepOIPOTEKTOPOB MOXKET OBITH
o0ycioBieHa 0COOCHHOCTSIMHM B3aUMOJICHCTBHSI MEJaTOHWHA C AKTHBHBIMHU
¢opmamu kuciopoga. [opMOH MOXKET pearupoBaTh C INEPEKHCHIO BOJOPO-
Jia, sBISIONIeHcs cyOcTpaToM Ui Karajasbl, 1 HE pearupyer ¢ Cynepok-
CUJHBIM aHUOH-paauKaloM, sBistonuMcs cyoctparom ainst COJl, uto npo-
JeMOHCTpHUpoBaHo B ombitax in vitro (Marshall et al., 1996; Allegra et al,
2003).

B ycnoBusax mocrosaHOTO ocBemenus (LL) oba mpenapaTta BBI3BIBAIH I10-
BBHINICHNE aKTUBHOCTHU KaTajasbl B eueHu |8-mecsunbix (Puc. 2) u moukax 6-
MECSIYHBIX KPBIC TT0 CPABHEHHUIO C KOHTPOJIBHBIMH KUBOTHBIMU. VI3BECTHO, UTO
BO3CHCTBHE NOCTOSHHOTO OCBEIICHUS 3HAYNTEIBHO CHIDKAET CHHTE3 SMH(H-
3apHOT0 MEJIAaTOHMHA, a JIOTIOJIHUTEIHFHOE BBEJCHHE TOPMOHA FUTH BEIIECTBA,
CTUMYJIUPYIOILIETO €r0 CUHTE3, MOXKET SIBJIATHCS NMPUUMHON MOBBIMIECHUS aK-
tuBHOCTH AO®. CxXo/HOE BIIMSIHUE TIPENapaToB ObIJIO OTMEYEHO M B APYTUX
uccnenoBanuax. [lokazaHo (XaBuHcoH, MputbHHKOB, 2000), 4TO BBEICHHE
SHHUTAJOHA U MEJIATOHUHA, 3HAUUTEJIHO YBEJIUUUBACT yAEIbHYIO0 aKTUBHOCTb
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KaTanasbl U CHWKaeT ypoBeHb mpoayktoB I1IOJI y D. melanogaster. Auamo-
TUYHBIE PEe3yNbTaThl OBUIM TOJYYEHBI TPU HCCICIOBAHWU OOIIEH aHTHOKCH-
JMAHTHOW aKTUBHOCTH CBIBOPOTKH KPOBH KPBIC, MOJYYAaBIIUX MENATOHHUH WU
snuTasaMuH (AHUCUMOB # Ap.,1997).

Y KphIC, HAXOMUBIIUXCSA TIPH ecTeCTBeHHOM ocBemeHnn (NL), BimsHuE
TeporpoOTEeKTOPOB Ha akTUBHOCTE AO®D ObUTO pa3sHOHANpaBIICHHBIM. OIHTAa-
JIOH, B OTJIMYKE OT MEJNAaTOHWHA, CHIKan akTuBHOCTh COJ] B moukax y 18-
MECSYHBIX KpBIC M KaTaja3bl B JIETKUX y 12-MeCSUHBIX XHBOTHBIX. PaHee
(AnucumoB u zp., 1997) Takxe OblIa OTMEUYEHa Pa3HOHATPABICHHOCTH BIIUS-
HUs npenaparoB Ha akTuBHOCTh COJl u niepynoriasMiuHa U BBICKa3aHO Mpe.i-
MOJIO)KEHHE O TOM, YTO AaHTUOKCUIAHTHBIE CBOMCTBA MEJIATOHWHA CBSI3aHBI C
€ro AaHTHUPATUKAILHOW AKTUBHOCTHIO — CIIOCOOHOCTHIO HEIOCPEICTBEHHO
B3aMMOJICHICTBOBATh CO CBOOONHBIMHU paJMKalaMH, a SIHUTaJaMHHA — C BO3-
JICHCTBHEM Ha CHCTEMY aHTHOKCHIAHTHBIX (PEPMECHTOB.

B ornmume ot qpyruX W3y4eHHBIX HAMH OPTaHOB B CEPACYHOHN M CKeJeT-
HOW MBIIICYHOH TKaHW NPHMEHEHHE TOPMOHA M TETpaleNTHAa He BIMAIO Ha
AKTUBHOCTb HuccienoBaHHbIX AO®D. B0o3MOXKHONW NPUYMHON 3TOro SIBISETCS
HU3KUH OazajbHBI YPOBCHb MENATOHWHA B STHX TKAHAX, KOTOPHIN JUIIG He-
3HAUMTENBHO M3MEHSETCS, IO CPABHEHUIO C JIPYTUMH TKaHSIMH, TP €r0 J0-
nonuutensHoM BBeaenuu (Kveder, Mclsaac, 1961; Lahiri et al., 2004).

Takum 00pa3oM, MaKCUMAJIBHOE KOJWYECTBO W3MEHEHUU aKTUBHOCTH
tepmenToB AOC B TKaHSIX OPTaHOB IOJI BIMSHUEM IIPENapaToB OTMEUEHO AJIS
TPYII, COACPXKABIIMXCS B YCIOBUAX MOCTOSHHOTO M €CTECTBEHHOTO OCBEIIle-
HUA. OTO cormacyercs ¢ gaHHeIMH U.A. Buuorpagosoit (2009) o Tom, dro
BBEJICHHE KpBICaM B HOYHBIC Yachl MEIATOHWHA YU B YTPEHHEE BpeMsl SITUTa-
JIOHA OKa3bIBacT HOPMAIM3YIOIIee BIMSHUEC Ha OOJBIIMHCTBO IOKa3aTeled y
JKUBOTHBIX, COICPIKABIIMXCS B YCIOBHSAX IMOCTOSIHHOTO HWIIM €CTECTBEHHOTO
PEKMMOB OCBEILIEHUS, U MPUBOAUT K 3aMEJUICHUIO MPOLIECCOB CTapEHUsI, TOP-
MOJKCHHIO Pa3BUTHs Y HUX BO3PACTHOM MMATOJIOTHMH, BKIFOYask HOBOOOpa3oBa-
HUS, ¥ YBEIIMUMBAET MPOJODKUTEIHLHOCTD KU3HU.

Hamu 6p110 TIOKa3aHO, YTO MPU €CTECTBEHHOM OCBEIICHUH JCHCTBHE Ipe-
nmapatoB Ha akTUBHOCTh AO® HOCHUIIO MPEHMYIIECTBEHHO Pa3HOHAIPABIICH-
HbIH, a IPU NOCTOSTHHOM — OJHOHAIIpaBJIEHHbIN XapakTep. B mocnennem ciy-
4Yae ¥ MEJaTOHWH, W DIUTAJIOH TOBBIMIATN aKTHBHOCTh KaTaiasbl, 4TO, OYe-
BHUJHO, CBSI3aHO C HHU3KUM 0a3albHBIM ypOBHEM SHJIOT€HHOTO MEJIaTOHHHA.
BBeneHne 3K30r¢HHOrO IMperapara Jaxe B JOCTATOYHO HHU3KUX ((U3HOIOTH-
YECKMX) J103aX NPUBOAMIO K MMUTALMU €CTECTBEHHOI'O MEPHUOJUYECKOrO IMO-
BBIIICHHUS €TO COJACPKAHMS B OpraHax M TKaHsx. HaOmromaembie B YCIOBHUSIX
€CTECTBEHHOT'O OCBELICHHSI M3MEHEHHUS MOXHO OXapaKTepU30BaTb KaK KOM-
MICHCATOPHBIC B OTBET HA MOCTYIUICHUE B OPraHU3M MEJIATOHUHA (9K30I€HHOIO
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aHTI/IOKCI/II[aHTa) WM SIIMTAJIOHA (BeIllCCTBa, TIOBBIIIAIONIETO €T0 YHIOTCHHBIN

YPOBCHB).

BiinsinMe MOMeHTa Ha4yaJia BO3/eiicTBHA MOCTOSTHHOTO OCBEIleHH s HA aK-
THBHOCTb AHTHOKCHAAHTHBIX ()ePMEHTOB B OPraHax KpbIc
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Puc. 5. Biusinue pexxuMoB OCBEIIECHHUS Ha
akTuBHOCTE AOD B medeHH 3-MeCSIHBIX
kpoic (M+m).

Vcnouble ob6osHauenusi: NL/NL, LDJ/LD,
LL/LL — GepemeHHBIE CaMKH M KPBICSTa OT HHX
C MOMEHTA POJKJCHHUSI COIEPIKAIIUCH TIPU €CTECT-
BCHHOM, CTaHJAapTHOM M IIOCTOSIHHOM OCBEIIe-
Huy, coorBercTBeHHO, LD/LL — GepemeHHble
CaMKHU COJEPXKaINCh IIPU CTAHJAPTHOM OCBEII[e-
HHH, a KPBICSTa OT HUX NMPH IOCTOSHHOM OCBE-
IEHUH C MOMEHTa POXJACHUs; 1 — H3MEHeHHs
JIOCTOBEPHBI 110 CPAaBHEHHUIO JKMBOTHBIMHU, KOTO-
poie conepxanucs B tpyrme NL/NL (p<0,05).

YcTaHoOBIIEHO, YTO BO3JICHCTBHE
MOCTOSIHHOTO OCBELICHUS Kak Ha
OepeMeHHBIX CaMOK, TaKk M Ha KpPbI-
CAT C MOMEHTa POKICHUSA OKa3bl-
BaJIO MOJYyJHUpYIOIee ACHCTBUE Ha
AKTHBHOCTh (DEPMEHTOB AHTHOKCH-
JTAHTHOM  CHCTEMBI ~ IIOTOMCTBA.
BrwusiHEE TOCTOSHHOTO OCBELICHUS,
HE3aBHCHMO OT TOTO, TIOABEPTalIiCh
JM €ro BO3JICHCTBHIO CaMKH BO
BpeMsi OEPEMEHHOCTH U HOBOPOXK-
neHaple  kpeicsata (LL/LL) wmm
KpBICATa Cpa3zy IMOCHIe POXICHHS
(LD/LL), BBI3BIBaJIO paccoriiacoBa-
HHUE COTPSDKEHHBIX M3MEHEHHMH aK-
tuBHOCTH AO® B meuenu (Puc. 5)
U TOYKaxX y KpPbIC B 3-MECSYHOM
BO3pacTe. DTO MPOSBIUIOCH 3HAYH-
TEJILHBIM CHIDKEHHEM aKTHBHOCTH
CO/] ¢ mapayenbHbIM MOBBIILIEHU-
€M aKTHBHOCTH KaTajasbl.

IIpu ecTecTBEHHOM CBETOBOM
pexume (NL/NL) y 3-mecsdnbix
KPBIC M3MEHEHUs] aKTUBHOCTU aH-
THOKCHJIAHTHBIX (DEPMEHTOB B Iie-
genu (Puc. 5) m moukax mpoTHBO-
MOJIOXKHBI HaOJIOMaeMBIM B TPYIH-
nax LD/LL u LL/LL. JlaHHBIH BO3-
pacT kpbic (3 Mecsa) MPUXOIIICS

Ha JeKaObphb, KOTJa MPOUCXOMNUT YMEHBIICHUE MPOIOKUTSIIEHOCTH CBETIOrO
BPEMEHHU CYTOK M YBEJIMYCHHE JUIMTEIHHOCTH HOUYEH Ha ceBepo-3amane Poc-
cun. Takue u3MeHeHHs (OTONMEPHOAa COIMPOBOKIAIOTCS YCUICHUEM CHHTE3a
aHTHOKCHJIaHTa-MenaToHuHa (Simonneaux, Ribelayga, 2003), 4to, BO3MOXKHO,
SIBIISUTOCH MIPUYMHOM MOJyYCHHBIX HAMH PE3YJIbTaTOB.
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Y KpbIC, COAEPKABIINXCS B YCIOBHAX ITOCTOSHHOTO OCBEINEHHMs ¢ 14 mecs-
ueB (LL-14), Habmoganack CHHXpPOHHOCTh M3MEHEHHH aKTHBHOCTH (pepMeH-
ToB B meuenu (Puc. 1) u moukax. [Ipu yBennuennu aktusHoctn COJI BO3pac-
Tajla ¥ aKTUBHOCTb Kartanassl. {7t 3TuX ()epMEHTOB B 000MX OpraHax 3aperu-
CTPHPOBAHA CE30HHASA LUKINYHOCTh H3MEHEHNUH, MPUIEM MaKCHMaJbHbIE 3Ha-
YEeHUs] aKTUBHOCTH OTMEUAIINCh B IBYXJIETHEM BO3pacTe, a He B 12 u 18 mecs-
LIEB, KaK 3TO IIPOUCXOoAuIo B rpymme LL.

B cepneuynoii Mbllile U JETKUX Y KpbIC, coaepxkasuxcs B LL pexume,
aktuBHOCTh COJ] cHmXKanack yxe K KOHILy NEpPBOrO rofa U COXPaHANach Ha
3TOM YpOBHE B TeUeHHe AajbHemen xu3Hu. Y kpbic LL-14 aktuBHOCTE CO/J
B CEp/lle pe3Ko yBeINYMBalIach, HaUMHaA ¢ 15 MecsIleB, U cpelHee ee 3Hade-
Hue Kk 30 mecsnam Gosiee 4eM B 7 pa3 MPeBBIMIATI0 TaKoBoe y 15-MecsadHbIX
JKMBOTHBIX. J[MHAMUKa BO3PACTHBIX N3MEHEHHH aKTUBHOCTb 3TOr0 ()epMEHTA B
JIETKUX U CENIE3CHKE KPBIC, COAEPIKAIIMXCS TP TOCTOSIHHOM OCBEICHNH ¢ 14
MecIEeB, B OTJIMYHE OT >KUBOTHBIX Ipu LL ocBemeHnH, XapakTepH30Baiach
V-00pazHoii KpUBOH — CHIDKAIACh K 24 1 moBBIIIanach k 30 Mecsmam.

[lomydeHHbIe naHHBIE CBHICTENBCTBYIOT O OoOyiee IMO3IHEM «CTAPECHUI»
(epmenTatuBHOTO KOoMIoHeHTa AOC B GOJBIIMHCTBE OPraHOB KpPBIC, COAEP-
JKaBIIHXCA MPU TIOCTOSHHOM OCBEIeHNH ¢ 14 Mecs1ies, o cpaBHeHHIO ¢ LL.

Takum o0pa3oM, n3mMeHeHne akTMBHOCTH AO® B mporiecce cTapeHHs 3a-
BHCEJIO OT BO3pacTa, B KOTOPOM HAYMHAJIOCH BO3JEHCTBHE MOCTOSTHHOTO OC-
BEIlleHNs. Y THETEHUE CUHTETHYeCKOW (QyHKIMK 3MH(pHU3a KaK Yy CAMOK B IEPH-
o1l 6epeMeHHOCTH, TaK ¥ Y HOBOPOXAEHHBIX KPBICAT NMPHUBOIMIO K paccoria-
coBaHMIO B M3MeHeHnH akTuBHOCTH COJl u kaTanasbl. Y KpbIC, HAXOANUBIINX-
Csl TIPY TIOCTOSIHHOM OCBEIIEHHH C OJJHOMECSIYHOTO BO3pacTa, HapyIIeHHe CO-
NpsDKEHHBIX n3MeHeHnH aktuBHocTH CO/Jl M KaTanassl MPOUCXOMMIo B Ooree
no3nHeM Bo3pacte (12 u 18 mecsreB). Y kphic, ¢ 14 MecsIeB coaepKaBIIAXCS
B YCIOBHSIX MOCTOSHHOTO OCBEILEHHs, OTMEYEHA CHHXPOHHOCTb M3MEHEHMI
aktuBHOCTH AO®D. «Crapenue» depmenraruBHoro komronenrta AOC y xu-
BOTHBIX 3TOH TpYIITBI HAOIIOAAIOCH B O0Jiee o3aHeM Bo3pacTe (B 24 Mecsina),
uyeM y Kpblc B LL pexume.

Oddexr MomeHTa «PHUZHOIOTHIECKONH TMHHEATIKTOMUHM» HAa aKTHBHOCTH
AO® cormacyercs ¢ W3MEHEHHSIMH MPOJIODKUTENBHOCTH JKH3HH Y KpBIC B
rpymmax LD, LL u LL-14 (Vinogradova et al., 2010). Bsuto mokasaHo, 4to 4 'y
CaMOK M Yy CaMIIOB KphIC, HaxomuBIIuxcs B LL-14 pexume cpemHsIs U MakcH-
MallbHasl MPOJODKUTENBHOCTD JKU3HH JOCTOBEPHO BBIIIE, YEM Y KpBIC, COIEp-
JKaBILUXCSI MPU MOCTOSHHOM OCBELIEHUM ¢ OAHOro Mecsna. CpenHsisl U MaKCH-
MaJlbHas IPOJOJDKUTEIILHOCTD KU3HH KpBIC, copepkaBiuuxcs npu LL ocere-
HHH, OBIJIM 3HAYUTENIHHO HIDKE TI0 CPABHEHHMS C )KUBOTHBIMU JPYTUX TPYIIIL.

ITonyueHHble HaMM pe3yNbTAThl SIBISIOTCS MOATBEPMKIECHHEM MPEAINONIO-
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xkerus Yonrepa [Inepmaomu (Pierpaoli, Bulian, 2005) o xiroueBoii poiu 3mu-
¢u3a B 3aIycKe «IIPOrpaMMBDy CTApeHHUs opraHn3Ma. BozneiicTBue MOCTOSH-
HOTO OCBELICHMS, ITOJAaBIAIOIEro (GYHKINOHAIBEHYIO aKTHBHOCTh 3mupu3a, ¢
Bo3pacTa 14 mecsreB, ctocOOHO MPUBOIUTE K OoJiee TTO3THEMY «CTapEHHIO»
(epMEHTaTUBHOTO KOMIIOHEHTA aHTHOKCHIAHTHOH CHCTEMBI KPBIC, 4TO, BO3-
MO>KHO, SBJISICTCS OXHOM W3 IIPUYMH IPOJICHHS KHU3HH KUBOTHBIX.

BBIBO/IbI

1. BeisBieHO opraHocnennpuYHOE BO3PACTHOE CHHKEHHE aKTHBHOCTH
AO® y xpsic («crapenue» pepmenraruHoro komnonenta AOC). [Ipu sTom B
psifie OpraHoB OTMEYAeTCsl aCHHXPOHHOCTh B M3MeHeHusAx akTuBHocTd CO/l n
kartana3pl. Hanbonee yyBCTBUTENBHBIMHU K 3KCIIEPUMEHTAIBHBIM BO3JICHCTBU-
M OKa3aJIMCh U3y4YEHHbIC [TOKA3aTEIH B IIEYEHH U ITOYKaX KpPbIC.

2.  PaznuuHBIC CBETOBBIC PEXKMMBI OKa3bIBAIOT MOIYIHPYIOIICE BIUSHNAC
Ha Bo3pacTHble M3MeHeHus aktuBHOcTH COJl m Karamassl B OpraHax KpbIC.
[TocTosHHOE OCBEIIEHWE YCKOPSIET MPOLECC «CTApeHUs» HCCICAOBAaHHON
(hepMEHTHOH cucTeMbl. BiusiHue ecTeCTBEHHOTO OCBEIIEHHS 3aBUCHUT OT CE€30-
Ha roza — aktuBHOCTE CO/I M Karanasbl CHWXKAeTcs B BECEHHUI MEPUOA NPU
KPYIJIOCYTOYHOM OCBeIeHNH («Oenbie Houny). [Ipu mocTosiHHOM TeMHOoTe 1H-
HaMUKa BO3pPacTHBIX W3MeHeHniH AO®D B psje OpraHoB CxoJiHA ¢ HaOonae-
MBIMU TP TIOCTOSTHHOM OCBEILICHHH.

3. JeiictBue MenaToHuHa u snuTtanoHa Ha AO® 3aBHCHUT OT CBETOBBIX
PEXUMOB, B KOTOPBIX cofepxarcs Kpbickl. Habmrogaemble H3MEHEHUSI MOYKHO
0XapaKTepHU30BaTh KaK KOMIIEHCATOPHBIE B OTBET Ha MOCTYIUICHHE B OPTraHU3M
MenaToHnHa (MOTEHIMAJIBHOTO AHTHOKCHAAHTA) WM SIMTaloHa (BEIIECTBa,
MOBBIIIAIOIIETO €r0 CHHTES).

4.  W3menenust aktuBHocTH AO® mnpu (hyHKIMOHAIBHOM «BBIKIIOYE-
HHUM» 3MU(H3a 3aBUCIT OT BO3pacTa, B KOTOPOM HAYMHAETCS! BO3JICHCTBHE I10-
CTOSIHHOTO OCBEIIECHUs. YTHETEHHE CHHTETHYECKOH (YHKIMM IHHEaIbHOU
XKeJie3pl Kak y OSepeMEeHHBIX CaMOK, TaK M y KPBICAT C MOMEHTa POXKICHUS,
MPHUBOJUT K PACCOTJIACOBAHUIO COMPSIKEHHOTO M3MeHeHus aktuBHOCcTH CO/l 1
KaTasia3bl y MOTOMCTBA.

5.  Bo3saeiicTBHE MOCTOSHHOTO OCBEIIEHUs ¢ 14-MecsSIHOTO BO3pacTa Xa-
paKTepu3yeTcsi CHHXPOHHBIM H3MeHeHHneM aktuBHocTH COJl m kaTanassl |
3aMeuIseT «cTapeHne) ¢pepMmeHTatuBHOro kommonenta AOC.
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CIIMCOK MCIIOJIbB30BAHHBIX COKPAILIEHIIA

AOC — aHTHOKCHIaHTHAsl CHCTEMA,

AO® — aHTHOKCUAAHTHBIE (PEPMEHTHL,

A®K — aktiBHBIE HOPMBI KUCTIOPO/A,

T1OJI — nepekucHOE OKHUCIICHHE JINITHIOB,

CO/I — cynepokcuaaucmyTasa.

LD — rpynma kpsic, coleprKaBIIMXCst IPH CTaHIapTHOM ocBemenun (12/12),

LL — rpynma KpeIC, COIEpKaBIINXCS MPH IOCTOSHHOM OCBELICHHH C OJHOMECS Y-
HOTO BO3pacTa,

NL — rpymmna kpbic, Coep KaBIINXCs IPH €CTECTBEHHOM OCBEIIEHHHU C OJJHOMECS -
HOTO BO3pacTa,

DD — rpymma KpbIC, COAepKaBIINXCS IPH MOCTOSHHOW TEMHOTE C OJHOMECSIHOTO
BO3pacTa,

LL-14 — rpynma KpbIC, COAEPIKABIINXCS MPH IMOCTOSHHOM OCBEIEHHU C YEThIpHA-
JIIaTHMECSYHOTO BO3pacTa,

NL/NL — GepeMeHHbIE CAMKH M KPBICATa OT HUX C MOMEHTa POXKIECHHS COJEpIKa-
JIMCH NIPU €CTECTBEHHOM OCBEIICHUH,

LD/LD — GepeMeHHbIE CaMKH M KpBICSATa OT HUX C MOMEHTa POXKICHHS COJICpXKa-
JIMCH TP CTAHAAPTHOM OCBEICHHUH,

LL/LL — GepemeHHbIe CaMKH M KPBICATA OT HUX C MOMEHTA POXKACHHUS COMEpiKa-
JIMCH TPH MOCTOSTHHOM OCBEIIEHHH,

LD/LL — GepemeHHbIE CAaMKH COAEPIKAIUCH MPU CTAHAAPTHOM OCBEILCHUH, & KPbI-
csiTa OT HUX C MOMEHTa POXKJICHUS IIPH OCTOSIHHOM OCBEIICHUH.

CIIMCOK OCHOBHBIX PABOT, OITYBJIMKOBAHHBIX I1O TEME
JUCCEPTAIIMN
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