Cepus «locyoapcmeeHHblll dIK3aAMeN»

I'.JI. bumny, B.A. KpbpKaHoBcKuii

bHUIOTH3I

JUIA TTOCTVYITAIOLINX B BY3bl

H3zoanue 6-e

PoctoB-Ha-/loHy
«DeHnkKc»
2022



VIK 373.167.1:57
BBK 28a729
KTK 445
B61
Penensenrsr:
arKageMuK MeXIyHapogHOUN aKaJAeMUU BHICIIEHN ITKOJIbI 1 MeXIyHapOJHOM
aKaleMHuu HayK, JOKTOP MeIUIIMHCKUX HayK, IIpodeccop /I.B. Hukummwk,

IOKTOp Omosiornyeckux Hayk JI.P. CanoxcHukosa

ABTOpBI:

Buauu TI'abpuaav Jasapesuy (1935—2021) — mOKTOpP MEAUIIMHCKUX HAYK, IIPO-
deccop, akagemuk PAEH, akagemuk MexgyHapogHOI aKkageMuu HayK. S3aHUMAJ IIOCT
BHUIle-Ipe3ufeHTa HamnuoHanbHOW axajeMuy IOBEHOJIOTHY, Boariasaan Cesepo-
3anagueiil puruan Bocrourno- EBponeiickoro MHCTUTYTa ICUX0aHAIN3a. ABTOD CBBIIIE
330 meuaTHBIX HAYYHBIX PaboT (B T. Y. MO GapMaKOJOIUU BOCCTAHOBUTEIBHBIX IIPO-
1IeCCOB, TePAIINY 0JKOr'0B), IECATKOB YUeOHUKOB, II0COOMI1, aTIaCOB U PYKOBOJCTB.

Kpuvcanosckuit Banepuii Anamoavesud (1966—2012) — ramguzar GuoJsioruyec-
KUX HayK, npernojgaBay B MOCKOBCKOM MenumnuHcKoi akagemuu um. V1. M. CeueHosa,
aBTOp 68 OmyOJMKOBAHHBIX HAyYHBIX paboT, 3 ydueGHBIX IIOCOOMII, PYKOBOJACTBA
«Buomorusa. IlomubIil Kypc» B 3 ToMaxX, ABYXTOMHUKA «YHUBEDPCAJLHBIN aTJac.
Buonorus», pyccKo-JIaTUHCKO-aHIVINACKOTO arjaca « AHATOMUSA UeJIOBEKa» B 3 TOMax
(6ospmIoit u MasodoOpPMaTHBIN), PYKOBOACTBA «Buosiorus qyid mocTymamoiux B BY3BI.
WV HTEeHCUBHBIN KypC» U ABYX YU€OHBIX IIOCOOMIA.

Buawnu I'.JL.

B61  Buosorus mus mocrynaromux B By3sl / I'. JI. Buiny, B. A. Kpbixka-
HOBCKUi. — U3x. 6-e. — PocroB u/]l : ®enukc, 2022. — 1075, [1]c. :
mi. — (FocymapcTBeHHBIN SK3aMeH).

ISBN 978-5-222-36473-4

B cnpaBouHMKeE IpE/CTaBJIEHbI COBPEMEHHBIE JaHHBIE O CTPOEHUM, PYHKIIUAX
¥ Pa3BUTHUU KUBBIX OPraHU3MOB, UX MHOr000paswuu, pacnpocTpaHeHU: HA 3eMmie,
B3aMMOOTHOIIIEHUSX MKy co00¥ M ¢ BHEIHel cpenoii. PaccMoTpeHbl Mpo0ieMbl
ob1eit 6uostornu (cTpoeHre U QYHKIUA dYKAPUOTUUECKUX U HPOKAPUOTHUECKUX
KJIETOK, BUPYCOB, TKaHell, TeHeTHKAa, 9BOJIIOIU, SKOJIOTUA), (DYHKIIMOHAJIBHON aHa-
TOMUM UeJIOBeKa, PU3U0Iorny, MOPQOJOTHUN U CUCTEeMATHKU PACTEHUI, a TaK)Ke
rpu6oB, JUITAWHUKOB U CIU3EBUKOB, 300JIOTUU 0ECIIO3BOHOYHBIX U IIO3BOHOUHBIX
YKUBOTHBIX.

KHura npesHasHaueHa [JId yUYAIUXCSA IIKOJ U a0UTYPHUEHTOB, IOCTYIAIOIUX
B BY3bl [0 HAIIPABJIEHUAM U CHEIUATBHOCTAM B O0JACTHM MEAUWIIVHBI, OMOJIOTUH,
9KOJIOTUH, BeTepUHAPUY, aTPOHOMUY, 300TeXHUKH, T€JarOTUKN, CIOPTa, a TaKXKe
[IJIS ITKOJIBHBIX yuuTesnel. Ee ¢ ycrexoM MOTyT HCIIOIB30BATE U CTYAEHTHI.

YIOK 873.167.1:57
BBK 28a729

© Busuu I'. JI., Kpeizkanosekuit B. A., 2013
ISBN 978-5-222-36473-4 © 000 «®enukc», 2017



NPEOUCIIOBUE

Buosorusa — onuH M3 OCHOBHBIX 001e00pa3oBaTeNbHBIX IIPEIMETOB,
KOTODPBIN HY)KEH [JI IOCTYIJIEHHS B BY3bl MEIUIMHCKOI'O, OMOJIOTH-
YeCKOr'o, CeJIbCKOX03AHCTBEHHOTO, BETEPUHAPHOTO, CIIOPTUBHOI0, II€Zaro-
TUYECcKOro npoduiei.

CeroHA TMOJIOJKEHNE POCCUNCKUX a0UTYPUEHTOB CYIIECTBEHHO M3MEHU-
JIoch B cBaA3uU ¢ BBemenueM EI'D. U 1o moBbInIaeT TpeOOBAHUS K IIOCOOUIO
UIsi mocrynaomux. [Ioka Takas Jureparypa OTCYTCTBYeT. ABTOPBI MMEIOT
MHOTOJIETHUM YCIENIHbIN OIBIT IOATOTOBKY a0UTyPHUEHTOB, B CBA3U C 3TUM
IBITAJINCH CO3AATh [T0COOMe IO OMOJIOrMYU [JIsi BCeX MOCTYIAOUUX B BY3BI,
KOoTOopoe ObLIO OBl BOCTPEOOBAHO OOJIBIIMHCTBOM AaOUTYPUEHTOB U
COOTBETCTBOBAJIO OBl CAMBIM BBICOKMM TPEGOBAHUAM, IPEIbSIBISEMBIM B
BEIYIIUX POCCUHCKUX W B3apyOesKHBIX Bys3axX. KoHIennus mocodusa —
KOMILIEKCHOE W3y4YeHWe CTPYKTYPbl U (DYHKIMU HA PASJNYHBIX Hepap-
XWYECKUX YPOBHAX JKuBOro. J[lyisi obJerdeHmss yCBOEHWsA Marepuasa
npuBegenbl 46 nuGopMaTUBHBIX Tabaui, 400 pUCYHKOB U CXeM.

Bo Bpems pa0oThl HAJ] KHUTON CKOPOIIOCTHIKHO CKOHYAaJICA Basepuit
AmnaronveBsuu KpolkanoBcKuii. S Bcerga O0yay ¢ 1000BbI0 U OJIarofapHo-
CTBIO BCIIOMMHATH 00 3TOM TAJAHTJIMBOM, YMHOM, I'IyOOKO MOPAJOYHOM

yeJIoBeKe.
I'.JI. Buauu



CBOWUCTBA XXUBOIo

Buosorusa (epeu. bios — xusHb, logos — HayKa) — 3T0 HayKa, KO-
TOopas M3ydYaeT JKMWBBIE OPraHM3MBI Ha BCEX HEPAPXUUYECKUX YPOB-
HAX. KuBble OpraHmM3Mbl XapaKTepU3yIOTCA PSIOM OCOOeHHOCTEel,
KasKkJaA U3 KOTOPBIX ABJSETCS IPUHIININAJIbHON U HeOOXOqUMOM AJIs
Kn3HU. OCHOBHBIMU W3 HUX SABJIAIOTCS CJeIyIOIue.

Oomen BemecTs (MeTab0JM3M) IIpPECTaBIAET COO0M COBOKYIIHOCTE
TIOCJIETOBATENbHBIX XUMUYECKUX ITPOIECCOB MOCTYILJIEHUA BEIIeCTB B
OpraHusM, UX IPEeBPAIeHNs, NCI0Jb30BAHNS, HAKOILIEHUA U yaaje-
HHe IIPOAYKTOB pacmaza. MeraboamsM BKJIOUYAeT ABAa HeIPepPBIBHO
MIPOTEeKAaIoIUX IIpoIlecca: aHaboJIu3M U KaTaboJau3M.

Anaboausm (rped. anabole — mogpeM) — 3TO KOMIIJIEKC OMOXUWMII-
YeCKUX IIPOIECCOB IIOCTYIIJIEHUS BEIeCTB B KJETKY M UX YCBOEHUI.
IIpu 9TOM M3 MOCTYIMBIIINUX BEII[ECTB CO3MaI0TCA HEOOXOIUMBIE KJIETKE
COeMHEeHN s, KOTOpPhIe crernudUUYHbI U AJIs TaHHOTO BUAA, U AJIS KOHK-
peTHoOi#T ocobu (6enKu, mOJUCAXapUIbl, *KUPbl, HYKJIENHOBBIE KHCJIO-
Te1). C anHabonusmMoM cBsA3aHa accumunayusa (aart. assimilatio — ymo-
Io0JieHMe, OTOXKAECTBIIEHUE), BKJIIOUAOIasad BHEKJIETOUHEIE ITPOI[ECCHI
OTJIOJKEHUS 3aIaCHBIX BEIeCTB. Bce 3TO OCYIIECTBIAETCS B PE3yJIbTa-
Te NUMAaHUs, KOTOpoe MOKET OBITh aBTOTPO(GHBIM WU TeTepPOTPOd-
HeIM. [Ipu asmompogrom NUTAHUU OPraHU3M CHUHTE3UPYeT OPTaHU’-
YyecKue BeIlecTBa M3 HeOPTaHWYECKUX, IPU 9TOM SHEPrus 3aIacaeTcs
B BUJle XUMHUUECKUX CBsA3eli. VI3BeCTHHI ABa TUIIA aBTOTPOGHOTO IIHUTA-
HUA: poTocuHTe3 M XeMocuHTe3. IIpu doTocuHTEe3e OpraHuUYecKue co-
eIVHEeHUs 00pas3yIoTCA 3a CUeT SHEePTUU CBeTa, IPU XeMOCUHTe3e — 3a
CUeT PHEePruu XMMUYECKUX PeaKI[Uii HeopraHwdyecKux BerrecTs. Hau-
OoJiee IIUPOKO pacrpocTpaHedH (GOTOCHHTE3 — K HEMY CIIOCOOHBI BCe
pacTeHUs ¥ HEKOTODbIe IPOKapuoThl. IIpu zemepompog)Hom TUTAHUU
OpraHU3M IIOJIyYaeT ysKe TOTOBble OpraHndyeckue coequHenud. OmHaKo
B IIePBOHAYAJIHLHOM BUIE OHU OOBIYHO HE MCIIOJb3YIOTCA, a PACIIenId-
IOTCA 0 MOHOMEPOB, M3 KOTOPHIX 3aTE€M CUHTE3UPYIOTCA cIiernuduiec-
KHe AJIs OpraHusMa BellecTBa.

Kamab6oausm (rpeu. catabole — copackiBaHure BHU3, paspylleHre) —
3TO OMOXUMUYECKUeE IIPOIIECChl, KOTOPHIE OCYIIeCTBIAIOT Pacuaj sHep-
TOHACBINEHHBIX COeIWHEHWH, IMOJYUEeHHBIX paHee IIyTeM OHUTAHUA.
B pesynbrare KaTabosmsMa BBIIEISAETCA S9HEPTUA, KOTOPAA 3amacaerT-
ca B mosexkyyaax ATP u 3arem mcmonbayercs AJis »KU3HEIeATEJIbHOC-
T KJETKH.

KaTtaboausm oXBaThIBAET dHEPreTUUECKUe IIPOIleCChl, CBA3aHHLIE
C paciielyieHreM paHee HAaKOIIJIEHHBIX BEIECTB U IMPOUCXOIAIINE Ha
YDPOBHE OTJeJbHOU KJeTKM. COBOKYIHOCTH IIPOIECCOB pacuajga, mpo-
XOOAINUX HA YPOBHE BCEro OPraHMaMa, HasbIBaeTcs Juccumuasyuell.

He cnemgyer myrats MeTab0113M, IIPOUCXOAAIINN B JKUBBIX CHCTEMAX,
c o0OMEHOM B HEXKMBOM mpupone. B xome opranmdyeckoro meraboamnsma
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TIPOUCXOAT TJIYOOKME XUMHUUYeCKe Tpeodpa3oBaHusI BOBJIEKAEMBIX CO-
enuuenuii. Hampumep, cloKHbIe OpraHUYECKUE BEIecTBa, MOCTYIINB-
IIre B KJETKY, PACINEIJIAIOTCA OO0 YIVIEKMCJIOro rasa M Boabl. B He-
JKMBOI mpupoze OOBIYHO TAaKOro He mpoumcxonuTt. Hampumep, Kpuc-
TaJJIbl, BhIPAcCTaOI[ieé B HACBLII[EHHOM PACTBOPE COJIU, 00pasyioTcs
MyTeM accoIllialiiy paHee OUCCOIMUPOBAHHBLIX MOHOB; BOJa, KOTOpasa
ucmapsAeTcA ¢ TOBEPXHOCTHU 03epa MW MOPS, 3aTeM KOHAEHCUPYETCA
B Iap U BBINAJAET OMKAEM B IPYrOM MeCTe, MMeeT HeHM3MeHEeHHOe
XMMHUYECKOEe CTPOEHMUeE.

Boigenenue, uUJIM 9KCKpeIlusa, MpeACTaBJAeT co00# ymajeHue
W3 OpraHu3Ma IIPOoAYKTOB ooMeHa BemlecTB. OTXoAbI (IIIJIaKK) 00pasy-
IOTCS B pes3yJIbTaTe pacIiellJieHusa JI000ro muIeBoro cyocrpara. [las
OpraHm3Ma OHM OKAa3bIBAIOTCA HEHY KHBIMU WK JaXKe BPeJHBIMHU, I10-
STOMY MOJIJIeXKaT yhajeHuo. VIHorga ymajgeHue BPeSHBIX BeIIECTB
sarpyaueHo. Hanpumep, pacTeHUs He BCerga MOI'YT YAAJIATH BEIleCT-
Ba, IIO9TOMY OHM OTKJAABIBAIOTCA BHYTPU OpraHu3Ma, HO B GesoImac-
HOI (popMe (Pa3JIUYHOTO POJa BMECTHUJIUINA).

ITogBuKHOCTH ABJIAETCA HEOTHEMJIEMBIM CBOMCTBOM KuBOTO. Ilox-
BUJKHOCTD JKMBOTHBIX XOPOIIIO 3aMETHA, ¥ APYI'MX OPraHU3MOB JBHU-
JKeHle BbIpa’KeHO B MeHbLINIell cTemeHu, HO MMeeTcA Bcerma. Pacre-
HUS TOCTOAHHO PACTyT, U3MEHSETCS MOJIOKeHUe JIMCTHeB B 3aBUCHU-
MOCTHU OT OCBeIIleHUs, 10 TOH ’Ke NpUUYMHEe MeHseTcs M3rub mobera.
BHYTpU KJIETKM TOCTOAHHO HPOUCXOAUT MBUKEHWE ITUTOIJIA3MBI U
BelllecTB B Heii. MoOJIeKYJIbl, BXOAAIINE B COCTAB KJIETOUHBLIX MeMO-
paH, 00J1aKal0T BBICOKO# IIOABUKHOCTBIO.

PasapaskumMocTh — 5TO CBOMCTBO JKMBBIX OPraHU3MOB WU OTIEJIb-
HBIX KJIETOK pearvpoBaTh Ha M3MeHeHUe cpelbl (BHEITHeN U BHYTPEH-
Helf). ITO CBOMCTBO MO3BOJISET OPraHU3MY ONTHUMAJILHO IIepecTpanBaTh
CBOIO JKM3HEIEATETHHOCTh B COOTBETCTBUU C BOSHUKIIIMMU YCJIOBUAMMU.
Kiaerka cmoco0Ha BOCIPHUHMMATH Pa3jiNUYHbIe (PU3HMUECKNE U XVMUYEC-
KIe CUTHAJLI, IIePeBOIA UX B 3JIEKTPHUUECKUIN NMITYIbc. IHTEeHCHMBHOCTD
JIelicTBUSA BOCIIPUHNMAEMOr'0 KJIETKO CHUTHAJIA HA3LIBAETCS IIOPOTOM.

PasmHO:KeHHEe — 3TO BOCIpOM3BeaeHue cebe MOMOOHBIX OPTaHU3-
MOB, YTO O0ecIeurnBaeT HEIIPEePLIBHOCTh W IIPEEMCTBEHHOCTD JKU3HU B
ee BUAOBOM crelnu(UUHOCTH. VI3BECTHBI BA OCHOBHBIX THUIIA PA3MHO-
JKeHHUsA: II0JIOBoe U Oecmojioe. B 701060 pPasMHOMKEHUH YUACTBYIOT
IBa IapTHEpa PasHOTO I0Ja, IPU STOM MPOUCXOAUT CIAUIHNE OBYX
TOJIOBBIX KJETOK (raMeT) ¢ rallJIOMJAHBIM HabOpOM XPOMOCOM — OILJIO-
IOTBOpPeHUe, ¢ 00pa3oBaHmeM AUILJIOUAHON 3UTOTHI. BecnoJsioe pasMHO-
JKeH1e MTPOUCXOIUT C yUaCTHeM OJHOTO POAUTETHCKOTO OpraHM3Ma.

Poer — 310 yBeuueHMe Macchl 1 00'beMa OpraHM3Ma 3a CUeT Be-
I[eCTB, HOCTYIUBIIKNX B IpOIlecce MUTAHUSA. POCT OpraHrM3MOB OTJIU-
YyaeTcss OT POCTa KPHCTAJLJIOB MJIM HMHBIX HEOPTraHMUYECKUX O0HLEKTOB
TeM, UTO Y HUX IPOIIeCChl UAYT BHYTPU OPraHM3Ma IIOCPEACTBOM IIO-
CTPOEHUSA HOBBIX KJIETOUHBIX M BHEKJETOUHBIX CTPYKTYDP.



PazBuTHe TIpeaCcTaBIAET CO00I HaTpaBJIeHHBIN HEOOPATUMBIH IIPO-
Imecc KayeCTBEHHBIX M3MEHEHWI opraHmsMa. IIpu aToM MOIKeT Ipo-
UCXOAUTH KaK ero yCJOKHeHWe, TaK U ympoilneHue. Hampumep, y
DPOJUBIIIETOCS IAETEHBINA MJIEKOIUTAIOIEr0 M0 Mepe PasBUTHUA IIPO-
UCXOAUT YCJIOKHEeHUe OOJIBIIMHCTBA CHUCTEeM opraHmsma. Ho mocie
OIIPeIeJIEHHOTO IIeprofa HaunHaeTcsA 00pPaTHBIN Ipoliecc, HaIpUMED,
IIOCTEIIeHHO YMEHBINAETCS KOJUYECTBO JUMMPOUIHON TKAHU MMMYH-
HOI CHCTEMBI, OCJIabJiAeTCca MoJa0BasA (PYHKIUA U AP. VIBBECTHHI CIy-
Yyay HEOTEHUU — Pa3MHOKEHUA JUUNHOYHBIX (hopM (HampuMmep, y JIu-
YUHKY aMOMCTOMBI — aKCOJIOTJIA).

YPOBHU OPTAHU3ALUUN XKUBOI'O

OcyriecTBieHre OMOJOTUYECKUX (GYHKIIMI BO3MOMKHO HA PAasHBIX
nepapxmuuecKnuX yYPOBHAX. PAaCCMOTPUM UX IO Mepe YBEeJINUEHUA CI0MK-
HOCTU OpTaHu3allnu.

MoanexynapHuusiil (MOJIEKYIAPHO-TEHETUUECKUI) YPOBEHDb SBJIAET-
cA HavuaJdbHBIM. Ero mayuaer MojieKyJaapHasa 6uosorud. CyIecTByoT
yeThIpe KJacca coeMMHeHUi, KOTOPhIe BLIMOJHAIOT OCHOBHEBIE 010JIO-
ruueckue QyHKIIUY, IO3TOMY MX HA3LIBAIOT OMOJOTHMUYECKUMU MOJIe-
KyaaMu. ITo 0eJKM, HYKJIEMHOBBIE KMCJIOTHI, MOJUCAXAPUIbl U JIU-
nugbl. OHM 00s13aTeIHLHO MIPUCYTCTBYIOT B 10001 KiIeTKe. McKiaroue-
HUEM ABJIAIOTCA HeKJIETOUHbIE OPTAHNU3MbI — BUPYChI, KOTOPBIE COCTOAT
JIUIIb U3 OEJIKOB M HYKJEWHOBON KHCJIOTHI. KaskIblil U3 aTUX KJac-
COB BeIIEeCTB BBIMOJHACT clenupuieckre QyHKIINY U He MOXKeT ObITh
3aMeHeH IPYyruM coenmHeHmeM. Hampumep, HYKJIEMHOBBIE KMCJIOTHI
OCYIIECTBJISAIOT XPaHEHVE U PeaJn3alliui0 HaCJIeACTBeHHON mHpopMa-
muu. Belku ynpasisOT BCceMU OMOXMMUYECKUMY PEAKIUSIMU B KJIET-
Ke. Jlunuael GopMUPYIOT OCHOBY OMOJOTMUYECKHMX MeMOpaH u T. I.
HecmoTpsa Ha pazHooOpasue OpraHnu3MOB, OOIIUI IIJIAH CTPOEHU IJIaB-
HBIX OMOMOJIEKYJI V HUX YAUBUTEIbHO 01130K. Bece OesKku o6pasoBa-
Hbl 13 20 PasINMYHBIX AMUHOKYCJIOT, HYKJENHOBbIE KUCJIOTEI COCTOAT
U3 HYKJEOTHUIOB, OJUHAKOBBIX [IJISI BCEX OPraHM3MOB.

BoJree HM3KMiT ypOBEHD OPraHUIAIUY JKUBOI'O HEBOZMOXKEH, IIOCKOJIb-
Ky paccMarpuBaeMble CTPYKTYPBI OyIyT ONMHAKOBBIMH KAK B JKUBOIL
MaTepuu, TaK U B He:KuBOM. HeopranmuecKue BellecTBa, XMMUUYECKUE
DJIEMEHTHI ¥ 00Pas3yIolye NX dJIEMEHTAPHbIE YACTUIBI, KOTOPEIE BXOAAT
B COCTaB OPraHM3MOB, HMYEM HE OTJIMYAIOTCS OT TAKOBBIX B HEIKMBOM
mpupoze. Hanpumep, 371eKTPOHEI, IIPOTOHBI HE NMEIOT HUKAKUX 0COOeH-
HocTeil. Boma B opraHmsMax XHMMHUUYECKM WAeHTHYHA Bome Mwuposoro
OKeaHa MJIM BOISHOIO mapa armMoc(epsl.

CybriemouHblil ypOoBeHDb OoJiee BEICOKMIT. OH OXBATHIBAET IIPOIIEC-
CBbI, IIPOUCXOLSAIINE B JKUBOI KJETKe. BMOMOJIEKYJIbI MOTYT CAMOCTOS -
TEJILHO BBIMOJHATH CBOM QYHKIIUY (HarmpuMep, 0eJKu-(hepMeHThl) NIn
accoIMMPOBATLCA B CYOKJIETOUHBIE CTPYKTYPHI — OpPTaHes bl (MeMO-
paHHBIe 1 HeMeMOpaHHBIE) M YUACTBOBATh B UX AESATEJIbHOCTH.
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KaemouHwiil ypoBeHB IPEACTaBISIET COO0I CAMOCTOATEIHLHYIO K-
BYIO CHCTEMY — KJIeTKY. KaK[oil KJeTKe IPUCYIIIH BCE CBOMCTBA KU-
Boro (oOMeH BeIecTB, Pa3ApaskKMMOCTh, BbIejeHue u Ap.). Haa on-
HOKJIETOUHBIX (OPM JKM3HU KJETOUHBLIN YPOBEHb OPraHM3AIUU TOMK-
IecTBEeH OPraHM3MEeHHOMY. Y MHOTOKJIETOUHBIX OPTaHU3MOB TeJIO CO-
CTOUT W3 MHOXKECTBa KJIETOK, IO9TOMY YV HUX MEXKIY KJIETOUHBIM U
OpPraHM3MEHHBIM YPOBHAMEN HMEETCSI HECKOJbKO MPOMEKYTOUHBIX
YPOBHEI.

TraHesblll YPOBEHb paccMaTpPUBAaEeT KJIETOUHBLIe aHCcaMOJIu — TKa-
HU, KOTOPbIe MMEIOTCS y OOJBIINHCTBA MHOT'OKJIETOUHBIX OPraHU3-
moB. KosoHMAJIbHBIE OMHOKJIETOUHBLIE M HUTYATBIE OPraHU3MBI He
MOT'YT CUMTATHCA MCTUHHO MHOTOKJIETOUHBIMM, IIOCKOJBKY COCTOST
U3 OMNHAKOBBLIX KJieTOK. HacTosiue TKAHN UMEIOTCS Y OPraHU3MOB,
ube TeJO0 00PA30BAHO HECKOJLKUMU CJIOSIMU KJIETOK, OPHUEHTHUPOBAH-
HBIX TPEeXMepHO. B 9TMX cayuasx KJETKH CHelUaIU3UPYIOTCH IJIs
BBIIIOJIHEHUS OINPEeIeIeHHBIX (PYHKI[MHA, JOCTUras IIPU 9TOM ropasio
6oJiee BBICOKOIT a(h(EeKTUBHOCTH IO CPABHEHUIO C OJHOKJIETOUHBIMU
dopmamu. OgHAKO IIPU 9TOM KJIETKU CTAHOBATCA 3aBUCUMBIMU OT
IeATeJbHOCTHA APYIUX KJIETOK. B 4aCTHOCTH, MBIIIEUHbIE KJIETKH CIIO-
co0HBI 9(heKTUBHO COKPAIIATLCSA, HO IUTATEIbHbIE BEI[eCTBA UM J0JI-
JKHBI JOCTaBJATh APYyrue TKAHW, HAIPUMED, KPOBb.

OpzaHHblil YPOBEHb OXBATHIBAET PA3JIMYHBIE OPTaHbl, KOTOPHIE
obpasyoTca u3 TKaHeli. HecMoTps Ha TO UTO KaKABIA OpraH COCTO-
UT U3 HECKOJbKUX TKaHeH, O0ObBIYHO TOJHKO OJHA M3 HUX SIBJIAETCS
paboueii, Torga KaK OCTaJbHbIE€ BHIMOJHAIOT BCIOMOTATeIbHYIO PYH-
knuo. Haopumep, B cepalle paboueii TKAHBIO ABJISAETCSA MBIIIIEUHAd,
coeIMHUTEIbHASA TKAHb 00pasyeT CTPOMY, & KPOBb CHAOXKaeT Kapauo-
MUOIIUTH HEOOXOAMMBIMY BellleCTBAMU U yIaldeT MPOAYKTHI JKU3-
HeeATeJIbHOCTH, dSIUTENNATbHAA TKAHDb (9HIOTEJINH) BBICTUIAET U3-
HYTPU KaMephl cep/lia, HepBHAA — IepefaeT OpraHy MMIIYJLCHI OT
HEPBHBIX IEHTPOB.

CucmemHtblil YPOBEHb PaccMaTPUBAET CHCTEMbI OPTaHOB, KOTOPbLIE
00pas3yIoT OpraHbl, BBIMOJHAIOIINE CO00INa KaKyIO-TO OOJIBITYI0 (PDYyHK-
nuio. [Ipu sToM mporcxoKaeHne, CTPOeHNe U YaCTHbIe PYHKIITUYU Opra-
HOB CHCTE€MbI MOTYT OBITh pasjuuyHbIMU. Hampumep, 3y0Obl, A3LIK, JKe-
JIYAOK U IIeYeHb BXOAAT B COCTAB IMUIIEBAPUTEIbHOI CUCTEMBbI, HO CTPO-
eHre U (PYHKIIMM 3THUX OpraHoB pasHble. OgHAKO BCe OHU, a TaKiKe
Ipyrue opraHbl IUIeBaPUTENILHON CUCTEMBI 00eCIIeunBaIOT ITOCTYILIe-
HUe B OPraHu3M HYKHBIX BeIl[eCTB U yIajeHVe M3 Hero IIJIaKOB.

COBOKYIHOCTH cHCTEM 00pasyeT MHOTOKJIETOUHBIN Op2aHU3M.

ITonynsauyuonHblili ypOBEHb, TaK Ke KaK U BCe IMOCJIeayIoIue, IB-
JsieTcsA HaZOPraHM3MeHHBIM, IIOCKOJbKY OXBATHIBAET HE OAHY 0COOb,
a rpynmny. TolbKo mOmyaAnusa CIIocOOHA 00ecleuuTh Pa3MHOMKEHUe
ocobeil 1 IIPeeMCTBEHHOCTh BUAOBBIX OCOOEHHOCTEI.

Budoeoii ypoBeHb OXBaTLIBAeT BCE MOIMYJSIIUM TOTO UJIU WHOTO
BU/IA, KOTOPBIE 3aCEJIAI0T BCIO TEPPUTOPHUIO apeaJa.



Buoyernomuueckuili ypoBeHb paccMaTpUBAaeT B3aWMMOOTHOIIIEHUS
MEXKAY OpraHm3MaMU, KOTOphble OOMTAIOT Ha OJHOI TEPPUTOPHUU.

Buocgepnbtii ypoBeHb ABIAETCA caMbIM KpynHBIM. OH BKJIOYaeT
B ce0s COBOKYIIHOCTb OTHOIIEHUIN MEKIy BCEMHU OpPTaHU3MaMU, 00u-
TaIuMu Ha 3eMJje. BroieH03b! OTJIMUa0TCA APYT OT ApyTa, HAIpu-
Mep, COODIIecTBO MYCTHIHYU He IIOXOXKe Ha JiecHO# 6uorenos. OpHaKo
J11060% OMOIEHO3 IOCTEIIeHHO IIEPEXOJUT B APYToil, IIOITOMY cOOOIIie-
CTBa HEMHHYEMO IIOJBEPTAIOTCA B3aUMHOMY BO3AEHCTBUIO.

KINETKA

OpraHmaM IIeJIOCTEH, HO OPTaHM30BaH, KAK W MHOTWE CJIOXKHBIE
CHUCTEeMBI, II0 MepapxuueckomMy mpuHnuny (taba. 1). UsyueHue
Ka'K/J0r0o U3 YPOBHEH OpPTraHM3aluy *KMBOTO TPeGyeT CBOUX IIOAXOLO0B

Tabruua 1
HepapxuuecKkue YPOBHH CTPOEHHS OPraHM3Ma

| Monekynbl |

1
| Cy6kneTo4Hble CTPYKTYpbI |

| Knetkun n nx npon3BodHbIe

1
TkaHu (anuTenuancHble,
BHYTPEHHe cpefbl,
MbILLEYHble, HEWTParbHble)

1
MopdodyHKLUMOHanbHbIE
©[VHULbI OpraHoB
1

[ Opratbl |

1
AnnapaTtbl 1 cucTeMbI
opraHos

ATMAPATHI
| ]

OnopHO-ABUraTEMNbHbIi MbiluedHas, kocTHas,
CoeMHEHMs KOCTel

MoueBas

CUCTEMBI

MouenonoBoii

MNonoBas
|

OHOOKPVHHBIN
= | OpraHbl 4yBCTB
CeHCOopHbIN .

MuweBaputensHas
[bixaTenbHas
CeppeyHo-cocyancras
KpoBeTBOpHas 1 UMMyHHasi

HepsHas (aHMManbHas
1 BeretaTuBHas)

EavHbIn opraHmam |




u meroznoB. Ilepévie YypoeHu OpzaHU3AYUU HUE020 — MONEKYAAD-
HoLil, CYOKNLEeMOUHbLE U KLemOuH bl — u3dyuaem 6emes Guonozuiec-
KuXx HAYK, uMeHyemas yumonozuei.

KNETOYHAA TEOPUA

PazBuTye mATOIOrNY CBSI3aHO C CO3JAHMEM U yCOBEPIIIEHCTBOBAHIEM
OIITUYECKUX YCTPOMCTB, ITO3BOJIAIOIINX PACCMOTPETh U U3YUNTh KJIETKU.
B 1609 — 1610 rr. l'amuneo T'anuieir CKOHCTPYUPOBAJ IIEPBLIN MUK-
pocKoI, ogHAKO JUIIh B 1624 1. OH €r0 yCOBEPIIIEHCTBOBAJ TaK, UTO UM
MOKHO OBLIO IOJIE30BATHCA. ITOT MUKPOCKOI yBeanuuBai B 35 — 40 pas.
Yepes rox . ®abdep man mpubopy HasBaHMe «MHUKpOCKom». B 1665 r.
Po6epr I'yk BriepBbIe YBUET B IPOOKE AUYEHKM, KOTOPBHIM Jaj Ha3Ba-
Hue «cell» — «kimeTrka». Biaromapsi ycoBepIlIeHCTBOBAHNIO MUKPOCKO-
na AHTOHOM BaH JIeBEeHT'yKOM ITOSBUJIACH BO3MOYKHOCTh M3yUaTh KJIeT-
KU U JIeTaJILHOE CTPOeHUe OPraHoB u TKaHeil. B 1696 r. O6n11a omy6iu-
KoBaHa ero kHura «TaliHbl IPUPOABLI, OTKPBITHIE C IIOMOIIILIO COBEP-
IIIEHHENIITNX MUKPOCKOIIOB» . JIEBEHI'YK BIIEPBbIE PACCMOTPEJI U OIKCAJL
SPUTPOIUTHI, CIEPMATO30UALI, OTKPBLLI HOTOJE HEBEIOMBIN U TaWH-
CTBEHHBI MUP MHKPOOPTaHM3MOB, KOTOpHIe OH Ha3BajJ WHGY30DPUI-
Mu. JIeBeHTYK O IpaBy CUMTAETCA OCHOBOIIOJIOKHIKOM HAYUHOM MUK-
pockonuu. fIu IIypKuHbBE BIEpBBLIe YIOTPEOUJ TEPMHUH «IPOTOILIA3-
ma». P. BpayH onucajy S1po KakK IIOCTOAHHYIO CTPYKTYPY U IPENJIO-
KU TepMuH «nucleus» — «aapo». B 1838 r. M. Illaxeitmen cosman
TeopHuIo IUTOTeHe3a (KJIeTKooOpasoBaHus). Ero ocHOBHasA 3aciyyra —
IIOCTaHOBKA BOIIPOCAa O BOBHUKHOBEHUU KJIETOK B opranmsme. OcHo-
BbIBasdch Ha paborax Illmeiinena, Teomop IIIBamH co3man KJIeToud-
HyI0 Teopuio. B 1839 r. Obli1a onybanKoBaHa ero beccMepTHaA KHU-
ra «MUKPOCKOIMMYECKE HCCIEeLOBAHUSA O COOTBETCTBUU B CTPYKTY-
pe 1 pocTe JKUBOTHBIX U PACTEHUMH».

OCHOBHBIMY MCXOJAHBIMU TOJIOKEHUAMY KJIETOYHOM TeOPHH ObLIN
caenyomue: 1) 6ce mrkaHu cocmoam u3 KJjaiemokx; 2) Kiemkxku pacme-
HUll U HUBOMHBLX UMelom 00wue NPUHUUNLL CMPOEHUs, MAK KAK
603HUKAIOM 00UHAKO0BbLMU nymamu; 3) Kaxdas omoervHas KJiem-
Ka camocmosmenvbHa, a 0esmenbHOCMb OP2AHU3MA npedcmasasem
co00il cymmy HusHedesmeabHOCMU OMOCNbHbLX KJEeMOK.

Bosnbnioe BausHMe Ha JajibHelllllee pa3BUTHE KJIETOUHON Teopuu
okasayn Pymoabtg Bupxor. OH He TOJBKO CBEeJl BOEJUHO BCE MHOTO-
YHCJIeHHbIe Pa3pO3HEHHBIe (PAKTHI, HO U yOeIUTeJIbHO IIOKA3aJI, UTO
KJIETKA SIBJISETCSA MOCTOSHHON CTPYKTYPOH M BOSHUKAET TOJBKO IIy-
TeM pPa3sMHOXKeHHuS cebe MOMOOHBIX — «KaKJas KJETKAa M3 KJIETKH»
(«omnia cellula e cellulae»).

Knerka ABIseTcS s1eMeHTapHON eAMHUIEH BCETO JKUBOTO, IIOTOMY
YTO el MPUCYIIU BCEe CBOMCTBA KUBBLIX OPTAHU3MOB: BHICOKOYIIOPAIO-
YeHHOE CTPOEeHMEe, IOJyJYeHNe SHEePruU M3BHE UM ee HCIIOJIb30BaHUe
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[JIs BBIMOJHEHHUs PA0OTHI M HOAMEP:KAHUS YIOPAJOUeHHOCTH (IIpe-
OJl0JIeHMe JHTPOIINU), OOMEH BeIllecTB, aKTHBHASA peaKIlds Ha pas-
IpasKeHus, POCT, PA3BUTHE, PA3MHOKeHUe, YABOeHe U Iiepegaya 61o-
JIOTMUECKO¥ MH(MOPMAIINY IIOTOMKAaM, pereHepanus, afauTanusa K OK-
PysKamIIen cpeje.

KEnemounasa meopusa 6 coépemenHOU UHMepnpemayuu BKJIO-
YaeT cJeqyIoIue TJaBHbIe HMOJOXKEHUA: 1) Kiemka sA6asemcs YyHu-
8epcanbHoll dlemMeHmapHoil eQuHUUell HUB020; 2) KIeMKU 8cex opza-
HU3MO08 NPUHUUNUAALHO CXO0HbL NO C80eMYy CMPOeHUW, QYHKUUU U
Xumuyeckomy cocmasy; 3) Kiemru pasdmHONAIOMC L MOAbKO NYymem
OeseHus UCX00HOU KaemKu; 4) KaemKu Xpauam, nepepadamouiéaiom
U peanu3yrom zeHemuueckym UHGOpMayuilo; 5) MHOZOKJEMOUHbLE
O0P2AHU3MBL ABJAIOMCA CONCHOIMU KACTMOYHBIMU AHCAMONAMU, 00pa-
3YUWUMU YeJoCmHble cucmemyl; 6) umerHo 6azodaps desmenbHOC-
mu KJIemokK 8 CJOMCHBbLX OPZAHUIMAX OCYULeCMBIAIOMCS pocm, pas-
sumue, o0MeH 6ew,ecme U IHepeul.

CoBpeMeHHAsA CHCTEMATHKA KMBBLIX OPraHN3MOB IIPEICTaBJIEHA B
Taba. 2.

NMPOKAPUOTUYECKUE
N YKAPNOTUYECKUE KITETKUA

B HacrosImee BpeMsa PasnnyaioT MPOKAPHMOTHYECKHE 11 9YKapHOTH-
YyecKue OpraHusMbl. K IepBBIM IPUHAJIEKAT CHUHE-3eJIeHble BOJOPOC-
JI, aKTUHOMMUIIETHI, OAKTEePUY, CIMPOXEThI, MUKOILIA3MbI, PUKKETCUN
¥ XJIAMUIUY, KO BTOPBIM — OOJIBIIINHCTBO BOLOPOCIEH, IPUObI M JIMIIIAK-
HUKHU, PACTEHUS U KUBOTHBLIE. B OT/IMUME OT MIPOKAPUOTHUYECKOM, 9yKa-
puoTHUYeCKas KJIeTKAa HMMEeT SApO0, OrPaHNuYeHHOe O00JI0OUKON M3 ABYX
MeMOpaH, 1 0O0JILIIIOE KOJHUUECTBO MeMOPAHHLIX opraHes (Tada. 3).

XumMuueckasa opraHuzanud KieTku. V13 Bcex 9JIeMeHTOB IIepUO-
nuueckoil cuctemsl [[.1. MeHzaenreeBa B opraHu3Me 4yeJoBeKa oOHa-
py:xeHo 86 MOCTOTHHO HMPUCYTCTBYIOIUX, U3 HUX 25 HEOOXOTUMBI
IJIs HOPMAJBLHOM KU3HeNesaTeJbHOCTH, 18 M3 KOTOPBIX a0COJIIOTHO,
a 7 moaesunl. IIpodeccop B.P. BuiabamMc HaszBaJd HX dJIeMeHTaAMU
JKUBHU.

B cocTaB BelecTB, yUaCTBYIOIINX B PEAKIIUIX, CBA3AHHBIX C JKU3-
HeesATeJIbHOCTHIO KJIETKU, BXOIAT IIOUTH BCE M3BECTHBIE XMMUUYECKUE
BJIEMEHTHI, IIPUYEM Ha JOJII0 YeThIPpEX M3 HUX IPUXOAUTCA 0K0J0 98%
MAacChl KJIETKU. ITO Kuciopod (65 — 75%), yeaepod (15 — 18% ), 800opod
(8 -10%) u azom (1,5 — 3,0% ). OcTaybHbIE 9JIEMEHTBI ITOAPASIEIAIOTCS
Ha ABe TPYUILI: Makpodemenmost (0Koyo 1,9%) u murpoasemenmuol
(oxoso 0,1%). K makpoaixeMeHTaM OTHOCATCA cepa, ¢ocdop, XJaop,
Kanuil, Hampuil, MazHUlL, KAAbYUL T Heae30, K MUKPOIJIeMeHTaM —
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UUHK, Medb, 100, pmop, mapzaney, cejern, Ko6aibm, MOLUOOeH, CMPOH-
uuil, HuKemv, xpom, sanaduit u np. HecMoTpsa Ha oueHb Majoe Comep-
JKaHWe, MUKPO3JIEMEeHThl UTPAIOT BaKHYIO poJib. OHU BIMUAIOT Ha 00-
MEH BeIlecTB. Be3 HMX HeBO3MOKHA HOpMaJIbHAA ‘KU3HEIeATEbHOCTD
KaXJOH KJIETKU B OTAEJBHOCTH U OPraHM3Ma KaK IIeJIOTO.

Knerka cocTouT m3 HEOPTaHMUYECKUX U OPTaHWUECKUX BEIIECTB.
Cpenu HeopraHMUYecKHUX IIpeobsamaerT 600a, ee OTHOCUTEIbHOE KOJIHU-
yecTBO cocTaBiser oT 70 mo 80% . Boga — yHuBepcaabHBIN PacTBOPHU-
TeJb, B Hell MPOUCXONAT BCe OMOXMMUUECKNE PeaKIuU B KJeTKe, IPU
YJacTUU BOJBI OCYIIIECTBJISIETCS €€ TeILIoperyaanusa. Bemectsa, pa-
cTBOpSAIOIIMEcA B Bozie (COIM, OCHOBAHUA, KUCJIOTHI, OEJIKY, YIJIEBOLHI,
COUPTHI U Jp.), HA3bIBAIOTCA 2udpoduivHuvimu. I'udpopobHbie Belie-
cTBa (3KUPBI U *KUPOMONO0HEIE) HE PACTBOPAIOTCS B Bojie. EcTh opranu-
YyecKue BEI[eCTBa C BHITAHYTHIMU MOJIEKYJaMH, ¥ KOTODPHIX OZUH KO-
Hell TuapoduiaeH, a Apyroi ruapodobeH; MX Ha3BIBAIOT am@punamu-
yeckumu. IlpumMepoM amMpuUIaTHUECKUX BeIecTB MOTYT CIYMKUTH (oc-
domunuabl, YUaCTBYIOIIe B 00pa3soBaHUM OMOJOTMYECKUX MeMOpaH.

Heopramuueckue BemiecTBa (COJM, KUCIOTHI, OCHOBAHUSA, MOJIO-
JKHUTeJNbHBbIE U OTPUIlATENbHbIE MOHBI) cocTaBiasioT or 1,0 mo 1,5%
Macchl KiaeTKu. Cpequ opraHMUYecKMX BeIlecTB IpeodJafaioT OeaKu
(10 — 20%), xupsl, wau gunuasl (1 — 5%), yraesogst (0,2 — 2,0%),
HyKJenHOBbIle KucaoThl (1 — 2%). Comep:kanue HU3KOMOJIEKYJISP-
HBIX BeIlleCTB B KJieTKe He npesbrmaer 0,5% .

Mousexya 6emka ABIsAETCA IIOJIUMEPOM, KOTOPBIN COCTOUT U3 6OJIb-
IIOT0 KOJIMYECTBA IMOBTOPAIOINUXCA eqUHUI] (MOHOMepoB). MoHOMEDEHI
G6enxa — aMHHOKUCJIOTH (1X 20) 0JHOBpEeMeHHO 00JIafaloT ABYMS aK-
TUBHBIMU ATOMHBIMHU TPYIIaAMU: aMUHOTPYHIIOHN (0HA coobIlaeT MoJie-
KyJie aMUHOKMCJIOTBI CBOMCTBA OCHOBAHUA) U KapOOKCHUJIBHOM I'PYII-
moii (0Ha cooOIIaeT MOJIEKYJe CBOMCTBA KMCJIOTHI) (puc. 1). AMumo-
KHCJIOTHI COeNWHEHBI MEKOy CO00M HeNTUAHBIMHU CBA3IMU, 00pasys
TMOJUIIENITUAHYIO IIelb (IepPBUUHYIO CTPYKTYpy Oeara) (pumc. 2). Oma
3aKPYUYMBAETCA B COUPAJIb, IIPEACTABIAIOIIYIO, B CBOIO OUepedb, BTO-
PUYHYIO CTPYKTYPY Oenka. Biaromaps omnpemesieHHON IPOCTPAHCTBEH-
HOU OpHeHTAlUH MMOJUNENTUAHON e BOSHUKAET TPEeTUYHAS CTPYK-
Typa 06eJKa, KOoTopas OIpelesseT CHelln(PUUHOCTb U OMOJIOTUYECKYIO
aKTUBHOCTDH MOJIEKYJIBI OesiKa. HecKOJIbKO TPETUUHBIX CTPYKTYP, 00be-
OUHAACH MEXXIY c000ii, 00pa3yioT UeTBEPTUUYHYIO CTPYKTYDY.

Besnku BRIMONMHAIOT BaskHelmue QyHKIuu. PepMeHTHI — OumO-
JIOTUUECKHE KATAJIN3aTOPhl, YBEJINUYNBAIOIINE CKOPOCTh XMMHUUYECKUX

Octogtas dyHkums | NH,—CH—COOH |« KucnoThas coyHkums

II?<— Papwvkan

Puc. 1. Obwas cxema aMUHOKUCITOMbI:
R — padukarn, no Komopomy aMUuHOKUCIOMbI pasfudatomcest mexoy cobol; 8 pamke — obuwjasi
yacmb Onisi 8Cex aMUHOKUCIom
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| MeTnHoBble rpynnbl CH |

AMuaHbIe rpynnbl

H2N—CiH-I-CO—NH-I~(}H+CO—NH|-CIH—CO—...NH—CIH—COOH
R, R, Rs R

n

| Bokosble pagvkanbi |

Puc. 2. ®paemeHm nonunenmuda

peakIuii B KJeTKe B COTHU THICAY — MIJIJIMOHBI Pa3, ABJIAIOTCA OeJTKaMMU.
Benku, BxoAa B cocTaB BCeX KJIETOUHBIX CTPYKTYD, BBITIOJHAIOT IJIACTH-
yeckyo (cTpouTebHyI0) GyHKIHIO. OHI 00pas3yioT KJETOUHLIM CKeJer.
JBMKeHNA KJIETOK TaKiyKe OCYIIECTBJISIOT cHelluajabHble OeaKy (aKTHUH,
MUO3WH, TUHENH). BelKn obecrreunBaiOT TPAHCIOPT BEIIeCTB B KJIETKY,
U3 KJEeTKM ¥ BHYTPU KJIETKH. AHTHUTeNa, KOTOPbIe HAPAAY C pery-
JIATOPHBIMY BBIMOJHSAIOT U 3aIUTHbIe QYHKIINY, TaKKe SBJIAIOTCA 0eJI-
Kamu. VI HaKoHell, 6eJIKM SIBJIAIOTCA ONHUM M3 UCTOUYHUKOB SHEPIUU.
¥YriaeBoabl MOAPa3eA0TCsa Ha MOHOCAXapPUIbl U ITOJUCAXAPUIEI.
ITonucaxapuasl, TOJOOHO OeJIKaM, ITOCTPOEHBI 13 MOHOMEPOB — MOHOCA-
xapumoB. Cpeln MOHOCAaXapuIoOB B KJETKe HamboJiee BayKHBI TUIIOKO03a
(Comep:KuUT IIECTh aTOMOB YyIJIepola) W IeHTo3a (IATh ATOMOB YIJIepo-
na). IleHTO3BI BXOJAT B COCTAB HYKJIEMHOBBIX KUCJIOT. MOHOCaxapuabl
XOPOIIIO PAaCTBOPAIOTCS B BOJE, MOJHCAXapPUALI — IIJIOXO0. B »KMBOT-
HBIX KJIETKAX MOJIMCaXxapUAbl IpPeJCTaBJIeHbI TJIMKOTeHOM, B PACTH-
TEJIbHBIX — B OCHOBHOM PaCTBOPMMBIM KPaxXMaJiOM ¥ HEPACTBOPUMBIMU
IeJLIII0JI0301i, TeMUIIEJLII0JI030, IIeKTUHOM 1 ApP. YTJIEBOALI ABIAIOTCSA
UCTOUHUKOM 3Hepruu. CJIOKHBIE YIJIeBOAbI, COEIUHEHHBIE ¢ OeaxaMu
(TIUKOTIPOTENHBI) U (UIN) KUpaMu (TJIMKOJUINILI), YIaCTBYIOT B o0pa-
30BaHUM KJIETOUHBLIX ITOBEPXHOCTEHM M B3aUMOIEMCTBUAX KJETOK.

K nunumam oTHOCATCA *KUPBI U »KUPOMON00HLIe BelecTBa. MoJie-
KYJBI JKUPOB IIOCTPOEHBI M3 TJINIEPUHA U KUPHBIX KUCJIOT (puc. 3).
K :XupomomoOHBIM BeIecTBaM OTHOCATCA XOJECTEePUH, HEKOTOPhIE TOP-
MOHBI, JeIUTUH. JIUTIuAb!, ABIAIOIINECS OCHOBHBIM KOMIIOHEHTOM KJIe-
TOUHBIX MeMOpaH, BBIIOJIHAIOT TEM CAMBIM CTPOUTEIbHYIO (PYHKIIHIO.
OHU ABIAIOTCA BaKHEHUIIINM UCTOUHUKOM sHepruu. Tak, ecau mIpu moJ-
HOM OKwucjaeHum 1 r 0OejKka MM yrJIeBomoB ocBoboskmaerca 17,6 xIx
SHEPTUU, TO IPU MOJHOM OoKucieHum 1 r :kupa — 38,9 xI[K.

HykJjgenHOBBIE KHCJOTHI ABJIAIOTCSA MOJUMEDPHBIMU MOJIEKYJIaMU,
00pa30BaHHBIMU MOHOMEPaMU — HYKJIEOTHUIAMM, KAXKIBIN 13 KOTOPBIX
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O Puc. 3. Obwas cbopmyna mpuayunanuyepuHa
(xupa unu macna),

|
1
O CH,~O-C-R 20e R, R% R®— ocmamku )XupHbIx Kuciom

O
| I 3
CH,~O-C-R
CI)' Puc. 4. CmpoeHue moneKkyn
| 0O=P-0O-CH G HYKIeuHo8bIX Kucsom:
| 2 | — PHK; Il — Hymepayusi amomos ye-
(o 0] ’

nepoda 8 yukne neHmoaewl; Il — HK.
3se3004koll (*) ommeyeHbl pasnudus
o) OH 8 cmpoeHuu [HK u PHK. BaneHmHblie
C8513U 10Ka3aHhb! yrpoujeHHo: A — ade-

O=PI—O—CH2 C HUH; T — mumuH; C — UUMO3UH;

C3 Cz (o} e G — eyaHuH; U — ypayun
Y O OH
I o-p-o-cH, G o=P-0o-CcH, U*
o 0 o 0
¢ H O OH
O:FI’—O—CHz C O=P—O—CH2 A
o 0 o 0
5' koHey,
¢ H OH OH
0=p-0-CH, T*
o o)
O H
o=P-0-cH, A
|
o) o)

3' koHey —  » OH |;|

COCTOUT W3 IIyPUHOBOTO WJIN INHUPUMUAWHOBOTO OCHOBAaHUA, caxapa
TeHTO3bI M ocTaTKa (ochopHOIl KucaoThl. Bo Bcex KJeTKaX CYIIECT-
ByeT ABa THUIA HYKJEUMHOBBIX KHCJOT: Ie30KCUPUOOHYKJIEMHOBAA
(OHK) u pubonykiaeunosasa (PHK), koTopble oTIMYalOTCA MO COCTa-

BY OCHOBaHUI u caxapos (puc. 4, Tabu. 4).

Moaexkyna PHK o6pasoBaHa OnHOI IOJMHYKJEOTHUIHOHN IEIbIO

(puc. 5).

Moserymna JHEK cocTout u3 AByX pasHOHAIIPABJIEHHBIX ITOJUHYKJIE-
OTUJHBIX Ilelell, 3aKPYUYeHHBIX OJHA BOKDPYT APYroi B BUAE IBOIHOM
cuupanu. KaKapiil HYKJIEOTH]J COCTOUT M3 a30THCTOr'0 OCHOBAHUI,
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Tabruua 4
CocTaB HYKJI€eMHOBBIX KHMCJIOT

Kucnora Caxa A30TnUCTble OCHOBaHUA
P nypuHoBbIe nMpumMnagnHoBbIe
AgenuH (A) LintosuH (C)
PHK Pubosa lN'yanuH (G) Ypauumn (U)
AgeHuH (A) LintosuH (C)
OHK Oe3okcupnbosa Fyarun (G) Ty (T)

caxapa u ocraTka ¢ochopuoii KucaoTel. IIpu 9TOM OCHOBAHUS PACIIO-
JIOXKeHbl BHYTPHU OBOWHOM CIIMpasid, a caxapo-(ochaTHBIN CKeaeT —
cHapyXu. A30THCTBIE OCHOBAHUSA O0eMX Ilelell CoeIUHEHBI MEXKIy
co60if KOMIIJIEMEHTapHO BOJOPOAHBIMU CBA3SIMU’, IIPU STOM aJeHUH
COoeTUHAETCA TOJHLKO C THMHHOM, a IIMTO3WH ¢ TYAaHMHOM. B 3aBucH-
MOCTH OT HOMEpa aToMa II0 OTHOIIEHHIO K CBSA3M C OCHOBAHMEM KOH-
Bl Ienu obo3HauvaioT Kak 5 u 3’ (cm. puc. 4 u 5).

Bce 6uoxmMuUUecKMe PeaKIUU B KJETKE CTPOT0 CTPYKTYPHUPO-
BaHBI ¥ OCYIIECTBIAIOTCSA IIPU YYAaCTUHN BBEICOKOCHEIIN(PUUECKUX OU1O0-
KaTajamsaTopoB — ()epMEHTOB, IV IH3MMOB (2pey. en — B, zZyme —
OposkeHMe, 3aKBacKa), — 0eJIKOB, KOTOPHIE, COeTUHAACH ¢ OmoIoTuyec-
KMMHU MOJIEKYyJIaMu — cyOcTpaTaMu, CHUIKAIOT dHEPTUI0 aKTUBAIUH,
HeoO0XOAMMYIO IJI OCYIIECTBJICHUS TOM WM MHOM peakIiuu (sSHepPrus
aKTHUBAIlUU — 9TO MUHUMAJbHOE KOJUUYECTBO SHEPTUM, HEOOXOIAUMOe
MOJIEKYJe OJiA BCTYIJIEHWSA B XMMHUUYECKYIO pearIiinio). depMeHTbI
ycropsamoT peaknuio Ha 10 mopagkos (8 101 pas).

HasBanusa Bcex (hepMeHTOB CKJaAbIBatoTCA M3 AByX uacteii. Ilep-
Bas COOEP:KUT yKasamue Jub0 Ha cybcTpar, Jubo Ha melicTBue, Jirbo
Ha TO u Apyroe. Bropas yacTh — OKOHUAHUE, OHO BCET/a IIPEeCTABICHO
OyxkBamu «asa». Tak, HasBaHUe ()epMeHTa «CYKIMHATIEeTUIPOreHasa»
03HAYAET, YTO OH BO3[AEHCTBYeT Ha COeIMHEHUS SHTAPHOM KUCJIOTHI
(«CYKIIMHAT-»), OTHUMAaA OT HUX BOJOPOX («-TETUIPOTEH-»).

Ilo o0miemMy TUIy BO3AeHCTBUSA (DEPMEHTHI IIOAPA3AENSIOTCA Ha
mecThb KaaccoB. Oxcupedykmassb. KaTaIu3upyOT OKUCINTEIHHO-BOC-
CTAHOBUTEJbHBLIE PEAKIUU, MPAHCHepasv. yUacTBYIOT B IepeHoce

Puc. 5. MpocmpaHcmeeHHass cmpykmypa

HYKIIeUHO8bIX Kuciiom:

| — PHK; Il — OHK; neHmbl — caxapogocghamHbie ocmosesbl;

A, C, G, T, U — asaomucmble 0CHO8aHUs, pewemku Mexoy HUMU —
8000p0O0HbIe c8s3u (Mo Anbepmcy u coasm., ¢ UBMEHEHUSMU)
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GYHKIIMOHAIBHBIX TI'DPYIII, 2U0POLA3bl 00eCIIeUNBAIOT PEAKIIUU THU[-
posausa, JAua3b. — MPUCOEAWHEHVE T'PYII IO ABONHBIM CBSABAM, U30-
Mepa3vl OCYIIECTBJISAIOT IEePEeBOJ COeIUHEHUN B APYIYI0O M30MEDPHYIO
dopmy, a auzasvl (He IyTaTh ¢ AuasdaMu!) CBA3BIBAIOT MOJIEKYISIPHBIE
TPYINUPOBKY B IIETIH.

OcHoBa J1000T0 (pepMenTa — 0eI0K. BmecTe ¢ TeM ecTh (DePMEHTEI,
KOTOpBIe He 00JaJaloT KaTaJIUTHYEeCKOM aKTUBHOCTBIO, IIOKa K OeIKOo-
BOI1 ocHOBe (anogepmermy) He IPUCOSTUHUTCS OOJiee TPoCTasi IO CTPO-
eHUIo HebeJKOBas TPYNIUPOBKA — Kogepmenm. VHOTHA KODEPMEHTHI
MMeIOT cOOCTBEeHHbIe Ha3BaHW, MHOTAA UX 0003HauaoT OykBamu. He-
penxo B cocTaB KO)epPMEHTOB BXOAAT BeIeCTBa, Ha3bIBaeMble BUTAMIU-
"HamMu. MHOTMe BUTAMUHBI He CUHTE3UPYIOTCA B OPTaHM3Me W JOJIKHBI
IOATOMY IIOCTYyIaTh ¢ muinei. IIpy X HemocTaTKe BO3HUKAIOT 3a00Jie-
BaHUA (ABUTAMUHOBBI), CUMIITOMBI KOTOPBIX, II0 CYTH JeJa, 9TO IIPOSAB-
JIEHUSI HeJOCTATOYHON aKTUBHOCTU COOTBETCTBYIOIIUX (DEPMEHTOB.

Hexoropsie KohepMeHTHI UTPAIOT KJIIOUYEBYIO POJIb BO MHOTHUX BaK-
HeHINnuX OMOXMMHYECKHX peaKIuaX. B KauecTBe mpumepa MOMKHO
npusectu KodepmeHT A (KoA), KoToprlii obecieurBaeT IepeHoc Ipyi-
IUPOBOK YKCYCHOM KUCJOTHI. KoepMeHT HUKOTHHAMUAAAEHUHIU-
"HykJeotun (coxpamieHno — NAD) obecmeunBaeT mepeHOC MOHOB BO-
JIOpoZia B OKMCIUTENIHHO-BOCCTAHOBUTEIbHBIX PEAKIINAX; TAKOBHI JKe
U HUKOTHMHaAMugageHuHAnHyKIeoTundochar (NADP), dhiraBunameHuH-
nuaykiaeorun (FAD) u pan apyrux. Kcratu, HUKOTUHAMUL — OJWH
U3 BUTAMUHOB.

CTPOEHUE XXUBOTHOW KNETKW

Kaemka asnsemcs 0CHOBHOU cmpPpYyKmypHOU U QYHKUUOHALbHOU
eOuHUyell HUBbLX OP2AHU3MO8, OCyulecmaaauLeil pocm, pasgumue,
o0Mmen eeuecme u sHepzuu, XpaHsuieil, nepepabamouiéaioweil u pea-
ausywuleil zenemuueckyio uH@opmayuw. Kiremrxa npedcmasnsem
€000iL CRONHCHYI0 cucmeMy OUONOLUMEPO8, OmOeseHHYI0 Om 6HeulHell
cpedvl naazmamuyeckoll memoparnoil (Yumoaemmoil) u cocmosuLyio
u3 A0pa u yumonaa3mst, 8 KOMOpPoil pacnoiazarmes opzanenivl U
6KJLIOYCHUAL.

PasmMepsl KJIETOK YeIOBeKa BAPbUPYIOT OT HECKOJIBKUX MHUKPOMET-
poB (Hampumep, MaJjble JUMPOIUTEI — OKoJo 7) mo 200 MM (saiire-
kyerka). Hamomuum, uto ogua Mukpomerp (Mm) = 107° m; 1 HaHOMeTD
(um) = 107° m; 1 anrcrpem (A) = 1071° m. Popma KJI€TOK pasHOOOpasHA.
OHU MOTYT OBITH IIAPOBUAHBEIMHU, OBOUMIHBIMI, BEPETEHOOOPA3HBIMU,
IJIOCKUMHU, KyOMUYeCKUMU, MPU3MATUUECKUMU, TOJUTOHATIbHBIMU, ITH-
paMUIAIbHBIMY, 3BE3MYATBIMU, YEIIyHYATBIMU, OTPOCTUYATHLIMU, aMe-
OOBUIHBLIMU U IP.

OCHOBHBIMH (PYHKIIMOHAJBLHBIMU CTPYKTYPAMHU KJIETKHU SBJISIOTCS
ee Nno8epxXHOCMHbBLIL KOMNJILCKC, YUMONAA3IMA U S0PO.
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IloBepXHOCTHBIN KOMILJIEKC BKJIIOUAET B Ce0SA 2JUKOKAAUKC, NIAA3-
mamuieckyo membpany (Yumosemmy) 1 KOPMUKAAbHBLIL CJO0L Yumon-
aa3moul. HeTpyaHo BUIETH, UTO PE3KOTO OTTPAHUYEHNA IIOBEPXHOCTHOT'O
KOMILJIeKCca OT ITUTOILJIa3MbI HeT.

B muromnasme BBIIEIAIOT 2UALONAA3MY (MAMPUKC, YUMO3ONb),
OpzaHenbl U BKJIOUEHUS.

OCHOBHBIMH CTPYKTYPHBIMU KOMIIOHEHTAMM AApa SBJISIOTCS Kapuo-
aemma (Kapuomera), HYKACONAAIMA W XPOMOCOMbL; TIETIN HEKOTOPBIX
XPOMOCOM MOTYT IIepelljIieTaThCsd, ¥ B 9TOM objacTu obpasyerca s0-
puiwiro. Hepenko K CTPYKTYPHBIM 3JIeMEHTaM AApa OTHOCAT XpOoMa-
TuH. OIHAKO, II0 OIIPeIeIeHII0, XPOMATHUH — 3TO BEIIIECTBO XPOMOCOM.

IMuTonemma, KapuojieMMa U YacTh OpTaHesiJi 00pa3oBaHBI 61U 0J10-
2UYeCKUMU MeMOpaAHAMU.

OcHOBHEBIE CTPYKTYPbI, 00pas3yolue KJIETKY, IepeurncaeHbl B Ta0a. 5
¥ TIPEeJCTaBJIEHBI Ha puc. 6.

BUOJOI'NYECRUE MEMBPAHBI

Haunbosee mosHO cTpoeHHe OMOJOTHMUYECKUX MeMOpaH OTpa’kaeTr
JKHUIKOCTHO-MO3aYHAasA MOJEJb, IIePBOHAYAILHBIN BAPUAHT KOTOPOU ObLI
npemioxker B 1972 r. I'. Hukosconom u C. Currepom. MemGpaHa cocTo-
UT U3 ABYX CJI0eB aM(MUIIATHUECKUX MOJEKYJ JUMUAOB (OMIUITUIHBIN
cJioit, unu 6ucioii). Kaxgaa Takas MoJieKyJia MMeeT [Be YacTH — T'OJIOB-
Ky u XBocT. I'mapodoOHbIe XBOCTBI 00paIlleHbl APYT K APYyry. '0JI0BKH,
HAIPOTUB, THAPOMGUIbHLI ¥ HAPABJEHbI KHAPYMKU U BHYTPh KJET-
K¥. B OMIMIUAHLIA CIIOH IOTpy KeHbl MOJIEKYJIbI Oesaka (puc. 7). Mo-
JIeKYJIbI JUMHUL0B CIIOCOOHBI OBICTPO AUPPYHIUPOBATHL B GOKOBOM Ha-
IpaBJIE€HUU B IpefiesiaX OJHOTO MOHOCJIOA U KpaliHe PEeKO IIePeXOAAT
M3 OJHOTO MOHOCJIOSA B IPYTOH.

Bununugusiii coi BemeT cebd Kak JKUIKOCTh, o0Jamaroias 3Ha-
YHTEJbHBIM IOBEPXHOCTHBIM HaTsKeHueM. BeiencTBue sToro OH 06-
pasyeT 3aMKHYTbIEe IIOJIOCTH, KOTOPHIe He CIIafaioTCs.

HexoTopble GeIKU IPOXOJAT Uepe3 BCIO TOJIITY MeMOpaHBI, TAK UTO
OIVH KOHEIl MOJIEKYJIbI 00pallieH B MIPOCTPAHCTBO IO OAHY CTOPOHY MeM-
Opaubl, Apyroil — mo Apyryo. X HaswbIBAIOT uHmezpaivHuimu (mparc-
MmembparHvimu). Ipyrue 6eJIKM PacIIONOKeHbI TaK, YTO B OKOJIOMEMO-
paHHOEe IIPOCTPAHCTBO OOpAIlleH JIUIIL OAUH KOHEI[ MOJIEKYJIbI, BTOPOI
JKe KOHeIl JIEJKUT BO BHYTPEHHEM WJIN B HAPYKHOM MOHOCJIOEe MeMOpa-
Hbl. Takue 6eJIKM Ha3BIBAIOT 6HYMPEHHUMU WJIN, COOTBETCTBEHHO, He-
wHumu (MHOTAA Te M APyTue Ha3bIBaIOT IMOJYUHTeTpadbHbIMU). Heko-
TOophie OesKky (OOBIYHO TTePEeHOCUMbIEe Uepe3 MeMOpaHy U BpeMeHHO Ha-
XOIAINECS B Helf) MOTYT JIeKaTh MeXKAY (MOCHONUIUIHBIMUA CIOAMU.

KoHIibI 6eIKOBBIX MOJIEKYJI, OOpallleHHbIe B OKOJIOMEeMOPaHHOe IIPO-
CTPAHCTBO, MOT'YT CBS3LIBATHLCA C PA3JIUYHLIMU BeIeCTBaAMU, HAXOMA-
IUMUCA B 9TOM HpocTpaHcTBe. [loaToMy mMHTerpasibHbIe OEJIKM UTPAIOT
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14

Puc. 6. OcHoBHble cmpyKmypbl XUBOMHOU KIemKu:
1 — agpaHynsapHas (enadkas) saHOoMNasMamuyeckass cems, 2 — 2lUKOKanukc; 3 — yumonemma;
4 — kopmukanbHbIl crol yumonna3dmbl; 2+3+4 = 108epXHOCMHbIU KOMIMIEKC KAemKU;
5 — NUHOUUMO3HbIe My3bipbKU; 6 — MUMOXOHOPUS, 7 — MPOMEXYMOYHbIe hunameHmsl;
8 — cekpemopHbie epaHynbl; 9 — ebl0eneHue cekpema; 10 — komnnekc Fonbdxu;
11 — mpaHcrniopmHble ny3bipbku; 12 — nuzocomel; 13 — gpazocoma; 14 — ce0b600HbIe pubocombIl;
15 — nonupubocoma; 16 — epaHynspHas aHoonnasmamudeckas cemsb; 17 — okaliMieHHbIU ry-
3bipek; 18 — sa0pbiwko; 19 — ad0epHas namuHa; 20 — nepuHyKneapHoe npocmpaHcmeo, o2paHu-
YeHHOe HapyXHol u eHympeHHel membpaHamu Kapuomeku; 21 — xpomamuH;, 22 — nopoebitl
Komrinekce; 23 — KrnemoyHbil yeHmp, 24 — Mukpompyboyka,; 25 — nepokcucoma

0OJIBIIIYIO POJIb B OPTaHU3AIlUM TPaHCMeMOpaHHBIX IIpoiteccoB. C mo-
JYUHTETrpPaJbHBIMU OeJIKaMu BceTZa CBA3AaHBI MOJIEKYJbI, OCYIIECTB-
JISIIOIIe BOCIIPUATHE CUTHAJIOB U3 Cpelabl (MOJIEKYIAPHBIE peyenmo-
pbl) Uau mepegayy CUTHAJOB OT MeMOpaHBI B cpeny. MHorue Gelku
o0samaoT (hepMEeHTATUBHBIMU CBOMCTBAMIU.
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Puc. 7. lNogepxHOCMHbIU KOMITIIEKC:
1 — enukonpomeunbl; 2 — nepughepudeckue benku; 3 — audpogurnbHble 20/108KU ¢hocghonunuoos;
4 — 2udpopobHbie xeocmbl hocchonunudos; 5 — MukpogunameHmsi; 6 — MUKpompy6o4KU;
7 — cybmembpaHHbie benku; 8 — mpaHcmembpaHHbIl (UHmeepanbHbil) 6enok (Mo Xamy u
Kopmaky, ¢ usmeHeHusMu)

Bucioit acuMMeTprUUeH: B KaKJOM MOHOCJIOE PACIIojiaraloTcsA pas-
JUYHBIE JUOUIBI, TIUKOJUIUALI 00HAPYKUBAIOTCSI TOJBKO B HAPYK-
HOM MOHOCJIOE TaK, YTO UX YIJIEBOJHBIE [EIIM HAIPABJICHBI KHAPYIKU.
Mouexkyabl XoJecTepruHA B MeMOpaHaxX syKapuoT JeKaT BO BHYTPEH-
Heil, o0palleHHO! K IIUTOIJIadMe MOJIOBUHe MeMOpaHbl. [TuToxpomsbl
pacmosiararTcsa B Hapy»KHOM MoHoc0e, a ATP-cunTeTassl — Ha BHYT-
peHHell cTopoHe MeMOpaHEI.

ITomo6HO MunuAaM, OeJIKU TaKiKe CIIOCOOHBI K JlaTepaJabHON aud-
¢bysun, 0OJHAKO CKOPOCTH €e MEHbIle, YeM y JUIUIHBIX MOJIEKYJI.
IIepexon M3 OJHOTO MOHOCJIOA B APYro¥M MpakTUYEeCKH HEBO3MOIKEH.

KoHIleHTpalus BelecTB, B YACTHOCTH HMOHOB, IO 00€ CTOPOHBI
MeMOpaHBI He ofuHaKoBa. I10aTOMy KasKkAasa CTOPOHA HECET CBOI DJIEK-
TPpUUECKUN 3apAn. Pasmnunusa B KOHIEHTPAIIUY MOHOB CO3JAIOT COOT-
BETCTBEHHO ¥ PA3HOCTh JJIEKTPUUECKUX IMOTEHIIMAJIOB.

IToBepxHOCTHBIH KOMILIEKC (cM. puc. 7) obecmeuymBaeT B3au-
MoOJelicTBMEe KJEeTKU C OKpy:Kallleill ee cpefoil. B cBs3u ¢ aTUM OH
BBITIOJIHAET CJAEYIONIe OCHOBHBIE (ZYHKIINU: PAa3TPaHUYUTEIbHYIO (0a-
PBEPHYIO), TPAHCIIOPTHYIO, PEITETITOPHYIO (BOCIIPUATIE CUTHAJIOB 13 BHEIII-
Hel O KJIeTKU Cpenbl), a TakKe (GYHKIIMIO mepemaum mHbopMalum,
BOCIIPHUHSATON PeIenTopaMu, INTy0OKUM CTPYKTYpPaM I[ATOILIA3MBIL.

OcHOBOII ITOBEPXHOCTHOTO KOMILJIEKCa SABJSETCA OMoJIoTUYecKas
MeMOpaHa, HasblBaeMas HAPYsKHOM KJETOYHOW MeMOpaHoil (MHade —
nuroaemmoit). Ee Toamuua okoso 10 HM, TaK UTO B CBETOBOM
MHUKpOCKoIe oHa HepasauuuMa. O CTPOeHUU U POJU OMOJOTHUUECKUX
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MeMOpaH KaK TaKOBBIX CKasaHO paHee, ITUTOJIeMMa Ke obecleunBa-
€T, B IEePBYIO OUepelb, PasTPAHUUUTENbHYI0 (YHKIIUIO IO OTHOIIE-
HUIO K BHENIHEeH AJA KJIEeTKHU cpene. KEcTecTBeHHO, OHA BBIOJHAET
IpU ATOM U Apyrue GYHKIUU: TPAHCIOPTHYIO M PEIeNTOpPHYIo (Boc-
OPUATUA CUTHAJIOB M3 BHEIIHEH NI KJETKU cpenbl). IluTonemma,
TakuM 00pa3oM, obecleurBaeT IMOBEPXHOCTHBIE CBOMCTBA KJIETKH.

BenKu oCyIecTBIAIOT OOJBINYI0 YAaCTh MEeMOPAHHBIX (DYHKITHI:
MHOTHE U3 HUX ABJAIOTCA PELEITOpaMu, Apyrue — epMeHTaMu, Tpe-
TbU — TepeHocumKamu. [Iogo0Ho JunugaM, 0eJIKU TaKKe CIIOCOOHBI
K JaTepajbHOU auddysun, oOJHAKO CKOPOCTh €e MEeHbIIAasa, YeM Y JIU-
nugHbIX MoJieKyJ. Ilepexon mosieKkyJs GesKa M3 OSHOTO MOHOCJIOA B
APYro#l mpakTUYeCK! HeBO3MOXKeH. TaK KaK B KasKJJOM MOHOCJOE CO-
IepsKaTca cBou Oesiku, Oucisioit acummerpudueH. HecKoJabKO OeJKo-
BBIX MOJIEKYJ MOTYT 00pas3oBaTh KaHaJl, Yepe3 KOTOPBIA IPOXOIAT
OIIpeJieIEHHBIE MOHBI WJIN MOJIEKYJIHL.

OO0Holl u3 6axcHellluXx QYHKYUL NAAIMAMUYLECKOL MeMOPAHbL A6-
agemcs mpancnopm. HanmoMHuM, 4uTO oOpallleHHBIE APYT K APYTY
«XBOCTBI» JINIUAOB 00PasyoT ruAPOMOOHBIH CIIOH, IPENATCTBY IO
IPOHMKHOBEHUIO IOJIAPHBIX BOJOPACTBOPUMBIX MOJeKyJa. Kak mpa-
BUJIO, BHYTPEHHAA IUTOILJIa3MATUYECKAA IIOBEPXHOCTH ITUTOJIEMMBI
HeceT OTPUIlATeJbHBIN 3aps, YTO 00JeryaeT NPOHUKHOBEHUE B KJIET-
KY IIOJIO}KUTEJBbHO 3apsAKeHHBIX MOHOB.

Mausie (18 da) HesapssKeHHbIe MOJEKYJIbI BOABI ObICTPO AuMDYH-
IVPYIOT uepe3 MeMOpaHbI, TaKyKe ObICTPO AUGMGYHAMPYIOT MaJjble II0-
JIAPHBIE MOJIEKYJbl (Hampumep, mouesuHa, CO,, raumeposn), ruapo-
(bobubie mosexyael (O,, N,, 6GeH30J1), KpyIIHbIE HE3aPAKEHHBIE TIOJIAD-
HBbIe MOJIEKYJBI BOOOIIe He CIOCOOHBI AuMOyHAMPOBATH (TJIIOKO03a,
caxaposa). B To jKe BpeMdA uyepes3 IIMTOJIEMMY YKasaHHBLIE BEI[ECTBA
InGOYHIUPYIOT JIETKO O6arogapsa HaJIUYUIO B Hell MeMOpaHHBIX TPaHC-
TMOPTHBIX OEJNKOB, cHenmu(PUUECKUX IJA KaKIOTO XUMUYECKOTO CO-
eTUHEHUSI.

Pasnmuaror ABa THIIA TPAHCHOPTA: NACCUBHBLIL M akmuéHbLil. Ilep-
BRI He TpeOyeT 3aTpaT SHEPTuU, BTOPOIl — 3HEPro3aBUCUMEIH (puc. 8).
ITaccuBHBIN TpaHCHOPT HE3aPAKEHHBIX MOJEKYJ OCYII[ECTBJIAETCS
IO TPAJVEHTy KOHIIEHTPAIlUU, TPAHCIOPT 3aPAKEHHBIX MOJIEKYJ 3a-
BUCHUT OT TIpajueHTa KOoHIeHTpanuu H' um TpamcmemMOpaHHOI pasHo-
CTHU TIOTEHIIUAJIOB, KOTOPhIE O0HeIUHAIOTCA B MPAHCMEMOPAHHDBLI 2pa-
Ouenm H*, unu snexmpoxumuyveckuii npomouHsLit zpaduenm. Kak
MIPaBUJIO, BHYTPEHHAA IIUTOILJIa3MaTUUYecKas MOBEPXHOCTH MeMOpa-
HBI HECET OTPUIATEJbHBIN 3apsl, UTO O0JieryaeT NPOHUKHOBEHUE B
KJIETKY TOJIOMKUTEJIFHO 3apAKEeHHBIX MOHOB.

Huppysusa (ram. diffusio — pacupocrpanenue, pacTeKaHUe) — 3TO
Tepexo]i MOHOB UJIU MOJIEKYJI, BRIBBAHHBIN UX OPOYHOBCKUM JIBUKEHUEM
uyepe3 MeMOpaHbI U3 30HBI, TJle 3TU BEIIeCTBA HAaXOAATCA B 00Jiee BBICO-
KO¥l KOHIIEHTpaIuu, B 30HY ¢ Oojiee HUBKOH KOHIIEHTpaluel o0 Tex

23



COIEPYKAHUE

BBEIEHMIE .. ueneitieitieiieeeeeeteteteneneneeeeeeraeensasnsnsnsasarsssesasasnsnsnsassssssnsasnsnsnsnsnnns
CBOWCTBA XMBOTO ....cuvnenennnns
YPOBHU OpraH13aumm X1Boro .
Knetka ..cceveeneeennenns

KIETOUHAT TEODIIM tuveurieneintennieneeeneeneeeneensesnsesneensesnsensesssenssonsesssonsesnsessesnsenes
IIpoxapuoOTHYeCKHEe U IYKAPUOTUUECKUE KIIETKI +eueuerrererarnenenenesenesasassencnenenenes 12
CTDPOECHUE YKHUBOTHOM KIIETKIL +oveeuutenernsonssensonnesnsesasssssssssnsssssossssassssssasssnssnssnns 18
BHOOTHUECKIE MEMODAHBL «eeuueenreeneenneeneeaneensesneensesnsesssensenssensesnsensesnsansennes 19
PHIOOCOMBI +.vtutineneteneeneneeneaeeneeneaeeneeneeeeneeneasensessnsensossnsensansnsonsnsensensnsnnsnns 30
(053 721 (3 8165 QN 31
HeMEeMOPAHHBIE OPTAHEILIIBL «.veueeneenennsneanseneneansnsssensansnsonsnsensansnsensansnsansnns 36
B B § oo JO PO PPPPP 37

IlesocTHBIE PEAKIUN KJIETKU ..
BuyTpuKIeTOUHBIe GHOXMMUYECKUE PEAKIIUM ..
OCHOBHBIE PeaKI[NN TKAHEBOI'O OOMeEHa...

K UBHEHHBIA HYTh KIETOK cevvvvreereeenennenns ..60
CTpoeHune pacTUTENbHON KJIETKH ... .. 76
I8 72T 1525 81
DOTOCITIHTES «vveunernntenneensesusonusssssssssnsossssssssasssssssssssssssssssssssssnsessssssssnssssns 86
DOTOCUHTETHUECKIE IIUTMEHTBI «uvuuennenernenneneensnssnsensossnsonssensanssensansnsensnns 86
CBeTOBAA CTALUA (DOTOCHIHTEBA +eruveenernsennesnsesassnssssssnssasssnsssnssnsssasssassnssnes 92
TeMHOBAA CTAMMA (DOTOCIIHTEBA «eeuveenernneensennsensesnsosssenssessonsssnsonsssnsssnssnsenns 97
CrpoeHne U QYHKIVOHUPOBAHUE MPOKAPUOTUYUECKOM KIIETKU +uvurernrnrenerneansnnennes 100
MopPHOTOTHA MUKDPOOPTAHMBMOB «euuvenneenueenesnsonssansonsssnssssssssssssssssssssssssnssns 100
DUBUOIOTUST MUAUKDPOOPTAHIIBMOB «veurenneenneenseeneenseenseansensesnsessesnsesssensesnsansens 110
BUPYCBI cevviniiiiiiiiiiiiiii .. 131
TKAHN ©eninieiiniiniiiiiic e 139
OpraHbl, CUCTEMbI U annapaTbl OPraHos .. .. 164
OnNOPHO-ABUTATENBHBIN AMMAPAT t.vuvnrrnrnrnrnentareerernrareeneesesensasassasssesssessasasnsns 165
ITaccuBHAA YACTh OMOPHO-ABUTATEIBHOTO AIIADATA «eeureenneaneenseenseansenssansenneanenn 165
CKEeJIET T €TI0 COEMMHEHTIIS «uueeennneeennneeenneseenneeesnssssnnesesnnsessnssessnssesnnsesnnssenns 168
AKTHBHAA YaCThb OMOPHO-ABUTATEIHHOTO ATIITADATA «veeveenneenneenseanssaneenssansennsannes 184
PaboTocrioCOOHOCTH, PA0OTA, YTOMIIEHME M OTIBIX +eeeereneensareneansensneensansonsnees 194
BHYTPEHHNE OPTAHDI «euvueninininteieinenenttetnererarsneeeeteeansasasnsenenesesnsasnsnsnsnananes 199
TIUIIEBAPUTEIIBHAM CHCTEMA «eeureenreeneenneeneeeneenseensenssenssassenssensensssnsenssensennsanes 200
ITosmocTs skuBOTA. BPIOMINHA U OPIOIIMHHAST ITOJIOCTD teveeereenerenesansonssenssnsssnsannes 241
JBIXATETTBHAT CHUCTEMA «euvenerneanrnrenennsnseneansnssnsassnsnns .. 243
DYHKIUA OBIXaTEJIbHON CUCTEMBI . .. 249
MoyenonoBom annapaT ......cc.eeeeeuenens .. 255
MoueBble OpPraHsl ....... .. 255
ITosroBasi CUCTEMA .eevvvenernnnnnns .. 263
MY KCKUE ITOTIOBBIE OPTAHBI «eeureenneneeaseeneseneenseansenseensesssensesnsesssensensssnsennens 263
JHEHCKUE TIOIOBBIE OPTAHDBI «tuutereenneenesenesssenssansonsssnsssssssssssssssssnssnsssnssnssns 269

B Ko Colen: E2F: Q= 9N (<X - N 274
TAMETOTEHES «.veuvenenrnneneeneenraeeneenransneeneensnnensensansnsensensnssnsensonssssnsonssensnss 274
Oco6eHHOCTU pasBUTUS, POCTA U CTPOEHUS YETIOBEKA .euvenenenrnrneneneneeernenenneenenns 288
CepAEUYHO-COCYMUCTAT CHCTEMA «veunernneeneeeneenseensenseansensssnsessssnssensensesnsennssnsennes 300
K PDOBEHOCHAA CHCTEMA «uvvuuiinerinirnniintsnneensenasessesssssasessssssonsssssssssssssssssnsssnsanas 300
DYHKIIAT CEPIIILA +euueenneeneenneenneaneenssenssassenseensessesssessssssesssenssssssensssnsensesnsns 304
KpoBocHab:xeHUe Teja YesIoBeKa .. .. 307
DYHKIUA COCYIUCTOH CUCTEMBI ... .. 310
JINM@MATHYUECCKAT CHCTEMA .uevureeneeeneenneaneannn .. 313
OpraHbl KPOBETBOPEHWS 1 UMMYHHOW CUCTEMbI . .. 314
KocTHbIiT MO3T ... . 319

THIMYC «eneneeneeneeeneaneaeeneeneneensonsneensssnsonsnsensonsnsensnsnsonsssensonsnsensanenssnsnnensnns 320
JIumpoungHasa TKAaHb CTEHOK OPTaHOB IUIEBAPUTENBHON U JbIXATEIbHON CUCTEM .... 321

1073



JIM@MATHUCCKIIE FBIIBL ¢uuetuneeneeeneenneeneenneenseesseassensenssensenssessesssensesnsenssensennsnns 321
CeneseHka

Hecnemuduueckass COMPOTUBIAEMOCTD OPTAHMBMA «uveeureenseensreneenneenseansennaanns 324
OHIAOKPUHHDBIN @TMIAPAT vuverereneneneeeeraseseneneneeeesesesesenenenensssesesesensssnsnsnsesesenenens 325
Tunodus ..coevvenevnnennnnn. .... 329
IITUTOBUIHAN JKEIIEBA «ueuueueenenneneanenssneanssensanssensossnsensansnssnsanensonsnsensansnssnsnns 329
HAAIIOUEUHIIK .vientiintennieieeenteaneeeseeneeentesncesseesesnsesssesseensesnsessssssesnsssssenssensn 330
IlapamuToBUAHEIE JKEJIE3HI .. .... 330
HIAIITKOBUIHOE TEJO wevvureennnnn. .... 331
TTaHKDPEATHUECKIE OCTPOBKIL tuueeureenreeneenneensenneensesnsenssansennsnns .... 331

Ouddysuasa Heiiposumoxpunnasa cucrema (APUD-cucrema) ... .... 332

TOMEOCTAB uvenriieiieiinieinteneeeneeieeenaeeneeeneesneenseensesnsennsensens .. 332
HepBHas cuctema.. . 333
ITenTrpansuad HepBHaa cucrema (ITHC) 333

CITHHOM MOBT tuvvevininnrnennnnenennenenns .... 333

TOJTOBHOM MOBT veuvnneneeneeneeeneaneaeeneeneneencensnsensonsnsensssnsonsnsensansnsensanensonsnne 335
TIeprepUUECKAT HEPBHAA CHCTEMA .euueurenernenerneensnesnsenssencnssssenssssnsensssensansnes 343
BereratupHas (aBToHOMHAas) HepBHas cucrema (BHC)... ..
OPFAHDBI HYBCTB «eututntntnenerararnenentnteeeesasasnenenssssssssasasnenessssessssasnsssnsnsnsssessnsnsns 351
OPTAH BPDEHII «ueennernneeneraneenseensenseensenssessesssesssensenssensenssensesnsessesnsesssensenssens 352
IIpennBepHO-YIUTKOBBIN Oprad (Oprad Cjiyxa ¥ PaBHOBECUS) .. .... 356
OPTAH OOOHSTHIIT tuveeneeeneenneenesaneenseensenseensesnsensesnsesssensenssens .... 359
Opran BKyca . .... 360
KoiKa covvviiiiiiiiiiiiiiiiiiiiiiiennes .... 361

DYHKIUN HEPBHOH CHUCTEMEI .. 362

PUTMBI MO3Ta ..coevvnnennnnn 370

CoH u GompcCTBOBaHUE..... 371
CosHaHve U MBIIILJICHUE . 373
Hayuenwve u namars ..... ... 374
MoTuBanum 1 35MOIMHA ...... .... 381
WHTENIeKT U TBOPUYECTRO .. .... 383
) 0} :1=Y () 7 < SN 385
Oco0eHHOCTH BBICIIIEH HEPBHOMN NESATEIBHOCTU UYEMOBEKA +uveverrenrenenneneenennees 386

PacteHus .
HUBIIITE DACTEHIIM «euvenernennrneeneenrneensaesneenssensansnsensansnsensanensansassnsansnssnsansnsnns 390
12703i (0] oJoTeks 5 % SN PPN 391
PasMmHOKeHUE BOJOPOCIIEH .. 401
YepenoBaHUE MOKOMEHUM «ouvrenennnns 404
OKosoruueckue (OPMBI BOAOPOCJIEH . .... 405
3HAYEHUE BOJOPOCTEH vuvvurrrennrnennnnns .... 405
Briciine pacTeHUS .............. .... 407
TKAHU PACTEHUM ..vvvvrvreeneenneenneeneenneanns 410
O6pasoBaresibHbIE TKAHU (MEPUCTEMBI) .... 410
TTOKPOBHBIE TKAHM «uvvureenreeneeaneaneennens .... 413
ITapeaxuma .......... 417
MexaHWYyecKue TKaHU ... 418
BoigenuTenbHbIE TKAHU . .. 421
TTPOBOIAIIIIIE THAHIL «euveunernneenseensonsesnsesassssssssssssenssssssnsssnssssssasessssssssssns 424
OPTAHBL DACTEHIII «euveeneeneenneeneenneenseeneenssensesseensesnsensesssesseensesssensesnsenseansns 431

Kopensn

8 o=
CTEOBIID +veuvenernenerneanreeneansneensanensensonensensesensensnssnsonsnssnsonsnsensssnsonsnnes 449
ITouka .. ... 457
JIACT evvvninnnnennnns .... 459
OTZEST MOXOOOPABHBIE «vuvereeneenennanenns ... 472
JKu3HEeHHBIN ITUKJ MOX000pPa3HBIX ... 473
OTmen manmopoOTHUKOOOPA3HBIE.......... .... 478
Kiacc nanmopoTHUKOBUIHBIE .. 480

1074



A0 F: TTU 1 1 P20 T2 (03237114 43 (= RPN 486

Kiacc KIMHOMMCTOBUAHBIC, UM UYJICHUCTHIE . ... 494
CEMEHHBIE DACTEHUS +uveuerneerrneaneansneansanensnnsnns .... 501
OTpgen romoceMeHHBIE ... . 503

KJIaCC XBOMHBIE «uvuvrrenrerneenrnnenennsnenenns . 506
OT/[es1 IOKPBHITOCEMEHHBIE, UJIM ITBETKOBBIC «euueeuutenerenteneeensenseensosnsessssnsenssans 518

LIIBETOK uvvnuiineiiniiiniieiineiintiietieeinetiateietenesenessscenscenesssssnsssnssonssnnconsennes

OKOJIOI[BETHUK . vee

GBI veentenneeneeeneeneeeneeaneenseeneenseonsesneensesnsensesnsonssensoossonsesnsessesnsesnesnsenns

8 I (e Y

BereraTuBHOEe pa3MHOKEHUE IIBETKOBBIX . 581

Knaccupuranusa MOKPHITOCEMEHHBIX ...... .... 593

() LoT PP U PPN 596
IKrosiornueckue (HopMbl rpuldos .. . 600
Husiue rpulsr .. 602
Beiciue rpulsI .. .... 602
JIMLLI@IHMKM « ettt ettt e s et e s e e e e e e e anes 612
KOMIIOHEHTBI JIMIITATTHIIKA «vtuvernreenernneensennsenessnsosasensssnsonsssnsssssasssnssssssassssnns 612
>KuBoTHblE
IToaapcTBO OJHOKJIETOUHBIE, MU IIPOCTEHIIIHIE teuverreennrenesenssssenesnssonssnnsonsannss 627
THUI CAPKOMACTHITOMODDL «.ueuenntnnrntrnerrnerneesneenssesncessssensssssenssssnssnsssensansnes 631
KJ1acC CAPKOMOBBIE .evvvuvrnrenenrneenennenennnnns 631
Kracc KIyTUKOHOCIIBI, WJIN YKI'yTUKOBEIE .. 634
Ilogkaacc pacTUTENbHBIE KTYTUKOHOCIIHI .. .... 637
Ilogkaace »KUBOTHBIE JKTYTUKOHOCIHI ....... ... 637
THUn CIOPOBUKH ...... .... 640
Knacc rperapuHst .............. .... 640
KIaCC KOKITUIEOODABHBIE «euutenreeneenneeneenueensesneonssensonssonsesnsossesasessssnsenns 641

Tun KHUZOCIOPUANU
Tun Mukpocnopuguu

Tun UHOYS0PUU, WU PDECHUUHBIE ..ueeureenereneenseeneenneensesneenseensesssensenssensennens 650
K1acc PECHUYUHBIE MHMYBODII «uvuuennenerneeneneeneansaeeneansnsansansnsansanenssnsassnsnns 650
Kaacc cocymue nadysopun .... 655

IToxmapcTBO MHOTOKJIETOUHBIE ..... . 656

Teopuu TPOUCXOKIEHUSA MHOTOKJIETOUYHBIX OPTraHU3MOB .. 656

THUI KUIIEUHOIIOIOCTHBIE «ueuvrrennenerneensnnsneensrensansasansnns ... 657
KJIACC THUMPOTITHBIE «veuvnreneeneeneaeeneaneaneneeneaseneessasencosssessansnsansanenssnsnssnsnns 659
Kacce CHUGMOUIHBIE MEMYBBI «uueeuneeneerneeneeeneenseenssansonseonsessesnsesnsessesssenssnns 666
KJIaCC KOPAJIIIOBBIE ITOJIHIIIBI «uueenseeneenneenneeneenseenssansenssensensssnsennsensennsensenns 668

THUI TTOCKUIE UEPBU «euvverneeneenneenesenssnesenssnnees 670
Kiacc pecHUuHBIE UePBU, WU TYPOEIIAPUHA . .... 673
KJIACC COCATIBIIIMKI v tureeneenneenneeneeeseenseesssseesssessenseessenssessenssessesssensenssnns 678
KJIaCC JTIEHTOUHBIE UEDBI «euueenreneenneeneenneenseeneenssenseassonsesnsensesnsessssnsenssans 685

Tun Kpyribie 4epBU
Kiacc COOCTBEHHO KPYTJIBIE UEDBIL «euvenreerneeneeaneonssensoassonssansossesnsessssnsenns 700

THII KOTBUATBIE UEPBH «euvenneenneenneeneenseenseassenssensensesssenssessessssnseensenssensennens 713

IToaTumn GecmosiCKOBBIE ........ 716
Kiacc MHOrOIIETHHKOBBIE ... ... 716

TIOATUII MOACKOBBIE .evvvvvennnnn. . 722
Kiacc maiomeTnHKOBEIE .. 722
Knacc nusaBkm .... 728

Tun 4JIeHUCTOHOTHE ......... ... 731

TTOATHIT SKAOPOMBIIITAIIIIIC «.uueensenneenneenneenesneenseansenseensensesneesnsensssnsenssensennens 735
KJIACC PAKOOOPABHBIE .euvrurnreneeneenenreneensareneanssensensnsensonsnsensansnsensanensansnes 735

ITogTun TpaxeiiHbie
Knacc HacekoMbie
TIOATHII XEITHITEPOBBIE «euuennrenueenueeneennsenssansonssensossesassssssssesassssssnssssssnssnnsns 764
KJIaCC MAYKOOODABHBIE .uvveuerneeneeeneenneaneenaeeneeansenssensenssensenneensesnseseensenns 764




THIT MOJIITIOCKTL «ueuuenrenennsnesneensnesnsansesensonsssensonsnsenssessonsnssnsanssssnsassnsensnsnns 773

Knacc 6proxonorue . . 774
Knacc miacruruarokabepHble, WIN JBYCTBOPYATHIE . ceeaenes
W01 P-Te B8 o (0): 10} 103 i (= SN N

B8 76 8007 01 (0] 3.5 £ N
IToaTun MO3BOHOUYHBIE, MJIN YEPEIIHEIE
Knacc xpsiesbie pbIOHI....
Kacc KOCTHBIE DPBIOBI vevevvveenneeneennsns
Kiacc semHOBOAHBIEe, Wiu aMpubum
Knacc npecMbIKAIOINECH, MU DEIITHIIVI «ueeureeneeeneenssenssensenseensessesnsesnsanes 863
KIaCC ITHUIIBI cevevirreeiieeniieeeeineennnnenns
Kaace miuexonuraromue ...
TEHETUKA cuevvnviernnninineneeneennns
HaciencTBeHHOCTS ... .
BsaumopeiicTBre aslIebHBIX T'€HOB ....
BsaumopeiicTBrue HeaIeIbHBIX T'€HOB

XPpOMOCOMHAS TEOPUA HACTHEHCTBEHHOCTIL +uveenrrenerneenseensensesnssssssssssnsensssnsons 942
VIBMEHUIMIBOCTD uvuennennrneeneanseeneenconsssnsensnsnsensansnsensonsnssnsonsonssssnsensssnsansnnss 953
HenacnencrBenHas (eHoTHUIMUECKAsA, WX MOAU(MUKAIIUOHHAS) U3MEHYUBOCTD ... 954
HaciencrBeHHAA (T€HOTUIINYECKAT) UBMEHUMBOCTD +eeueeeneenneeneenneenseansennsanenns 959
KOMOMHATUBHAS MBMEHUMBOCTD «uvvenreneenereneanenensansassnsessnsensonssensonensanss 959
MyTamMOHHAST MBMEHUMBOCTD «euvteneeeneenneensenneensesnaenssenssansenseensensesnssssennes 960
CENEKUMS vurrenenenenenenennanenenenenns . .. 978

CeleKniusl pacTeHU ....
CeneK1usA KUBOTHBIX ..

BuoTtexHomnorus ...........
Ssonoumns ........
Muxkpoassosonusa
IIpeanochbliKkY (9/ieMEeHTaPHBIE (DAKTOPDHI) 9BOJIIOIIHM «ovveeneeneenneensenneennsanases 1002
Bopnba 3a cyiecTBoBanme 1006
ECTECTBEHHBIM OTOOD ¢uvverrrenerrnieneraneeneenncennenns 1010
Apanranyu (mpucnocobyieHNuA) U afanTanuoreHes . ... 1017
OTHOCUTEIbHAS 1[eJ1eCO00PABHOCTD AMATITAIIMM «veuvrnrenennrnreneensanenenneansnnnns 1020
KDPUTEPUN U TIPUBHAKK BUIJIA +eveenreenereneenseencennssnsesssessssssenssassossesnsessesnssnns 1021
Bumoo0pa3oBaHUe ................. .. .... 1022
MaKpPOIBOTIOIMS «ouveennnnnns . . ... 1024
HamnpaBiIeHUA 9BOMIOIIHI «eeureeneeeneenneeneeaneensenneannn 1026
Buosornyeckuii mporpecc u OMOJOTMYECKUN perpece ... 1028
OCHOBHBIE 3aKOHOMEDHOCTH 9BOJIIOIIHM «euveenreeneraneennnn .... 1029
JIOKABaTEIBCTBA OBOIIOIITIF «ueuvenrenennsnrensnsnssnsnsnsensnsssensonsnsensansnssnsansnsns 1031
T'UIIOTEe3BI MPOUCKOKAEHUA IKUBHU HA SEMIIE uveurernerreenssensonnsesssensssnsonnses 1033
PasBuTHE OPraHUUECKOTO MUPA cuveenreeneeaneennnnn .... 1035
ITosmosxeHue yesOBEKA B IPUPOJE . 1036
RO (e p o] 17 BN ... 1044
AOGUOTHYECKIE (DAKTODBL «veueenennenneneanenesneansansnsensanenssnsssensensossnsansnssnsonsnsanses 1045
BHOTHUECKIIE (DAKTODDBL «eurtentrertenterneennerneeneesneesssensesssensesssossesnsessesnssnssensens 1049

PasBuTne skocrucrem
KpyroBopor BeIlecTB ¢ yyacTueM KUBBIX OpPraHu3MoB. Buorenuas
MUTPAIIT ATOMOB «euueennenneenneenssensenseensesnsensesssensesssenssensensesnsessesnsessssnsesnsens 1058
Buocdepa .

EAvHbIN rocyaapCTBEHHbIN 9K3aMeH U pekoMeHOaLMKN MO NOArOTOBKE K HEMY ........ 1065

Cnucok nutepaTtypbl, pEKOMEHAYEeMOW Ansi CaMOCTOATENbHOW NOArOTOBKU
K BCTYNUTENbHOMY 9K3aMeHy Mo B1onorm M EMD......cviviviinniiiiiiiiiinieicanenee, 1072



Yuebnoe uzdarnue

buauu I'adpusas Jlazapesuu
Kpsi:xanosckuit Banepuit AnaToabeBuy

Buosiorusa
A JLST HOCTYIIaIOH.II/IX B BYBBI

OTBeTCTBEeHHBIN pemakTop A. Boposukos
Breinyckatoruit pegaxkrop I'. JIozeurnosa
KoppexTtop E.FO. Buzanosa
Komnbloreprasa Bepctka I1. H. Kypenrosa

dopmar 60x90/16. Ileyars odcerHasa. Ycia. ned. ja. 32,0.
Bymara Tunorpagcrasa. Tupax 3500 sx3. 3axkas Ne



