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ITo maHHBIM CBETOBOI MUKPOCKONUU reMOUThl Crenomytilus grayanus IpencTaBIeHbI TIAThIO MOPGhOTHUTTIa-
MU, TUIAYHBIMU U151 IBYCTBOPYATHIX MOJLIIOCKOB. B Iepuos 1mojoBoit ”HEPTHOCTU (KOHEL OKTSIOPsI) COOT-
HOIIIeHUe KJIeTOK Obu10 cremnytomuM: (1) remo6mactol (0.2 + 0.1%), (2) rmamunouwntsl (1.9 + 0.3%), a Takxke
(3) 6azodunbHbie (10.9 + 1.4%), (4) HelirpodumnbHbie (13.3 + 3.0%) u (5) 303uHobuIbHbIE (74.1 +2.9%) rpa-
HYJIOLUMUTHI. METOIOM MTPOTOYHOM IIMTOMETPUU TEeMOLIMTHI B cOOTBeTCTBUU ¢ UX pazmMepoM (FSC) u BHyT-
peHHeli ctpykTypoii (SSC) nuddepeHimpoBanrch Ha yeTbipe rpymiibl (R). KoppeasiimoHHbIi aHaIn3 mo-
KaszaJl coorBeTcTBUE Ipynnbl R1 remo6nacram, R2 — ruanuHouuram, R4 — rpanyionuTaM v UX 303MHO-
¢unbHBIM (hopMaM; OIHAKO B JIETHUI CE30H KOPPESILIUU HE BBIMNOJHSIMCh. Mopdoiorusi reMoLuTOB 1
KOJINYEeCTBEHHBIE OTHOLIEHUSI MEXKIY UX CTPYKTYPHBIMY TUTIAMU CBUIETETLCTBYIOT B ITOJIb3Y THCTOTEHETH -
YeCKO MPeeMCTBEHHOCTH THAIMHOLIMTOB 1 TPAaHyJIOLIMTOB B COOTBETCTBUHU C MOJIEJIbIO TeMoroa3a Mukca.
Pacnionoxenue kietok Ha rucrorpamme cBeropaccessHust (FSC vs. SSC) orpaxkaer creneHb UX 3pejioCcTH,
3aBUCUT OT (hYHKIIMOHAILHOIO CTaTyca M MOXET M3MEHSIThCS MPU HAPYIIEHUSIX MUTOTUYECKOTO IIUKJIA.
IMonynsauust remouutos C. grayanus XapaKTeprU3yeTcsl HU3KOi CKOPOCTbIO OOHOBJIEHNSI U TOMUHUPOBAHU-
€M 303MHOMDUIBHBIX TPaHyI0IUTOB (10 99% OT BCeX KJIETOK B IMEPUOL IMOJIOBO MHEPTHOCTH), YTO Ipel-
roJjiaraeT CTpaTeTuio, HallpaBJIeHHYIO Ha JJIMTEeJIbHOE COXpaHeHHe BhICOKOA GG epeHIMPOBAHHBIX (hOPM

KJIETOK, 1M COINIaCy€TCAd C BBICOKOI1 IIPOOOJKUTECIbHOCTBIO 2KM3HU BHUA.

Karoueswie cro6a: TeMOLINTHI, TeMONO33, TuctoreHes, Crenomytilus grayanus, Mytilidae, Bivalvia
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B Hacrosimiee BpeMst BO BceM MHUpe IBYCTBOpYa-
TBHIX MOJUTIOCKOB TOOBIBAIOT, KYJILTUBUPYIOT, a TAKXKE
IIMPOKO HCITOJBL3YIOT B Ka4eCTBe OMOMHINKATOPOB.
DTO orpeaessieT BaXXHOCTbh HOHUMAaHUS MX HOpMaJjlb-
HOI OpraHu3alyy, agalTUBHBIX BO3MOXHOCTEN M
ocobeHHocTelt pearupoBaHus Ha cTpecc. OmgHOI U3
cucteM Bivalvia, mogxomdmmx i OMOMHIUKAIINN,
saBisieTcs remoimmMda. Ee mokazarenm Becbma 4yB-
CTBUTEJIbHBI K BHEIITHEMY BO3JICHCTBUIO U paccMaT-
pUBAIOTCS KaK IePCIEKTUBHBIE OMOMapKePhl COCTOSI -
HUST MOPCKOM cpenbl (cM. 0030pbl: AHMcHMOBA, 2013;
Renault, 2015). ITpumensist reMoumdpy B OMOMOHU-
TOPUHTE, CIEAYET YUIUTHIBATh OMOJIOTUIO UCIIOIb3Yye-
MBIX OPTaHM3MOB, B IIEPBYIO OYepelb BUTOBBIE OCO-
OEHHOCTU TeMOrPaMMBI M caMy TMCTOT€HETUYECKYIO
crpateruio Buaa. COOTHOIIEHHE TPaHYJSIPHBIX U
arpa”HyJasSIpHBIX (OPM KIJIIETOK B TeMoJuMde 3HAYM-
TEJILHO BapbUPYeT Yy Pa3HbIX IIPeACTaBUTEIICI Kilacca.
Tak, y MUTHIIM Yallle OTMEYaloT IIpeolIataHue TpaHy-
JoruToB Han ruayvHonuramu (Carballal et al., 1998;
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Wootton et al., 2003; Galimany et al., 2008; Le Foll et al.,
2010; Aanucumosna, 2012), a y ycrpun (Allam et al.,
2002; Rebelo et al., 2013) u Mopckux rpebelIKoB
(13r06a, PomanoBa, 1992; Estrada et al., 2013), kak
NpaBWJIO, HAOIIOOAIOT O0OpaTHOE COOTHOIICHUE.
ITpoTUBOIIOIOXKHbBIE CBEACHUSI OITYOJIMKOBAHBI U JIJIsT
munnii (Andreyeva et al., 2019; Parrino et al., 2019), u
st yerpull (Sun et al., 2018), oqHako 3T IIPOTUBO-
peYnsT MOXXKHO OOBSICHUTH pa3jindyueM B (DU3UOJIOTH -
YeCKMM CTaTyce WJIM YCIOBUSIX OOMTaHUS MOJLIIOC-
KOB (cM. 0030p: AHucuMoBa, 2013). ITprnunHbI BUIO-
BBIX pa3InuMii HEYacTo 0OCYXKIAIOTCS B IMTEpaType;
0oJiee TOro, 40 CUX IMOP OTCYTCTBYET €IMHOE MHEHUE
0 KJlaccuuKalyi U TMCTOT€HETUYECKMX OTHOIIEe-
HUsIX reMouunToB Bivalvia. OmHa 13 cxeMm IpeanoJia-
raer, 4YTO IpaHyJIOLUTHI U THAJIMHOLIUTHEI — 3TO OT-
JeJIbHbIE IMHUY, IIPOMCXOIAINNE U3 Pa3HBIX KaMOM-
albHbIX ucTOYHUKOB (Cheng, 1981), comiacHo
JIPYroii cxeMe BCe KJIETKM B ITONYJISIIMU Te€MOIIMTOB
MPENCTABISIOT eOUHBIN MOpPOPYHKIIMOHATBHBIN
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TUII Ha pa3HbIX cTagusax muddepeHumpoku (Mix,
1976; Ottaviani et al., 1998; Rebelo et al., 2013). He
HCKJTIOYEHO, YTO Pa3jIndus B KJIETOYHOM COCTaBE I'e-
MOIUM@PBI MOTYT OTpaxkaTb OCOOEHHOCTU BUIOBOM
CTpaTeTMM MOIAepKaHUs TKAaHEBOTO TIOMeOocTasa.
IMTocnenHuit o6ecneyrnBaeTCss OBICTPHIM OOHOBJICHU -
€M KJIETOYHBIX ITOITYJISIIMK 3a CYET CTPEMUTEIbHOM
npoaudepany 1 aroIrTo3a, Kak, HallpuMep, B TKa-
HSIX KOPOTKOXMBYILETO MOPCKOTIO rpedeinka Aequi-
pecten opercularis, NI IUINTEIBHON COXPaHHOCTBIO
YK€ MMEIOIINXCS KJIETOK 3a cueT 3(p(hEeKTUBHON aH-
TUOKCUAAHTHOI 3alIMTHI IIPU HU3KMX TEMITIaX PEIpo-
IYKLWY, KaK y IBYCTBOPYATOIO MOJLUTIOCKA Arctica is-
landica ¢ TIpoOgOIKUTEIBHOCTHIO XM3HU 10 350 Jer
(Strahl, Abele, 2010). Pa3Hblii moaxod K MmomaepkKa-
HUIO LIEJIOCTHOCTHU TKAHEBBIX CUCTEM MOAPa3yMeBaeT
M pa3Hblii OTBET HAa CTPECCOBBLIE BO3NEMCTBUS, YTO
HeoOX0oaUMO IPUHMUMATH BO BHUMAaHME IIPU UCIOJIb-
30BaHUU TeMoJIMM GBI B Ka4yeCTBE OMoOMapKepa.

IIpencraButenu pona Mytilus Tipu3HaHbl 3TaIO-
HOM B OMOMHAWKALIMKU COCTOSIHUSI TPUOPEXKHBIX BOI
U BKJTIOYEHBI B NIOOAILHYIO TPOrpaMMy MOHUTOPWH -
ra cToiikux 3arpsisHeHuit “Mussel Watch Program”
(cM. 0630p: Farrington et al., 2016). Ha JlansHem Bo-
croke Poccun B KauecTBe 0ObeKTa MOPCKOM TOKCHU-
KOJIOTUM HepeaKo MCIOoJb3yloT Muauio I'pes Creno-
mytilus grayanus (Dunker, 1853). Takue peakumnu
C. grayanus Ha 3arpsi3HeHUe, KaK U3MEHEHUE MUKPO-
aneMeHTHoro (KasyH, IyabkuH, 2005) u XupHO-
kuciaotHoro (Kosanes u np., 2019) coctaBa TKaHeit
WIN CTPYKTYpHBbIE€ TEepecTpoiiku HedhpOoUUTOB, OT-
BETCTBEHHBIX 3a BbiBeAeHUe MeTauioB (Kavun et al.,
2020), yxxe ucciaeaoBaHbl, B TO e BpeMsi pabdoThl,
BBITIOJIHEHHbBIE Ha KJIETKaX reMoJuMdbl 3TOTO MOJI-
JIlocKa, HaM Heu3BecTHbl. Muaus I'pes — nonroxm-
TeJib, BO3PACT OTAEIbHBIX 0COOEit MOXET MOCTUTaTh
150 et (SIBHOB, 2000), 4TO HmEenaeT JAHHBIA OOBEKT
yI1O0OHOU MOJIENbIO 151 U3YYEHUSI TUCTOT€HE30B Y BU-
JIOB C pa3HOU MTPOJOIKUTEIbHOCTBIO XKU3HU.

Hacrosgmasg padboTa mocBsIeHa aHaIU3y KJIIETOY-
Horo coctaBa remoauMdnl C. grayanus 1 olieHKE Na-
paMeTpOB MUTOTUYECKOTIO LIMKJIA Y 3TOr0 BUAA C Lie-
JIBIO TTOMCKA TUCTOTEHETUUECKNX 3aKOHOMEPHOCTEH
B CTPYKTYpE€ Y KMHETUKE KJICTOUHON MOMNYJISILINH Te-
MOLUTOB. JIaHHBIIT MOAXOM ITO3BOJISIET OXapaKTEPH-
30BaTh reMoJIMM@Py Muann I'pesg Kak TKaHEBYIO CH-
CTEMY U CJIYXMT OTIIPABHOM TOYKOW IJIS1 OLEHKU
MEepPCIEeKTUB €€ UCIT0JIb30BaHUSI B OMOMOHUTOPUHTE.

MATEPUAII U METOAUNKA
Coop moantockoe

MatepuanaoM IJis MCCIeNOoBaHUs TTOCIYXUa re-
monuM@pa 80 ocobeit IBYCTBOPYATOTO MOJLIIOCKA
Crenomytilus grayanus. J171s1 BBIIBIIEHUSI TPAHUIL] HOP-
MaJIbHOI BapuaOeIbHOCTH MapaMeTpOB B UCCIENO-
BaHUE PAHIOMHO B3SITHI TPM BEIOOPKH, IUIST KOTOPBIX
0o0ImKM (PaKTOPOM SIBJISIOCH OTCYTCTBHUE 3HAUYMMO

AHUCHUMOBA u np.

AHTPOITIOT€HHOI HAarpy3KM Ha Cpemy OOMTaHUS MOJI-
JIIOCKOB. MaTtepuan cooupaiv TpUKIbl B pa3HbIE T0-
Il U1 CE30HBI B TpeX (POHOBBIX akBaTopusax IIpumo-
pos (puc. 1). B 2018 1. B cepennHe uoist 10 Mosutioc-
KOB ¢ JJuHON pakoBUHBI OT 30 mo 110 MM ObIIM
cobpaHnsbl B 0. Kueska Bo113u Mopckoit OmocTaHInn
“3amoBenmHoe”, B 2019 1. B Havane ceHTa0pst 40 ocobeit
(26—121 mMm) — B mipod. Crapka 3ai. Ilerpa Benvkoro n
B 2020 1. B KOHIIe OKTSIOPS 30 ocobeit (81—160 MmMm) — B
npuoOpekHOIf 30He 0-Ba Peifneke 3an. Iletpa Benn-
koro. ITomoBas 3penocts y muauu I'pess HacTymaer
pu JuTHe pakoBUHBI 60—70 MM (SIBHOB, 2000). st
XapaKTePUCTUKN KIJIETOYHOIO COCTaBa IeMOJIUM@bI
BBIOOPKM HE OBUIM CTaHAApPTU30BAaHBI IO pa3Mepy
oco0eif, 4TOOBl OXBAaTUTh BECh IMANa30H BapHMaHTOB
remorpamMmbl. CTaHAapTU3aLIMIO TPUMEHSIIN 151 pac-
yeTa CpelHUX IoKa3aTesieil U MX CpaBHEHMS B pas3-
HEIE ce30HbBI. Bo3pacTHyI0 IMHAMUKY KJIETOYHOI ITO-
myasiiuy remouutoB C. grayanus TUIAaHAPYETCS pac-
CMOTpETh B ciemymonieM coobueHun. Hepect y
muauu I'pest mpoucxoaut B MIOHe—aBrycre (SIBHOB,
2000), moaTOMY B JIETHHIX BEIOOPKAX HEKOTOPHIE OCO-
OM HaXOOWJINCh B COCTOSTHMM BBIOpoca ramer. B ok-
TSIOPBHCKOiT BBIOOPKE IMPU3HAKOB IOJIOBOM aKTHUBHO-
CTU He Habiwoaanu, a pa3Mep Bcex 0Co0eil COOTBET-
CTBOBAJI BO3PACTYy ITOJIOBOI 3pEJIOCTU. DTy BEIOOPKY
paccMaTpMBaJIM KaK STaJIOHHYIO IJISI OIIpencacHUS
BUIOBOI1 CIIeIM(UKI reMOTrpaMMBI; Pe3YJIbTaThI JIET-
HUX COOPOB UCIIOJb30BaJIM 11 OLIEHKU BIAUSTHUS HE-
pecTta Ha ImapaMeTpbl TeMOTpaMMBbI.

Coop u uxcayus eemoaumaebol

V kaxnoit ocoou oroupanu 900 MK reMoTuM@bI
U3 3alHer0 MYCKyJia-aJayKTopa ¢ MOMOIIbIO UTJIbI
0.7 MM B maMeTpe 1 IIpuiia oobeMoM 1 M, 3apa-
Hee coaepxkaiiero 100 mxit 0.3 M pacTBopa HaTpue-
Boii com DITA Ha QWIBTPOBAaHHOI MOPCKOI1 BOMIE IIJIST
MpEenoTBpaIleHUsT arIIOTUHALIM TeMOLUTOB. Kaxmbrit
obpa3zel aemau Ha e yacTu — 750 u 250 mxit. K mep-
BoOIt yactu mobasisuiu 750 Mk 8% 3abydepeHHOTO
pactBopa napadopmanbaeruaa (IMA) u mepemenin-
BaJIM UISI TIOIYYEHUSI KJIETOYHOI CYCIIeH3UHU C KO-
HeuHoM KoHIIeHTpauueil [TPA 4%. Ko Bropoii yactn
o6pasua nobasisiau 700 Mk 96% 3THIOBOTO CIIUpPTAa
1 MepeMellInBaau IJisl TOJydeHUs KJISTOUHOM Cyc-
TIEH3UM ¢ KOHEYHOIT KOHIIeHTparueit aTaHoma 70%.

AHnaausz kanemounoeo cocmasa ZeMO/lUMd)bl

Heb6onbpimyo karuio ¢dukcupoBaHHoil B TTMA
CYCIICH3UM T€MOLIMTOB HAHOCW/IM Ha IIPEAMETHOE
CTEKJIO U BBIAEPXKMBAJIM IO BBICHIXaHUS. 3aTeM IIpe-
napartbl OIBaXXIbl OTMbIBaJM OT ¢ukcatopa 0.02 M
dochaTHO-0yDepHBIM cojieBbIM pacTBopoM (PBC),
okpamuBamu 10% pactBopoM Kpacuteiast PomaHOB-
ckoro—Ium3bl B TeueHue 10 MUH, NPOCBETISLUIA B
KCHUJIoJIe, 3aKJIodaan B 6airb3aM u poTorpadupoBa-
J Ha Kamepy Axiocam 105 color B cBeTOBOIT MUKPO-
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3an. [lerpa Beaukoro

1 —42°50'16" c.m., 133°41'35" B.1.
2 —42°58'48" c.u1., 131°44'46" B.11.
3 —42°55'24" c.m., 131°44'01" B.1.

[Ipumopckuit Kpait

M. [ToBOpOTHBI

ATTOHCKOE MOPE

Puc. 1. Kapra-cxema paitoHOB cOopa nBycTBopuaroro mojuttocka Crenomytilus grayanus. 1 — 6. KueBka, 2 — npout. Crapka, 3 —

o-B PeiiHexe.

ckor Axioscope (Carl Zeiss, [epmaHus) ¢ UCIOIB30-
BaHueM obObekTuBa X100. Ha mukpodororpadpusx
WACHTU(PUIIMPOBAIN T€MOILIMTHI Pa3HBIX MOPGOTU-
0B, OMNpPENe/ISUIM UX IPOLIEHTHOE COOTHOIIIEHUE U
U3MEPSUIU JUAaMETP KIJIETKU C IIOMOIIBIO IIPOrpaMMBbI
ZEN Blue. B anamms 6pann mo 300 KJ1eTOK OT KaxX-
o ocobu, Bcero oT 80 ocodeii obpadboTaHo 24 THIC.
remouuToB. OcTaBiuiicss 06beM (PUKCUPOBAHHBIX B
I1PDA KIIeTOUHBIX CYCIIEH3UIA UCCIIETOBAI METOIOM
MPOTOYHON IUTOMETPUU. AHAIU3 IIPOBOAMIM Ha
nmpotoyHoM mmTomerpe Accuri C6 (Becton Dickin-
son, CIIIA) ¢ ucnoiabp30BaHMEM AByXIapaMeTpude-
CKHMX TMCTOTpaMM pachpenejeHUsI COObITUM MO ma-
pametpamM npsimoro (forward lights scattering — FSC)
u 6okoBoro (side light scattering — SSC) cBeTopacce-
SIHUSI, OTpakallllMX COOTBETCTBEHHO pa3Mep U
BHYTPEHHIOIO CTPYKTYPY KJIETOK. ATperaTbl TeMOLIU-
TOB HMCKJIIOYAJIM U3 30HBI aHA/IM3a Ha AByXIlapaMeT-
PUYECKMX THCTOTpaMMaXx paclipefejieHUs] COOBITUIA
no FSC-A u FSC-H, rme A — muromanb 1ol CUTHa-
oM, a H — BeicoTa curnana. s kaxnoit u3 80 oco-
Oeif aHanmm3upoBanu 1o 10 TeIC. COOBITUI B 00J1aCTH,
COOTBeTCTBYIOIICH cuHIIeTaM. OLeHuBaau oOIee
KOJIMYECTBO KJIIETOK, XapaKTep UX pacIpeaesIeHUs 110
pa3Mepy U CTPYKType, KOJIUYECTBO KJIETOK B OTIIEJIb-
HBIX pa3MepHO-CTPYKTYPHBIX IpyIIIax (peruoHax), a
Takke orpeneisin cpengaue 3HadeHuss FSC u SSC
JUIST BCEM COBOKYMHOCTU T€MOIIMTOB U JJISI OTAE/Ib-
HBIX pETUOHOB.

AHaauz mumomuueckoeo UuKaa eemoyumoes

s ouenku conepxanust JIHK B ssmpax remonu-
TOB UCIIOJIb30BAJIU IIPOTOYHYIO LIMTOMETPUIO C BHYT-
PEHHUM TaIUIOUAHBIM CTaHaapToM. B aHanu3 B3siu
o 20 MuaMii 13 IByX BEIOOPOK — OCEHHEM 13 pailoHa
o-Ba PeiiHeke u netHeit u3 mpos. Crapka. PuUKcupo-
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BaHHbBIE 3TAHOJIOM CYCTIEH3UM F'eMOLIMTOB CMEIIIMBa-
JIU ¢ cyCcIieH3ueil GPUKCUPOBAHHBIX CIIEPMATO30UI0B
C. grayanus, nBaxXObl OTMbIBaIM OT (pUKcaTtopa B
0.02 M ®BC nyrem HeHTpUdyrupoBaHUs B TeYEHUE
10 muH ipm 1000 g, okparmmBanu 0.0001% pactBopom
DAPI B TeueHne 15 MUH 1 aHAJIM3UPOBAJIM Ha IIPO-
touHoMm nuToMmerpe CytoFLEX (Beckman Coulter).
AHaU3 NPOBOAVIIN IS BCEM COBOKYIMTHOCTU IeMO-
uToB (10 TBIC. COOBITHIA B 001aCTH CUHIJICTOB) U IS
OTHCNBHBIX TPYMIT KJIETOK (PETMOHOB), BbIACISIEMBbIX
o cootHomenuio FSC u SSC.

Cmamucmuyeckuili aHaiu3

CooTBeTCcTBUE BBHIOOPOK HOPMaJIbHOMY paclipe-
JleJIeHU10 OLIEHUBaJIU C TToMolliblo Tecta Koimoropo-
Ba—CMUPHOBA, 1OCTOBEPHOCTD Pa3IMUUil — C IOMO-
mpblo U-kputepusi MaHHa—YutHU. s aHanau3za
B3aMMOCBSI3€li MCIOJIb30Bald PAHTOBbIE KOppEJsi-
muu CnupmeHa 1pu p < 0.05.

PE3VYJIBTATDbI

Ha ocHoBaHMU CBETOBOII MUKPOCKOINUU B TeMO-
maMde Munum Ipes BeIIeIeHBI NSITh MOP(MOTUIIOB
kireTok. K meppomy MopdoTuity oTHeECEeHbI reMo0J1a-
CThl (Majible arpaHyJOLMTbl) AUAMETPOM OKOJIO
5 MKM € Y3KMM 000IKOM IIUTOIIIIa3MEI (pHUC. 2a); BTO-
poii MOpdOTUTT OITpeaeSIeH KaK THATUHOIIUTHI (00JIb-
LLIMe arpaHyJIOLUThI) IMaMeTpoM oT 5 10 10 MKM ¢ oT-
HOCUTEJIFHO OJHOPOIHOI 0a30(pUIHbHON IIMTOILIA3-
Moii (puc. 26). OcrtajibHble Tpu GOPMBI OBUIA
MpeacTaBlieHbl 0a30(MILHEIMU (PUC. 2B), 303UHO-
¢unbHBIMU (pUC. 2T, 2X) U IIPOMEXYTOUHBIMU HEIi-
TpoWIbHBIMU (pUC. 20, 2€) TpaHyJOLUTaMU aua-
MeTpoM OT 7 1o 14 MKM; B MOCJenHUX ABYX (popMax
503UHOMUJIbHbIE 30HbI YACTO PaCTOIarajarch MoJsip-



254

SSC-A
5000000 10000000

AHUCHUMOBA u np.

(3)

(e

500000
FSC-A

10000000 "

%.

Puc. 2. CtpykTypHasi XxapakTepucTuka reMolutoB Crenomytilus grayanus. a—e — MOpGhOTHUIIbI TEMOLIUTOB (CBETOBAasi MUKPO-
cKonusi, okpacka 1mo PomanoBckomy—Ium3e, maciitabHast 1nHeiika — 10 MKM): a — remo61acT; 6 — TMaIMHOLIUTHI; B — 6a30-
(buIbHBIE TPAHYJIOLIUTHI; T, X — 203MHOGMUIIbHBIE TPAHYJIOLUTHI; 1, € — HEHTPODUIbHBIE TPAHYJIOLUTHI; 3 — pacipeneicHue
TeMOIIMTOB Ha pa3MepHO-Mopdosiornyeckue rpymibl (peruoHbl, R) no sHayeHusM npsimoro (FSC-A) 1 6okoBoro (SSC-A)

cBeTopaccessHUs (MpoTodyHast muromeTpusi): R1

— MeJIKMe arpaHyJisipHble KJIeTKH, R2 — KJIeTKu cpeqHero pazmepa ¢ yMepeH-

HOI1 rpaHyIsIpHOCTBIO, R3 — KpyIHbIe rpaHyIsipHble KIeTKU, R4 — KpyIHble TpaHyJIsIpHbIe KJIETKU C TTOBBIIIEHHBIM YPOBHEM

CTPYKTYPHO# CIOXXHOCTH. A — IUTOLIA/b IO/ CUTHAJIOM.

HO MJIM CO CMelleHMeM Ha Iepudepuro (puc. 2m).
OceHbIo pa3Mep KJIETOK IPOrPECCUBHO YBEIUUUBAJICS
B pSOy TreMo0JacT—TUaIMHOLIMT—TPaHyJIOIUT 0e3
3HAUYMMBIX Pa3INYMil MEXIy pa3HbIMU (DOpMaMu Tpa-
HYJIOLMTOB. JIeToM Mo pasMepy pasinyairCh TOIbKO
reMo0J1acThl, OCTaIbHbIC KJIIETKH 10 3TOMY IIPU3HAKY
He pa3jinJyajavch U3-3a YKPYIMHEHUS! THAJIMHOLIMTOB U
YMEHbBIIIEHHUST 303MHOMWIBHBIX TPaHYJIOIUTOB (Ta0l.

1).

Camoit ManounciieHHO# (opMoii B remoiimMmde
ObLIM reMo0JIacThl; OCEHbBIO MX OOJISI HE MpeBhIllaia
2%, netom — 8% tipu meauane 0% B 000MX Cydasx.
Hoins rpanynouuToB BapbupoBana ot 90 mo 100%
oceHblo 1 oT 40 mo 100% netom (MemmaHbl 98 1 97%
cooTBeTCcTBeHHO, p = 0.03); moiist 203MHOMMILHBIX
IpaHyJI0LUTOB U3MeHsUIach OT 46 10 99% oceHblo U
ot 27 1o 97% netom (MemyaHbI 88 1 82 COOTBETCTBEHHO,
p =0.008) (Tabm. 1).

Ananus napameTpoB npsimoro (FSC) u 6okoBoro
(SSC) cBeropaccessHUS METOAOM IIPOTOYHOM ITUTO-
METPUU TOATBEPAUIST pa3MepHO-MOPGOJIOTUIYECKYIO
HEOQHOPOIHOCTh KJIETOUHOTO COCTaBa reMOJUM@bI
C. grayanus. Yae Bcero Ha ructorpammax FSC vs SSC
I depeHIMPOBAINUCh YEThIPE TPYIIIbl COOBITHIA:
peruonnl R1, R2, R3 u R4 (puc. 23). Mexny FSC u
SSC ycTraHOBJIeHa BBICOKAsI IIpsIMasi KOppeasaus (r =

=0.97). Oba nmapameTpa KoppeJarupoBaIu C KoJude-
CTBOM COOBITHI B permoHax: npsimo — ¢ R4 (r = 0.81
st FSC u r=0.80 s SSC) m o6patHo — ¢ R1, R2,
R3 (r=-0.54, —0.57, —0.50 gngs FSC u r = —0.44,
—0.73, —0.48 ms SSC). Cpennmii mokasareiab SSC
IpPSIMO 3aBHUCE]I OT Yrcia rpaHyaonuToB (r = 0.42) u
obpatHO — OT umuciaa arpanyaouuToB (r = —0.43),
Kak remo06actoB (» = —0.46), TaKk U THATUHOLIMTOB
(r=—0.41). B oceHHei1 BeIOOpKe y 0-Ba PeiiHeke 00-
Hapy>KeHbI MPSIMble KOPPEISIIIUN MEXITY KOJIUIECTBOM
coobITuit B R1 1 unciom remo6mactoB (= 0.76), R2 u
ruamuHonuToB (r = 0.46), R4 M »03MHOMDUIBHBIX
rpanysonuTos (r = 0.62). KonmnuecTBo cobbITHi1 B R2
TakXe MOoKa3ajio TPSIMYI0 KOPpPEJslUIo ¢ OOIIUM
qucJioM arpanyionuToB (r = 0.45) 1 oOpaTrHyI0 — C
O0IIIMM YHCIIOM TpaHyIouToB (» = —0.65). [Tocuen-
Hee MPSIMO KOPPETUPOBAJIO C KOJIMYECTBOM COOBITUI
B R4 (r = 0.47), koTopoe, B CBOIO ouepenb, moKazajo
00paTHYIO KOPPEJSILUIO C COAepKaHUEM arpaHyJio-
uToB (r = —0.46), Kak reMo6acToB (r = —0.41), Tak
" THaTmHOIUTOB (r = —0.46). KonmnmyecTBO COGBITHIM
B R3 He koppenupoBasio HU C OTHUM U3 MOPPOTU-
MOB; KOJIMYECTBO 0a30(bUIbHBIX U HEUTPOMDUIBHBIX
TpaHyJIOLUTOB TaKXe He 0OHAPYKUJIO CBSI3U HU C Of1-
HMM U3 peTUOHOB. B 5T0i1 XXe BBIOOpKE 0OHapyKeHa
npsimast Koppeirsiuns mexay R1 u R2 (= 0.37) u 06-
paTtHast — Mexny HUMu 1 R4 (r = —0.47 u r = —0.63

BUOJIOTUA MOPA
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Tabomuna 1. XapakTepucTuka KJIeTOYHOTO cocTaBa reMoJIMM@bI AByCTBOpUYaToro Moiuttocka Crenomytilus grayanus

MopdOoTunbl TeMOLIUTOB
Mecro n spems 0a3oduabHbIE HeUTpoGUIbHbIE 903MHOGUIBHbIE
cbopa reMo01acThl TUAJTMHOLIATBI
IPaHYJIOLUTHI IPaHYJIOLUTHI IPaHYJIOLUTHI
MOJUTIOCKOB

MKM % MKM % MKM % MKM % MKM %
O-B Peitnexe, 42402 (02+£01 |65+03|19+£03|83+£04(109+14|86%+02 [13.3+£30(94%+0.3|741£29
OoCeHb
Ipon. Crapka, | 53+0.5 | 0.6+0.3 | 83+0.1 |27+0.7 [ 85+03 |194+27]82+03|86%+29 |84+0.2 |68.7+3.1
JIETO

IMpumeuanue. Iy pacuera CpeqHUX 3HAYEHU T UCTTONBb30BaIM 110 20 0c0o0€eit MOJI0BO3pPEIIbIX MUAMI C ITMHOM pakoBUHBI 80—120 MM

U3 IByX HanboJiee penpe3eHTaTUBHBIX BLIOOPOK.

CcOOTBeTCTBEeHHO). O0paTHYIO cBsA3b ¢ R4 1mokazain u
R3 (r=—0.65).

Koppemnsiuuy BEISIBIEHBL U IPY CPaBHEHUH 4KCia
KJIETOK pa3HBIX MopdoTuriroB. KormyecTBo remo0dita-
CTOB TIPSIMO COOTHOCHUJIOCH C TAKOBBIM TMaJIMHOLIM-
TOoB (r = 0.45), MOBTOpPSISI MOJIOXUTEIILHYIO CBSI3b
Mmexny R1 m R2. ITpu 3TOM KOJIMYECTBO THATMHOIIN -
TOB MOKAa3aJIo TIPSIMYI0 KOPPEJISILIUIO C TAKOBBIM Oa-
30(UIBHBIX TpaHynouuToB (¥ = 0.56); mociieqHee, B
CBOIO OYepenb, MPSIMO KOPPEIMpPOBaJIO C OOIIUM
YMCJIOM KJIeToK B reMoiauMoe (= 0.42). Jlosst 203u-
HO(MUIBHBIX TPAHYIOLUTOB, KOTOPask MMeJia YETKYIO
MOJOKUTEIBHYIO CBSI3b C OOIIMM KOJIMYECTBOM Ipa-
HyJiouuToB (7 = 0.73), Haxoauach B 0OpaTHOM KOp-
pesLuu ¢ coiepXaHueM remobaactoB (r = —0.44),
ruanuHoOuUTOB (= —0.72) 1 6a30(pMIILHBIX TPAHYJI0-
uuToB (¥ = —0.97), 4TO COOTBETCTBYET OTpULIATEIIb-
HOM CBSI3M MEXIY YUCIOM coObITHiL B R4 11 Bo Bcex
OCTaTbHBIX peToHax. O0paTHas KOPPeasIs MEKIY
YKCJIOM arpaHyJ/JOLUTOB U TPaHYJOILIMTOB ObL1a a0CO-
moTtHoii (r = —1.00).

Takum oOpa3oMm, comIacHO pe3yabTaTaM Koppe-
JIIMOHHOIO aHajiu3a, pernoH R1 cooTBeTCTBYeET re-
MobisactaMm, R2 — ruanuHouutam, R4 — rpanynonu-
TaM U X JOMUHUPYIOIIE 303MHOMUIBHOI (popme.
Pernon R3 sBaseTcs cMelaHHBIM U COYETAET B cede
rpaHyJIOLUTHI pa3Hoit adhduHHOCTHU (puc. 2). [To me-
pe U3MEHEHMsI COOTHOIIEHUS KJIETOK B IT0JIb3Y 203U~
HOGUIBHBIX IpaHymouuToB (puc. 3al, 3a2) mior-
HOCTb COOBITUI IefiCTBUTENILHO cMelaiach u3 R3 B
R4 (puc. 361, 362), omHAaKO peaabHOE YHMCIIO 303UHO-
(UIBHBIX TPAHYJIOLIMTOB MHOIA CYIIIECTBEHHO Ipe-
BBILIIAJIO KOJIMYeCcTBO coObITUl B R4 (puc. 3a3, 363),
a BBICOKasl INIOTHOCTH cOOBITHIL B permoHax R1 1 R2
HEe COOTHOCHMJIACh C HU3KUM COJIepKaHMeM reMooa-
CTOB M ruajJuHouuToB (puc. 3a, 30). B HeKOTOpHIX
ciygasix pernoH R4 BrIIsimesr 6ojee IpOoTSLKEHHBIM
3a cueT Bo3pactaHus SSC (puc. 363). [1pu aTom ya-
CTO MPOCJEXUBaIach 3aBUCUMOCTh PaCIOJIOXEHUS
remouuToB Ha TucrorpammMax FSC vs SSC ot cocro-
SHUS UX sIepHoro anmapara m copepxanus JHK
(puc. 3B, 4). B remonumde Takvx MUAMI B MACCOBOM
KOJIMYECTBE BCTPEYAIMCH KJIIETKU C YABOCHHBIMU SIMI-
paM¥ OOBIYHO Pa3HOTO pa3Mepa, Jarle BCero 3TO ObI-

BHUOJIOTHSI MOPSI Ne 4

TOM 48 2022

JI1 303UHO(MUIbHBIE TPaHYJIOLUTHI (puc. 2:K). I1po-
touyHasg JJHK-1ToMeTprss reMOLIMTOB HE BbISIBUJIA
KapTUH, COOTBETCTBYIOLIMX HOPMaJIbHOMY MUTOTH-
YeCKOMY IIMKJIYy, B TOM uuciyie B pernoHe R1 (puc.
4al). OmHaKo y 0co0ei C MOBBIIIEHHBIM COAepXKaHM -
eM IBySIepHBIX TeMounToB (9 ciygaeB u3 20 y oco-
Oeit u3 nmpubpexbs o-Ba PeitHeke u 4 ciydas u3 20y
MOJUTIOCKOB 13 npos. CTapka) HaGI0JaluCch MyJb-
TUMOJAJIbHbIE paclpeaeeHrs KJIETOK o coaepKa-
Huto JIHK (xak Bcex, Tak u B permoHe R1), korna nu-
IUIOUAHOMY TTUKY COMYCTBOBAJIM IOMOJIHUTEIbHBIE
Monsl ¢ cogepxanueM JJHK menee u 6osee 2¢ (puc.
4a2), BIUIOTh 0 TPUIUIOMIHBIX 3HAYEHUIA (puc. 383,
puc. 4a3). BelaeaeHre KIETOK C OIpeaeeHHbIM CO-
nepxanueMm JJHK u3 o0111eit COBOKYIIHOCTH TeéMOLI-
TOB IMO3BOJIWJIO OTPEISIUTh UX PACIIONOXEHUE HA TU-
crorpammax FSC vs SSC (puc. 46, 4B, 4r). Pacniosno-
JKEHME AUIUIOMIHBIX KJIETOK COOTBETCTBOBAJIO
TUNUYHOM nmo3uiiu peruoHoB R1, R2, R3 u R4 npu
OTHOCUTEILHO HEBBICOKUX IJIs1 permoHa R4 3Haue-
Husx SSC (puc. 40). Kinerku ¢ comepxkxanuem JJHK
MeHee 2¢ UMeJIM 3aHXKeHHBIe ITOKa3aTe/ i CBeTopac-
CesiHUSI, OCHOBHAsl Macca KJIETOK pacroJjarajiach B
30He R2 (puc. 4B). [unepauriongHbie W IIOJIUILIO-
WIHbIE TEMOLIUTHI UMEJIN 3aBbILICHHBIE TTOKa3aTelu
FSC u SSC u pacnonaranuck B ob6i1actu R3 u R4
(puc. 4r). B aTom ciiydae pernoH R4 yacto xapakrepuzo-
BaJicsl OoJiee BhICOKMMU 3HadyeHUusiMu SSC (puc. 303),
YTO COIJIACYETCSl C HAJIMYMUEM ABYSIIEPHBIX KJIETOK B
9TO# KaTeropuu reMoI1MTOB.

B neTHUX BRIOOpKAX, KaK U B OCEHHE, OOIIHE TTO-
kazaremu FSC u SSC npsasmo KoppenaupoBaian OpyT C
npyroM (r = 0.92) 1 ¢ KOTUYECTBOM COOBITHIT B peTU-
oHe R4 (r = 0.80 m r = 0.84 COOTBETCTBEHHO),
0o0paTHO — ¢ Koum4uecTBOM coObIiTuii B R1 (r = —0.71
u r = —0.78 cooTBeTCTBEHHO); pernoHbl R1 1 R2 Takxke
HaAXOJIUJIVCh B OOpaTHBIX OTHOIIEeHMsIX ¢ R4 (r = —0.61
u r = —0.50 coorBeTcTBeHHO). OMHAKO 3HAYMMBIX
KOPPEJISILIN MEXITY KOJTUYECTBOM COOBITUIA B pETUO-
HaX M 9YMCJIOM KJIETOK OXMIAEMBIX MOP(OTHUITIOB BbI-
SIBUTH HE yoajochk. B yacTHOCTH, M3-3a pe3KOro He-
COBITQJICHUsI JaHHBIX CBETOBOW MMKPOCKONHUU U
MMPOTOYHOM IIMTOMETPUM B oOpasmax, 3aCOpeHHBIX
criepMoii, He OOHapyXeHa CBsI3b MEXIY KOJHMde-
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Puc. 3. ComnocraBieHue mapamMeTpoB remorpamMbl Crenomytilus grayanus, onipeaeeHHbIX METOJAMU CBETOBOM MUKPOCKOTTUU
(a) u mpotoyHoit uToMeTpuu (0), ¢ yaetom coaepxanust JJHK B ssmpax remoumToB (B). 1—3 — mpuMepbl MHIMBUIYATbHBIX
pacnpeneaeHuil FeMOLIMTOB IO MCCIeIOBaHHBIM NTapaMeTpaM; TPUBEIeHbI JaHHBIC MO TPEM 0CO0sIM: 1 — IosioBo3peasi 0coob
u3 JeTHel BeIOopKHU, mpoi. Ctapka; 2, 3 — MoJI0BO3pebie 0COOM M3 OCeHHE! BEIOOPKH, 0-B PeitHeke; a — pacrpeneeHue Kire-
TOK 110 MopdoTunam: 6J1 — reMo0IacTbl, rMajl — TMaJTUHOLIUTEI, 6a3 rp — 6a30(MIbHbIE IPAHYJIOLUTHI, HEUTP Ip — HEUTPO-
(ubHbIE TPaHYJIOLIUTHI, 303 TP — 903MHOMWIbHbIE TPAHYJIOLIUTHI; 0 — pacipeneieHre KieTok no peruoHaM (R1, R2, R3, R4)
B COOTBEeTCTBUU co 3HaYeHUussMU npsimoro (FSC-A) u 6okoBoro (SSC-A) cBeTopaccesiHus; B — paclpeesieHre KJIETOK IO CO-

nepxanuto JHK, ¢ (DAPI-A). A — momanb 1moa CUTHAJIOM.

cTBOM coObITUit B R1 1 conepxaHruem remMo01acToB,
a y muauii u3 mmpou. Crapka KOJIMYeCTBO COOBITUI B
R2 npsimo kKoppenupoBaio ¢ coaepkaHueM rpaHyJsio-
urtoB (r = 0.40) u o6paTHO — C copepkaHUEM arpa-
Hynouutos (r = —0.38).

OBCYXIEHHWNE

B nmonHOM cOOTBETCTBUU C OOIIEHPUHSITOM MOpP-
donormyeckoil Kiaaccudukanmein reMouuToB Bival-
via (cM. 0630psI: Mix, 1976; Cheng, 1981; Sminia, van

der Knaap, 1987; Aaucumosa, 2013) 1, B 4acTHOCTH,
mutunug (Carballal et al., 1997, 1998; Ottaviani et al.,
1998; Wootton et al., 2003; Galimany et al., 2008;
Le Foll et al., 2010; AxucumoBa, 2012; Andreyeva et al.,
2019; Parrino et al., 2019), k1eToO4YHbIiT cOCTaB TeMO-
Jmmbbl munum Ipest Crenomytilus grayanus no 1TaHHBIM
CBETOBOI1 MUKPOCKOITMY MPEICTaBICH reMo0JIacTaMu,
THAIMHOIIUTAMU, 6a30(WITbHBIMUA, HEATPOGUITLHBIMU
U D03MHOGWIBHLIMU TpaHyslouuTamu. ComiacHO
npemioxeHHoir Mukcom (Mix, 1976) Moaesiv reMorio-
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Puc. 4. Ouenka smustHust conepxanus JJHK Ha xapakrtep pacnipenenenus remountoB Crenomytilus grayanus 1o 3HAaYEHUSIM
MpsIMOTO U OOKOBOTO cBeTtopaccessHusl. al—a3 — npumepbl UHAMBUAYAIbHBIX paclpeie]eHUi TeMOLIMTOB M0 COePKaHUIO
JIHK, ¢ (DAPI-A) (mpuBeneHbl TaHHbIE I10 TPEM 0CO0SIM U3 OCEHHEI BbIOOPKU, 0-B PeiiHeke, CBETI0-CcephbIM LIBETOM MOKa3a-
HbI BCE TeMOIINTHI, TEMHO-CEPBIM LIBETOM — TOJIBKO KJIETKM peroHa R1); 6—r — 3aKOHOMEPHOCTH pacIipeaeieH1si TeMOLIMTOB
¢ pasubiM conepxkanuem JIHK, ¢ (DAPI-A) no 3naueHnusim nipsimoro (FSC-A) u 6okoBoro (SSC-A) ceropaccesiHus (IpuBe-

JIEHBI TaHHbIe 0 ocobu Ne 2). A — muiomaap noI CUTHAJIOM.

334, TIepEeYMCIEHHBIE B 3TOM MOPSIAKE CTPYKTYPHbIE T -
bl TEMOLIUTOB (POPMUPYIOT €AUHBII TMCTOTeHETUYEe-
CKUi1 psia, a UX MOP(OJIOTUS OTpaXaeT ITOCICo0Ba-
TEJILHOCTb COOBITHUII B XOAE CO3pEBaHUSI KIIETOK
¢arouurapHoro tuma. I'maamHouuTthl Bivalvia nme-
IOT IIPU3HAKU MOJIOIOI KJIETOYHOM (hOPMBI — KPYI-
HOE SIApO M XOPOIIO pa3BUTHII aIlIiapar 0eJIKOBOIO
cunre3a (IIIDP u xommiaekc Tompmku), B TO BpeMs
KaK y TpaHyJOIIMTOB BBIPpaXKeHBbI YEPTHI TEPMUHAJIb-
HoI mndPepeHIINPOBKN — KOMITAKTHOE SIAPO, OO~
JIMe JIM30COM U CeKPETOPHBIX T'paHy’ (Sminia, van de
Knaap, 1987; Rebelo et al., 2013). B dyHKIIMOHAIb-
HOM CMBICJIE TPAaHYJIOLUMTHI TaKXKe ITPOSIBIISIIOT CeOsl
KaK 3peJible KJISTKM, NEMOHCTPUPYS MaKCUMAaJIbHO
BBICOKMI1 YPOBEHb UMMYHOJIOTUYECKOM aKTUBHOCTU
(Carballal et al., 1997; Wootton et al., 2003; Garcia-
Garcia et al., 2008; Le Foll et al., 2010; Andreyeva
et al., 2019; Sendra et al., 2020). YacTo B remoanMpe
MUTWIWI BBIICISIOT €Ile¢ ONWH IIPOMEXYTOUHBIN
CTPYKTYPHBIN TUII KJIETOK, TaK Ha3bIBaeMbIE IOIY-
rpanysonuthkl (Ottaviani et al., 1998; Garcia-Garcia
et al., 2008; Le Foll et al., 2010; Aamcumona, 2012;
Sendra et al., 2020). Takue ke KJIeTKU OOHaPYy>KEeHbBI

BUOJIOTUA MOPA  Ttom 48 Ne 4 2022

u y npyrux Bivalvia, Hanpumep, y Mercenaria merce-
naria n Ruditapes phillipinarum, toe 3T KJIETKU yIIO-
MUHAIOTCS KakK ciaborpaHy/sipHble TPaHyJOLMThI
(Allam et al., 2002). MbI He BBIACISUIA ITOTYTPAHYI0-
uthl Muauu Ipes B oToeabHbIM MOP(OTUTT, XOTS U
UCMOJIb30BAIM TaHHBIM MOIXOJ paHee s KJacCu-
dukauum remountoB Modiolus kurilensis (cMm.: AHu-
cumoBa, 2012). Mcxons u3 KOHUETIUNA OJHOTO KJie-
TOYHOTO TUMA, KOTOpasi MoApa3syMeBaeT HaJIMuue Te-
pexomHbIx dopMm (Mix, 1976; Ottaviani et al., 1998;
Rebelo et al., 2013), MBI OTHOCUJIM TaKKE KIIETKH K
TMaJuHOLIMTaM JIN0O K 0a30(MJIbHBIM T'PaHYJIOLN-
TaM. AJIbTepHaTHMBHAas TOYKa 3pEHUST O HE3aBUCUMOM
MPOUCXOXICHUN TPAHYJOLMTOB W THAJTUHOLIMTOB
MpeajaraeT paccMaTpyBaTh CJIa0OTrpaHyJIMpPOBaHHbIE
KJIETKU KaK OMYCTEBIIIME B pe3yJibTare AerpaHyIssinuu
3penble rpanyiaouuTsl (Cheng, 1981). HezaBucumo ot
B3NJISIIOB HA TMCTOT€HETUYECKYIO MPEeeMCTBEHHOCTD
TUAJIMHOLIMTOB U TPaHYJOLIMTOB 00€ TMMOTe3bl CXO-
JISITCSI B TOM, YTO CO3pE€BaHUE T'PaHYJISIPHBIX KJIETOK
COTIPOBOXKIAETCS 3aMeIlleHMEeM He3penbix 0a30(pmiIb-
HBIX TPaHyJ 3peIbIMU 303MHOMUILHBIMU.
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B uccnenmoBaHHBIX HaMKM BhIOOpKax mMuauu Ipes
IpaHyJIOLIMTOB, KaK MpaBUJIO, ObLIO 3HAYUTEIBLHO
0OJIbIIIE, YEM arpaHyJIOLMTOB; I0JISI TPAHYJIOLIMTOB B
HUPKYJIAnun coctasisiia oT 40 no 100% JjietoM U ot
90 1o 100% ocenbio mpu MeauaHax 6osee 95% B 060-
nx ciydasx. Cyast 1o JuTepaTypHBIM JaHHBIM, Mpe-
o0JlajaHWe TPaHYJIOLMTOB TUIIWYHO IJISI MUTWIWALI
(Carballal et al., 1998; Wootton et al., 2003; Galimany
et al., 2008; Le Foll et al., 2010; Auucumosna, 2012),
XOTSI UMEIOTCS M TIPOTUBOIIONIOXHBIE AaHHbIE (An-
dreyeva et al., 2019; Parrino et al., 2019), yTo MOXHO
OOBSICHUTH pa3INUMEM YCIOBUIA, ITPU KOTOPHIX ObLTU
U3ydeHbl MOJUTIOCKU. [lpomopuust rpaHyJISIpHBIX U
arpaHyJISpHbIX KJIETOK MOXXET paguKalbHO H3Me-
HSITHCSI B 3aBUCUMOCTH OT CBOMCTB BOJIBI — TEMIIEpa-
TYpHI, coleHocTH, pH, YpOBHSI pacTBOPEHHOIO KHUC-
JIoOpoJla M HAJIMYUSI KCEHOOMOTUKOB, TIPU 3TOM YBe-
JIMYeHUEe OO THAJIUHOLIMTOB HAOIIOmaad B MeHee
GaaronpusITHBIX ycioBusix (Parrino et al., 2019).
V otnenbHBIX 0cobeit Muaum I'pest, 0COOEHHO B JIET-
HUX BBIOOPKAX, OBLIO CHUXKEHO COAEpKAaHUE D03U-
HO(MWJIBHBIX TPaHYJOLUTOB, XOTS, KaK MpaBUIIO,
MMEHHO OHHM COCTaBJISIJIM OOJBIIMHCTBO (MeIMaHBbI
82% netom u 88% oCeHBIO), MHOTIA aGCOMIOTHOE (IO
99%). B 13BeCTHBIX HaM MMpUMepax 303UHOGUILHEIE
rpaHyJIOLMThLI He Tpeodyiafaiv Hal OCTaJlbHBIMU
¢dopmamu kietok. Tak, B oTHoueHun Mytilus gallo-
provincialis coobmanock o 47.90 £ 0.72% »03uHO-
¢MI0B mpu OO0IIeM colepXaHUU TPaHYJIOLUTOB
84.48 + 0.43% (Carballal et al., 1998); mo mpyrum
JaHHBIM Y 3TOTO € BUIa GOJIBIIMHCTBO IPaHyIOLIM -
TOB UMeJin 6a3zoduibHbIe rpaHyabl (Andreyeva et al.,
2019). B remonumde Mytilus edulis 6a3opuiibHbIE U
503UHO(UIIbHBIE TPAHYJIOLUMUTHI OBUIA pacmpenese-
HbI B nponopumu 47.57 £ 4.32 1 43.01 + 4.65% coort-
BercTtBeHHO (Wootton et al., 2003), 1o apyrum gaH-
HBIM — 20—25 1 35—65% (Le Foll et al., 2010) wm oo
60% 503uHOMUILHBIX KJIeTOK B HOopMme (Galimany
et al., 2008). [Ins cpaBHeHUSs1, y MUAUM [pest noss 6a-
30(pMIbHBIX, HEUTPOMWIBHBIX Y 303MHOMMILHBIX Tpa-
HYJIOLIMTOB B OCEHHEM BbIOOPKE cocTaisiia 10.93 + 1.37,
13.27 £2.98 1 74.10 & 2.89% cooTBeTCTBeHHO. TakM
oOpa3om, Ha oHe npyrux mutwmn C. grayanus ne-
MOHCTPUPYET pPEKOpAHOEe IpeobiagaHue BBICOKO
nuddepeHIMpPOBaHHBIX POPM KJ1eTOK. OTMEeUeHHOe
Y HEKOTOPBIX 0CO0Ei YMEHbIIeHUE O TPaHyI0LIM -
TOB, B TOM YHCJI€ D03MHO(PUIBLHBIX, MOXET ObITh CBSI-
3aHO C MUTpaLeil 3pebiX ¢parolUTOB B o4aru nopa-
xeHus (Galimany et al., 2008) niu B HepecTOBBIE TO-
Hanbl (AHUCUMMOBA U 1p., 2017).

MeTogoM MOPOTOYHOIN LIUTOMETPUN TeMOLIUTHI
mugun Ipeg puddepeHLUpPOBAINCL Ha YeEThIpe
TPYIIIBEI, 0003HAYeHHBIE HaMU KakK pernoHbl R1, R2,
R3 u R4, xkotoprie paznuyanuchk pazmepom (FSC) n
rpaHysipHOcThIO (SSC) cocTaBISTIONINX MX KIIETOK.
®axkT criabHON npsiMoii Koppeasauuu Mexay FSC u
SSC ewie pa3 CBUIETEILCTBYET B I10Jb3y TMIIOTE3bI
Mukca o mocieaoBaTeIbHOM CO3PEBaHUM THATMHO-
LIMTOB B TPaHYJOLUUTHI, OTpaxas CTPyKTYpHEIe

npeoOpa3oBaHus KJIETOK B Xoie reMorioa3a. Ckoppe-
JIMPOBaB pe3yJbTaTbl CBETOBON MUKPOCKOIUMU U
MPOTOYHON LIUTOMETPUU, MbI TIpEIJiaraeM Clieayro-
LIYI0 CXeMY MO3WIMOHUPOBAHUS KJIETOK Ha TMCTO-
rpammax FSC vs SSC: remo0J1acTBI pacIionararoTcs B
pernoHe RI1, ruasuHouuTsl — R2, 303MHOMUIBHBIE
rpaHyjoluTel — R4 1u6o R3, B 3aBUCUMOCTHU OT UX
pasMepa U (YHKIMOHaIBbHOrO coctosiHusi. Coro-
CTaBJIeHWE TaHHBIX B KaXXIOM OTIIEJILHOM CiIydyae 3a-
CTaBJISIET MpeariogaraTh, 4To peruoHbl R2 u R3 aBms-
IOTCSI CMeEIIaHHBIMU, peruoH R3, mo-BuauMmomy,
MPENCTaBJIEH TPaHYJIOLIMTaAMHU BCEX COPTOB, a PETUOH
R2 moMmMoO TManMHOINTOB COIEPKMUT MepeXOaHBIC
¢GOpMBI KJIETOK, B KOTOPBIX I'paHyJibl HEMHOTOUYHC-
JIEHHBI an0o0 He Bu3yanmsupyiorcsa. C  OOIbIIOH
BEPOSITHOCTBHIO, B perMoH R2 momnanaloT yroMsiHyTble
BbIIIIE MOJYTPAHYJIOLUMUTbI, KOTOPbIE MPU MUKPOCKO-
MUYECKOM aHajii3e MOIJU ObITh YYTeHbl Kak 6a30-
¢uibHbBIE TpaHyIoUTHI. [Ipy aHaTOrMYHOM pacripe-
neneHuu remouuToB M. galloprovincialis Ha 4eTbIpe
“cyOronyJsilu” aBTOPbI OINPENeTUIN COCTaBJISIO-
e UX KIeTKu kKak: R1 — OGonblve rpaHyasspHbIC
KJIeTKU, R2 — Gonblve moayrpaHyiasspHble KJIETKU,
R3 — Mmanble nonyrpaHyasspHbie KJIeTKU, R4 — Manbie
arpanyJjisipHble (WM ruajimHoBbie) kiaeTku (Garcia-
Garcia et al., 2008). B npyrux paborax B reMoaumde
3TOTO X€ BUJIa yaBaJIOCh BbIAEIUTDb TPU CTPYKTYPHBIX
THMAa KiIeToK: R1 — »p03nmHOMMIBLHBIE TPAHYIOINTHI,
R2 — 6a3zodumibHBIE TOMYTpaHyJIOLIMTH M1 R3 — rna-
smaonuThl (Le Foll et al., 2010; Sendra et al., 2020) rum
TOJIBKO JIBA TUIA — TPAHYJIOLUMTbl U TUATWHOLIMTHI
(Andreyeva et al., 2019; Parrino et al., 2019). I'emoriu-
Tel M. kurilensis Takxe pasfesyiuCh NpeuMylle-
CTBEHHO Ha TPU TPYIIbI TIPU CIEAYIOIIEM COOTBET-
crBun: R1 — rmanmmBonuThl (Majible U OOJIbIINE),
R2 — nonyrpanynouutsl M R3 — rpaHynouuntsl (AHU-
cuMoBa, 2012). IToxoxue pe3yJbTarhl NOJyYeHbI 151
M. mercenaria v R. philippinarum: K rpy1e A npeumy-
IIECTBEHHO OBbLTM OTHECEHbI TPAHYIOLIUTHI (C TIpUMe-
ChI0 OOJIBIIINX BaKyOJIM3UPOBAHHBIX arpaHyJIOLUTOB),
K rpyrine B — arpaHyiolnThI (C IpUMECHIO ClIadorpaHy-
JIIPHBIX TPAHYJIOLIMTOB), a TIpoMexXyTodHas rpyra C
cojiepKajla MUKC U3 c1aborpaHyIsipHbIX TPaHYJIOIIM -
TOB M HauOoJjiee KPYyMHBIX BaKyOJU3UPOBAHHBIX
arpanyionuToB (Allam et al., 2002). O4eBUIHO, YTO
BO BCEX 3TUX paboTax pa3HbIMU TEPMUHAMU 0O03HA-
YeHbI OJHU U Te Xe KJIeTKU. C OIHON CTOPOHBI, TT0-
CKOJIbKY TPaHyJIbl Pa3BUMBaIOTCS MTOCTENIEHHO, MOJIO-
Ible rpaHyjaonuThl Ha rucrorpammax FSC vs SSC
0XH1JaeMO 3aroJIHSIIOT MPOCTPAHCTBO MEXIYy arpa-
HYJISIPHBIMU U TpaHYJsIpHbIMU KiaeTkamu. C apyroit
CTOPOHBI, 3Ty 00JIaCTb MOTYT 3aHUMAaTb W BIIOJIHE
3peJible TPaHYJOLUTHI, HAXOOSIIUECs B COCTOSIHUU
nerpanyyisinuu (Allam et al., 2002; Mateo et al., 2009;
Rebelo et al., 2013). Tak, nepeMellieHUe rpaHyJIOLU-
TOB B 00JIaKO TMaJIMHOLIMTOB Habmonanu y Mya are-
naria B OTBET Ha BO3JIEUCTBHE MTATOT€HHBIX MUKPOOP-
FaHW3MOB, BBI3BIBABIIMX AETPAHYJISLIMIO U YMEHb-
1meHue koiaudecTBa auzocom (Mateo et al., 2009).
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BricBobOOXI€HUE TpaHy COMPOBOXAAIOCH UX CMe-
IIeHUEeM B IepudepuuecKyro 00JIacTh LIMTOILIA3Mbl
(Foley, Cheng, 1977), 4To ObLJIO OTMEYEHO HaMU B
HEKOTOPBbIX HEUTPOPUIBHBIX Y 03MHOMDUILHBIX
rpanyynouuTtax muaum Ipes. Ilepenm »k3ommuTo30M
rpaHyJsibl MoryT ciauBaThes (Rebelo et al., 2013), yto
TakXe MeHseT (PU3UYecKre CBONCTBA LIMTOIIA3Mbl
rpaHyjouuToB. CienoBaTeabHO, MOJOXEHWE rpaHy-
JIOUUTOB Ha rpadukax CBeTOpacCesTHUsl SIBJISIETCS
JIMHAMWYHBIM U OIIpenesieTcsl WHAWBUIYaJTbHBIM
WUMMYHHBIM cTaTycoM MoJjuntocka. ClenyeT oTrme-
TUTb, YTO HAUOOJIbIlIEEe YKUCIO KOPPEIILUUNA MEXKITY
Ccolep>KaHUEM KJIETOK OmpeaesleHHbIX MOP(hOTUIIOB
U KOJIMYECTBOM COOBITHI B ONPEAEIEHHBIX PETUOHAX
OBLITO MOJYYEeHO B OCEHHEN BhIOOpKE MUaWii. JleTHre
BBIOOPKHM MOKa3ajlu BBICOKYIO CT€NEeHb CMEIIaHHO-
CTU PETMOHOB U NepeMENIEHUE YaCTU IPaHyJIOLIUTOB
B 00J1acTh R2, 4T0 mpuxoauTcst OObSICHATH 00Jiee BbI-
COKOU MMMYHOJIOTMYECKON aKTUBHOCTbIO T€MOIIM-
TOB B 3TOT EPUO]I, & TAKXKE YBEJIUUEHUEM YUCTIA MO-
JIOABIX KJIeTOUHBIX (hopM. Kpome Toro, cnepmMaToso-
WUIbl, MOPUCYTCTBYIOLIME B  JIETHUX  Ipobdax
reMoJinM@bI, OKKYTIIUPYIOT perioH R1, cmemmBasich
B €ro cocTaBe ¢ reMobjactamu. Bnpouem, 1 B oceH-
HUX oOpasliax Npu KpaliHe HU3KOM COJepKaHUU re-
MoOJiacToB perioH R1 OBLI BBIpaxkeH OTUYETIIMBO,
YTO, CKOpee BCEro, MOXHO OOBSICHUTbH HaJIUYUEM B
nmpo0ax KJIIETOYHBIX (DPparMeHTOB M/WIA HEIOYy4ETOM
MaJIbIX KJIETOK Ha MUKPOCKOIMMYECKHUX IIpernaparax B
YCJIOBUSIX HEOOJTBIIIOI BEIOOPKU.

Ouenka comepxanus JJHK B sapax remouuToB
muauu ['pes He BbIsIBMJIA IPU3HAKOB 3HAYUMOM MpPo-
Judepalunu, B TOM YUCJIE U CPEeIr TeMo0IacToOB, KO-
TOphle, KaK ObLIO moka3zaHo 1 R. philippinarum
(Matozzo et al., 2008; Cima, Matozzo, 2018), cno-
COOHBI K pa3MHOXEHUIO B reMojiuMde gaxke B OTCYT-
CTBUE UMMYHHOI CTUMYJISILN. Poib “TipommdepaTus-
HOT'O KOMITApTMEHTA” KJIETOYHOM MOITYJISIIINNA TeMOIIN -
ToB Bivalvia TpaguIlMOHHO OTBOAWTCS arpaHyJIOLIUTaM
€O BpeMeH KJIacCUYeCKUX paboT Mukca (Mix, 1976) ¢
MpUMEHEHEM TUMUIMHOBOU aBTOpanuorpadum; Ha
3TOM ObLJIa OCHOBaHa €ro MOJIEJIb FEMOIT033a C OMHUM
KJIETOYHBIM TUTIOM. B TO Xe Bpemsi, y M. edulis Ha-
OToa)IM BKIIIOUEHME MEUEHbBIX MPEAIIeCTBEHHUKOB
cunte3a JIHK nckiounTtenbHO B 6a30(pUiIbHBIC Tpa-
HyJouuTthl (Renwrantz et al., 2013). B 1to6om ciiyyae
OTCYTCTBUE MUTO30B IIPU MAJIOM KOJIMY€eCTBe OJyiacT-
HbIX (hopM B remonnumde Muauu I'pess MoXeT ToBO-
PUTH TMOO0 O HU3KUX TeMITaX OOHOBJIEHUSI KJIETOYHOI
MOMYJSAUY TeMOLIMTOB, JIMOO O HapylIeHWU IpO-
mecca npoiaudepanum B CBSI3U ¢ KAKUMU-TO HeOIa-
ronpusTHBIMU (bakTOopamMu. B Hacrogieil padote
ObLIM MCCeA0BaHbl MUAUU U3 (DOHOBBIX AKBATOPUIA,
OIHAKO BO MHOTMX 00pa3iax KJIeTKU BCEX Pa3MepoOB
M BCEX YPOBHEN I'paHyJISIPHOCTU (pOPMUPOBAIIU pac-
npeaeaeHusi, COOTBETCTBYIOIIME NMAaTOJOTUSIM MUTO-
TUYECKOTO LIMKJIA — aHEYIJIOUANN Y TTOJUTIONINH,
YTO TMOATBEPKAATOCH KapTUHAMU NBYSIEPHOCTH, B
TOM YHCJIE B TEPMUHAIBHO TUdPepeHINPOBAHHBIX
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203MHOMIILHEBIX TpaHyJIoIUTaxX. TeopeTuIecKu Ta-
K1e KapTUHbI MOTJIU OBITh OTPaXeHUEeM IPOTEKaro-
uieit Tesodasbl, ONHAKO APYTMX MUTOTUYECKUX (DU-
Typ He OBIIIO 0OHapykeHO. KireTKrn coxpaHsIi 9epThl
b depeHIUPOBKY U HE UMEJU TIPU3HAKOB aTUTINH,
IO3TOMY MbI CKJIOHHBI paclleHUBATh IBYSIECPHOCTh
KakK CJIeACTBHE HABHErO0 HE3aBEPIICHHOIO MUTO3a.
I'emouutel ¢ yBenmueHHBIM conepxkaHuem JJHK
nMen 0oJiee BRICOKME IToKa3aTeJ I 00KOBOTO CBETO-
paccessHUSI, YTO MOXHO OOBSICHUTH IOBBIIICHUEM
YPOBHSI CTPYKTYPHOI CJIOKHOCTHU KJIETOK B CBSI3U C
yaBoeHueM siapa. I'emouuThl ¢ comepxaHuem JJHK
MEHee 2c¢, HAIlpOTUB, TEPSUIA B IOKA3aTeJIsIX CBETO-
paccessHusI. TakuM oO6pa3oMm, TOSIBJIEHUE B ITOITYJISI-
UM TeMOLIMTOB C U3MEHECHHBIM COCTOSIHUEM TI'eHe-
TUYECKOIO amnrapaTa MOXET BIUSATH Ha INIOTHOCTh U
MO3UIIUIO OTJIEIbHBIX PETUOHOB. OTH 3 (hEKTHI ObLIO
OBI MOJIE3HO PACCMOTPETh C TOYKHU 3PEHUS ITOMCKA
OMOMapKepoOB UISI MAaCCOBOIO CKPMHMHIA HA aHEYII-
JIOUJMIO, KOTOpask 4acTO acCOlMMPOBaHa C TeHOTOK-
cuyeckuM aeiicteuem cpensbl (Pil6 et al., 2017).

HMHTEepecHBIMM OKa3aluCh HEKOTOPbIE KOPpEsi-
LIMU, TIOJIyYeHHbIE€ MPU COMOCTaBJIEHUM KOJUYECTBa
KJIETOK pa3HbIX CTPYKTYpHbIX TUmnoB. Ha orpeskax
“remo6iact (R1) — ruanmuuouut (R2)” u “ruaauHo-
mut (R2) — 6a3odmnbHblil rpanynonut (R3)” BeisaB-
JIEHBI TIPSIMbIE KOPPEISLIUU, YTO JEMOHCTPUPYET KU -
HETUKY OOpaTHOM MOJOXMTEIbHOI CBSI3W Ha 3Tare
paHHel nuddepeHIMPoBKU KiIeToK. OOpaTHBIE Xe
KOppEJSLMU cofepXkaHUusl 203MHOMWIBHBIX TpaHy-
JIOLIMTOB U OCTAJIbHBIX (0a30(PMIBbHBIX) (hOPM KIIETOK
MO OTHEJbHOCTU, BCEX TPAHYJIOLMTOB M TremMoOja-
CTOB, a TAaKXKe KJIETOK B pernoHe R4 1 Bo Bcex ocTajb-
HBIX pETMOHAX, CYIIsl TI0 BCEMY, OOBSICHSIIOTCSI 00OpaT-
HOM OTPULIATEIbHOM CBS3bIO, 110 MPUHIIUITY KOTOPO
peryiupyeTrcss TKaHeBoil romeocTta3. OrnucaHHbIE
KOPpPEISILIMU MOTYT OTpaXkaThb COOTHOIIEHHE IpO-
LIECCOB PEeNPOAYKINUY U TU(hhEepeHIMPOBKY KIETOK
B MOIMYJISIIMKA TEMOLMTOB MUIUK [pes U monrBep-
KIAIOT CXEMY TeMOIT033a ¢ OMHUM KJIETOYHBIM TH-
noMm (Mix, 1976; Ottaviani et al., 1998; Rebelo et al.,
2013). Yem OoJibllle TepMUHAIBHO OUddEepeHINPO-
BaHHBIX KJIETOK B MOMYJSLMU, TEM MEHbIIE B He
MOJIOJBIX KJIETOYHBIX (DOPM U, BEPOSITHO, TEM HUXKE
CKOpOCTb €€ 00HOBJIeHUs. [ToBbIllIEeHUE KOJUYECTBA
0a30(MIOB, HAIPOTUB, JOJKHO yKa3biBaTh Ha akK-
TUBHOE OOHOBJIEHVE MOIMYJSILIMU, YTO MOATBEpXKIa-
eTcsl TIpSIMOI Koppessuueil Mexay coaepXaHuem
0a30(pWIbHBIX TPaHYJOLUMTOB U OOIIMM KOJIMYEe-
CTBOM KJIETOK B Tremoiumde. B 3Toii cBSI3u HanoM-
HUM, 9T0 Yy M. edulis 6a30dMILHBIE TPAHYJIOIIATHI 00-
Hapy:>KMBaJIU CIIOCOOHOCTh K peruiukauun JHK
(Renwrantz et al., 2013), a B remonumdbe muauu [pest
HY OWH U3 CTPYKTYPHBIX TUIIOB KJIETOK HE MOKa3all
MUTOTUYECKYIO aKTUBHOCTb, XOTS B OTIEIbHBIX CIIy-
yasx HabJIrogaiM KapTUHbI HE3aBEPIIEHHOTO acuM-
METPUYHOTO MUTO3A.

Ha ocHOBaHMM pe3yabTaTOB UCCIAECAOBAHUSI MOX-
HO MpPeAIojoXuTh, YTo BUn C. grayanus peaimusyer
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CTpaTeTUIo, HAIIpaBJICHHYIO Ha IJIUTEIbHOE COXpaHe-
HUE KJIETOK, UYTO COIJIacyeTcsl C BBICOKOI MPOMOIKU-
TEJILHOCTBIO SKM3HU MOJITIOCKA Y MOXET OBITh CBSI3aHO
¢ 9@dexTUBHOII AaHTUOKCUIAHTHOM  3aIllUTOMN
(Strahl, Abele, 2010). PazBuTre 1aHHOTO NPEANOI0-
KEHUSI MBI BUIMM B aHaJIU3€ BO3PACTHOM IMHAMUKU
KJIETOYHOM MOMNYJISIINYA TeMOIIUTOB.

KOH®JIMKT MHTEPECOB

ABTOpBI 3asIBJISTIOT 00 OTCYTCTBUM KOH(JIMKTA MHTEPE-
COB.
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Bce mpuMeHMMEBIe MeXAyHAapOIHbIE, HAIlMIOHAJILHEIE
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30BaHMsl JKUBOTHBIX ObLIA COOJIIOIECHBI.
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Composition and Kinetics of Hemocyte Population in the Mussel Crenomytilus grayanus
(Dunker, 1853)

A. A. Anisimova®, M. N. Diagileva’, O. A. Karusheva®, A. V. Sinenko“, and I. A. Dmitrieva“

4Cell Biology and Genetics Department, Institute of the World Ocean, Far Eastern Federal University,
Viadivostok 690922, Russia

Based on light microscopy data, hemocytes of Crenomytilus grayanus are classified into five morphological
types common for Bivalvia. In the stage of sexual inertia (late October), the proportions of the cell types are
as follows: (1) hemoblasts (0.2 + 0.1%), (2) hyalinocytes (1.9 + 0.3%), and also (3) basophilic (10.9 + 1.4%),
(4) neutrophilic (13.3 £ 3.0%), and (5) acidophilic (74.1 = 2.9%) granulocytes. All hemocytes are divided into
four groups on the basis of their size (FSC) and complexity (SSC) by flow cytometry. A correlation analysis
has shown that R1 corresponds to hemoblasts, R2 to hyalinocytes, and R4 to granulocytes and their acido-
philic forms. However, these correlations are not observed in the summer season. The hemocyte morphology
and quantitative relationships between their structural types confirm the Mix’s hematopoietic model which
postulates a histogenetic continuity of hyalinocytes and granulocytes. The arrangement of cells in the light-
scatter dot plots (FSC vs. SSC) indicates their maturity stage, depends on functional status, and may change
with disturbances of the mitotic cycle. The hemocyte population in C. grayanus shows a low rate of renewal
and a dominance of acidophilic granulocytes (up to 99% of all cells in the sexual inertia stage), which suggests
a strategy targeted at long-term maintenance of highly differentiated cells and is consistent with high life ex-

pectancy of the species.

Keywords: hemocytes, hematopoiesis, histogenesis, Crenomytilus grayanus, Mytilidae, Bivalvia

BUOJIOTUA MOPA  Ttom 48 Ne 4 2022




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


