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JLJ1s1 IBVSKEH VST JIMTIAIOB Yepe3 GUcoin

HeoOXOINM KaTaJIn3 557
Jlunizet v GeJIKU JraTepaabHO

nuhdyHAUpYIOT B 6ucioe 339
COUHTOMUIIUIB! ¥ XOJIECTEPIH 0OBEITHEHBI

B KJIacTepbl — MeMOpaHHbIe PadTh 561

VickpuBieHre u cusiHue MeMOpaH
UTPAIOT KJIOUEBYIO POJIb BO MHOTHX
OUOJIOTUYECKUX TTPOIIEccax 563
Murerpanbible OEIKH ILIa3MaTHYECKOIT
MeMOpPaHbl y4aCTBYIOT B KJIETOYHON
aJire3uu, repeiade CUTHAIOB U IPYTHX
KJIETOYHBIX IIPOIIECCax 566
Kpatkoe cozmep:xanue pazaena 567

11.3. TpaHcnopT BewecTs Yepe3 meMopaHbl 567
Tpamncopr MoKeT ObITh IACCUBHBIM
WA aKTUBHBIM 569
Crpoenuie TpaHCTIOPTEPOB M MOHHBIX KAHAIOB
CXOZIHO, HO JIEHCTBYIOT OHU

10 Pa3HBIM MEXaHM3MaM 370
B apurpormTax TpaHCIopTep K035l
OIOCPEIYeT MACCUBHBII TPAHCIIOPT 571

Xnopug-6ukap6oHaTHBII OOMEHHHUK
KaTaIU3UPYeT 3JIEKTPOHEHTPaIbHbI
KOTPAHCIIOPT AHUOHOB Yepe3
MIA3MATHYECKYI0 MeMOPaHy S74
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WJIN 9JIEKTPOXUMUYECKOTO TPaIieHTA 576
ATPa3zbl P-Tuma B KaTaJIMTUYECKOM LIUKJIE

nozBepraioTcst hochopUINPOBAHUIO 579
ATPa3zwr V-tuna u F-tumna — sro

ATP-3aBucumbie TPOTOHHbIE HACOCHI 582

ABC-rpancnoprepst ucrnosibdyior ATP
IS 06ecTieYeHnsT aKTHBHOTO TPAHCIOPTA
MHOKeCTBa CyOCTPaTOB 384
HMonoanenue 11-2. Meauuuna. [edexr
HOHHBIX KAaHAJIOB IPU KUCTO3HOM

Judpose 586
WonHbIe rpaueHThl 06eceynBaioT SHepTruei
BTOPUYHBIN aKTUBHBIN TPAHCIIOPT 588

AxBanopuHbl 06pasyroT ruApoGUIbHbIE
TpaHcMeMOpaHHbIe KaHaJIbI ISt TIepeHoca
BOJIBI 592
Mon-ceeKTUBHbIE KaHAJBI JIeJal0T
BO3MOJKHBIM OBICTPOE TIEpeMeIeHIe HOHOB

yepes MeMOpaHbI 595
PaboTy MOHHOTO KaHasa MOKHO U3y4aTh,

WU3MEPSIST AJIEKTPUIECKIE TTapaMeTPhI 596
Crpykrypa K*-kanasa packpbiBaet

OCHOBY €T0 CHeNn(PUIHOCTH 597

[ToTeHIMAI3aBUCHMbIEe HOHHbIE KAHAJIbI

UTPAIOT KJIIOYEBYIO POJIb B paboTe

HEpOHOB 599
JledexTHble HOHHBIE KaHAJIBI MOTYT IPUBOIUTD

K HeGTAronpUSATHBIM (DU3HOIOTHIECKIM

MOCTIE/ICTBUAM 602
Kpartkoe conep:kanue pasjieina 603
KioueBbie TepMIHBI 604
Bormpocsl u 3amaun 605
buoxumus B uHTEpHETE 608
Anann3 sKcTIepuMeHTaTbHbBIX TAHHBIX 609
12 buocurHanusaums 611
12.1. 06wwue cBOICTBA CUCTEM Nepeaaun

CUrHanoB 611
Kpartkoe conep:kanue pasjaena 615

12.2. PeuenTopbl, conpsixeHHble ¢ G-6enkamu,
U BTOPUYHbIE MeCCeH/Kepbl 615
CucreMa -apeHepruIecKoro perenTopa
(DYHKITMOHUPYET € yIaCTHEM BTOPHYHOTO
Meccenkepa cAMP 616
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Ionosnenue 12-1. G-6enxu: aBa

MOJIEKYJISIPHBIX MePeKII0YaTeNs

B OpraHu3Me 3/[0POBOTO

1 00JILHOTO YeJIoBeKa 620
Cy1mecTByeT HeCKOJIbKO MEXaHU3MOB

3aBepIIeHU B-aIpeHeprudeckoro oteeta 623
JleceHcnGumsanyst B-aApeHepruaeckoro

perenTopa MPOUCXO/IUT B Pe3yJIbraTe

hochopunupoBaHus MK CBSI3bIBAHUS

C apPECTHHOM 625
[Muxmmaeckwiit AMP neficTByeT Kak

BTOPUYHBIN MECCEH/IKEP /IS HEKOTOPbIX

PEryJIATOPHBIX MOJIEKYJT 627
Hononnenne 12-2. Meroasl. FRET:

Buoxumus, KOTOPYI0 MOKHO YBHIETh

B JKHBOU KJIETKE 630
Jumatnunrauiiepus, mHO3UTOATpUChOCHAT

u Ca?* caryRat BTOPUYHBIMU

MecCeH/KepaMu 632
WNombl Kasibiust CIIy;KaT BTOPUYHBIM

MECCEH/IKEPOM JIJISI MHOTHX

CUTHAJIBHBIX ITyTel 633
Kpartkoe coaep:kanue paszaeia 635

12.3. GPCR B npoueccax 3peHus,

000HAHMA U BKYCa 637
B r1a3y mo3BOHOUYHBIX pabOTaeT KIACCHIECKUI
Mmexannsm GPCR 637

OO6OHSHIE 1 BKYC Y TO3BOHOYHBIX OCHOBAHBDI
Ha CUTHAJIbHBIX ME€XaHU3MaX, HOZ[O6HBIX
MeXaHU3MaM 3PUTENTbHOM CHCTEMBI 639
Jlononnenue 12-3. Meaununa. IBeroBas
caenora (HapylieHHOe I[BETOBOCIPUSITHE ):
[oxoH /lanbToH crijlaHUpPOBaJ 9KCIEePUMEHT,
KOTOPbIii ObLI 3aBepiieH 0oJjiee yeM uyepes

CTOJIETHE TIOCJIE €TO CMePTH 640
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Kpatkoe coaep:kanue pasaeia 643
12.4. PeuenTopHble TUPO3UHKNHA3I 644

CTuMy 1St THCYJIMHOBOTO pelienTopa
3aITyCKaeT KacKaJl peakinit
dhochopunupoBanst GeNTKOB 644

Mewm6Gpannbiii hochomunug PIP; paboraer
B OJIHOI M3 BETBEN Mepesiaun CUTHaIA

WHCYJINHA 647
CurHasbHbBIE CUCTEMBI CBSI3AHBI
MEKLY cOOO0M CIOKHBIM 00pasoM 649

Kpatkoe coaep:kanue paszaena 650

12.5. PeuentopHble ryaHunaTuuknassl,
cGMP u npotenHkuHasza G 651
Kpartkoe conep:kanue pazaena 653

12.6. MynbTMBaneHTHble afanTepHble 6enku
U MeMbpaHHble padiTbl 653
benkoBrie MOAYJIN Y3HAIOT YHaCTKHU
OEJIKOB-IIAPTHEPOB, B COCTABE KOTOPHIX
ecThb (pochopuImpoBaHHbIE OCTATKH
Tyr, Ser umm Thr, u cBsi3biBatoTest ¢ HuMu 653
MemOpantbie pabThl K KaBEOJIbI MOTYT

060c06IATh CUTHAJIbHBIE OEJIKH 657
Kpartkoe coaep:kanue pasaena 657
12.7. Perynupyembie MOHHbIE KaHanbl 658

B nepezaue a/1eKTpUYECKIX CUTHAJIOB

B BO30Y/IMMbIX KJIETKAX IJIABHYIO POJIb

WTPATOT MOHHBIE KAHAJIBI 658
[Torentnan3aBucuMble HOHHbBIE KAaHAIBI

CO371aI0T MOTEHIINAJIBI ICHCTBUS

B HelipoHax 659
Heiiponsl coziepskat perenTopHble KaHaJb,

KOTOPBIE OTBEYAIOT HA JIEHCTBIE PA3JIMIHbBIX

HEHpPOMeZINaTOPOB 661
ToxkcuHbI EHCTBYIOT HA MOHHbBIE KAHAIBI 661
Kpatkoe conep:kanue pasaeina 661

12.8. Perynauua TpaHCKpUNLWUU rOpMOHAMMU,

B3aUMOAENUCTBYIOLLUMM
C AfepHbIMU peuenTopamu 662
Kpartkoe conep:kanue pasiena 663

12.9. CurHanu3auma y MUKpOOpraHM3MoB

W pacTeHui 663
Curnanusanus y 6GakTepuil BKIIOYaeT
dochopunuposanue
B JIBYXKOMIIOHEHTHOI1 crcTeMe 664

CurnanabHble CICTEMBI PACTEHUI COep:RaT
KOMIIOHEHTBI CUTHAJIBHBIX CUCTEM
MUKPOOPTaHN3MOB 1 MJIIEKOITUTAIONIAX 665

Kpatkoe conep:kanue pasaeia 666

12.10. Perynauua KneToyHoro yuKna
NpoTeUHKUHa3aMu 666

KireTounbIil UK COCTOUT M3 YeThIpex cTagnii 666
YpoBeHD IUKJINH3aBUCUMbBIX

MPOTEMHKIHA3 KOJIEOIeTCst 667
CDK peryaupyior KJIeTOUHOe JieieHne TyTeM

dhochopuaMpoBaHus BasKHbIX GEJTKOB 671
Kpartkoe coaep:xkanue pasaena 672



12.11. OHKOreHbl, reHbl ONyXxoNeBbix
Cynpeccopos 1 Nporpammupyemas
rnéenb KneTku 672
OHKOreHbl — 3TO MyTaHTHBIE (POPMbI
reHOB GEJIKOB, PETYIMPYIOUINX
KJICTOYHBIN [TAKJT 673
Hononuenue 12-4. Meaununa. Paspabotka
MPOTHBOOMYXOJIEBBIX JEKAPCTBEHHBIX
IpenapaToB Ha OCHOBE HHTHOUTOPOB
MPOTEMHKHUHA3 673
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YACTb III

[lyTn nepepaun
UH(OpMaL UK

peThsi, 3aKIIOUNTETbHAS, YaCTh KHUTH I10-

CBsIIEHa OMOXMMUYECKUM  MEXaHM3MaM,

JIe)KalUM B OCHOBE SIBHO TIPOTHBOPEYUBBIX
TpebOBaHUil: Tiepeayr HaCJIeJCTBEHHONH WH(OP-
MallUU U 9BOJIIOIUYU KUBBIX OpraHuaMoB. Kakosa
MOJIEKYJISIPHAsT OCHOBA I'€HETUYECKOr0 MaTepua-
aa? Kak renernueckass mHMOpPMAIUI ¢ BBICOKOU
TOYHOCTBIO TIepe/laeTcsl U3 MOKOJIEHUS B TOKOJIe-
Hue? Kak BO3HWKAIOT pelKkie U3MEHEHUS B TeHe-
TUYECKOM MaTepuaje, KOTOpbIe JieXKaT B OCHOBE
IBOJIIONIMOHHBIX TIpotieccoB? Kak TeHeTmueckas
nHGOPMAITUS TIPEBPAITAETCS B AaMIHOKNCIOTHBIE
MTOCJIETOBATETLHOCTH MHOKECTBA CAMBIX Pa3HbIX
GeJIKOB JKUBOW KJIETKU?

CoBpeMeHHOe MOHUMaHue MeTaboJNYECKUX
myTeii mepepayn nHMOpMa chopMUPOBATIOCH
Ha CTbIKE reHeTUKH, (GU3UKU U XUMUU — OCHOB
coBpeMeHHON GuoxuMuu. OHO  BOILIOTHIIOCH
B OTKpBbITHE JBOWHOI CIUPAJIbHONU CTPYKTYPBHI
IHK, noctyaupoBannoii /[xkeliMcom YoTcoHOM U
Opsucucom Kpukom B 1953 1. (em. puc. 8-13, 1. 1).
lenetnyeckas Teopus momorya cHopMUpPOBaThH
KOHIIETITTNIO KOAWpOBaHUd wuHGOpPMAIUU B Te-
Hax. Du3KKa ¢ MOMOIIbIO PEHTTEHOCTPYKTYPHOIO
aHaJTM3a MO3BOJIUIA OMPECTUTh MOJEKYIIPHYIO
CTPYKTYpy TeHa. Xumwus BbisgBusa coctas /JHK.
Ocobas 1eHHOCTh TUTIOTE3bI YoTcoHa—Kpuka 3a-
KJIIOYAETCS B TOM, YTO OHA CMOTJIa 0000IIUTH Pas-
HOOOpasHble HaOJIIOIEHNST, TIOJTyYEeHHBIE B PE3YJIb-
TaTe UCCJENOBAHUN B 9TUX PA3JIUUYHBIX HAYUHBIX
JIUCITUTITTHAX.

24 TeHbl U xpomocombl 7

25 Meta6onusm lHK 45
26 Metabonusm PHK 107
27 Metabonusm 6enka 163

28 Perynauua skcnpeccuu reHos 229

PeBomonins B HammMX MpeJCTaBICHUSAX O
crpykrype /IHK HensbexHo Bbi3Bajia BOIIPOCHI O
ee ynknuax. [[BoitHas crnupasbHas CTPYKTypa
cama Tojickazana mexanuam kommposanus /JHK,
MO3BOJISIONINIT TIepe/IaBaTh U3 TIOKOJIEHUS B TIOKO-
JIeHWEe 3aKOIUPOBaHHYI0 nH(popmaiiuio. OTKpbiTHE
MaTpuuHoi u TpancnopTHoit PHK, a Takxke pac-
mhpoBKA TEHETUIECKOTO KOJA TMO3BOJUIU TIO-
Hath, kak JJHK mpeobpasyercss B HyHKIIMOHATb-
Hble GENKN.

OTU W APyTUE OTKPBITUS TTO3BOJUIN cOp-
MYJHUPOBATh OCHOBHYIO JIOTMY MOJIEKYJISIPHOMN
OUOJIOTHH, OTPAKAIOILYIO TPH TJIABHBIX MPOIEcca
06paboTKK TeHeTHYECKOH MH(POPMAIMU B KJIETKE.
[TepBbIit mporiecc — pemnIMKaIis — KOMUPOBaHIE
poaurenbckoil [THK u obpasoBanue Ha OCHOBe
matepunckoil JIHK wmonexyabr mouepneit JJTHK
C WJIEHTUYHOW IOCJTIeI0BAaTENbHOCThIO. BTOpon
MpoIlecC — TPAHCKPUIIIIUS, B Pe3yJibraTe KOTOPO-
TO 4acTh TeHeTUYEeCKOW MHQOPMAINHU, 3aKOIUPO-
BanHoi B JIHK, mpespamtaercs B monexyasr PHK.
Tpetnii mpoiiecc — TpaHCAAIUd, TPU KOTOPOM
reHeTndeckas WHGPOPMAIN, 3aKOAUPOBAHHASI B
PHK, nieperocurcst Ha puGOCOMBI, IJie TPaHCAUPY-
eTcd B TIOJUTIENTH]] C OTIPE/IETIEHHOI TTOCTIe0Ba-
TEIbHOCTHIO AMIUHOKHCJIOT.

Buacru 11 06cysk1atoTces 91U 1 IpyTrue IMporiec-
Cbl, CBsI3aHHbIE C Tlepenaveii nudopmaimu. B ri. 24
MBI PACCMOTPUM CTPYKTYPY, TOIOJIOTUIO 1 YIIAKOBKY
xpoMocoM u reHoB. [Iporieccsl, Jiexkaiue B 0CHOBe
JIOTMBI, PACCMATPUBAIOTCS B TJ1. 25—27. B 3aksove-
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Pennukamnms JIHK

Tpanckpumnims

A
PHK

Tpancasanus

Y

Benok
OcHoBHas KoHUemus (L0rMa) MONEKYLAPHOI 61LON0rNY, KO-
TOpas 00bACHAET IMaBHbIE META60ANYECKNe Y TU TTepefayn
nHGOPMaLUN — PEIInKaLNIo, TPAHCKPUTILNIO W TPAHCAA-
1mto. [OBOPUTb, UTO 3TO «AOTMaY, HE COBCEM BEPHO. Bezb 3Ta
KOHLEMMA KaK Aorma 6sua mpepnoxena dpsxcucom Kpu-
KOM, KOrZia OBUIO Majno J0Ka3aTeslbCTB, MOATBEPKAAIOMMUX
BLIIBUHYTHIE WEN, TI03)Ke CTABLIME XOPOLIO 060CHOBAHHO
TeOpUeit.

HUE MbI PACCMOTPUM TIPOIECC PETYJISIIUU SKCIIPeC-
CUU reHeTHyecKoii mHpopMmaiuu (cM. TJ1. 28).
Baskreiinmii  Bopoc, 0O6CYKIAIOMMNACST  BO
BCEX ATHUX IJIaBaX, KACAETCSl CJOXKHBIX MPOIECCOB
O6uocuHTe3a MHMOOPMAIIMOHHBIX MaKPOMOJIEKYJI.
C6opka HYKJICOTHIOB ¥ aMUHOKKCJIOT B OIIpeIe-
JIEHHbBIE TIOCJIE0BATENbHOCTH HYKJIENHOBBIX KHC-
JIOT 1 OEJIKOB CJIYKUT JJISI COXPAHEHUsT ¥ TOYHOTO
KOIIMPOBAHUS MATPUIIbL, & BE/[b HA TOM OCHOBaHA
cama ku3Hb. MOKHO IIOAyMaTh, 4TO 00pasoBa-
nne pochoauacpupnbix cpgaseir B JAHK wmm mern-
TUIHBIX CBsA3eil B Oejikax — TpUBHMAJbHas 3a/a-
Ya JUUIsT KJIETOK, OOJIalaloniuX IeJIbIM apceHaIoM
(bepMEHTATUBHBIX U XUMUYECKUX UHCTPYMEHTOB,
omucanHbix B yactu [1. OHako, 4T0ObI y4ecTb Me-
XaHU3MbI COXPaHEHUs U Tepefadyn WH(POpPMaIUH,
HaM TPUJETCS 3HAYUTEIBHO PACIIUPUTH CUCTEMY
HAIUX B3JISIOB, C(HOPMYJIUPOBAHHYIO HAa OCHO-
Be aHaJM3a MeTaboMYecKuX myTeil. XuMudecKue
CBSI3W JIOJKHBI BO3HUKATH MEXKIY KOHKDEMHbIMU
cyObeauHrIaMi MHMOPMAIIMOHHBIX OHOMOJIIMe-
POB ¢ MUHUMAJIbHOW BEPOSITHOCTDHIO TIOSIBJIEHUST 1
3aKperieHnst onmOoK. 1o TpeboBaHKUe OKa3bIBa-
€T OYeHb Cephe3HOe BJIMSIHUE HA TEPMOIUHAMUKY,
XUMWIO ¥ 9H3UMOJIOTHIO ITPOIECCOB OMOCHHTE3A.
O6pasoBaH¥e MENTHIHOM CBSI3U TPEOYET 3aTpaThl

sHepruu, mpuMepHo paBHoit 21 k/[:x/Moub, 1 MO-
JKET MPOUCXOJIUTH C YUACTHEM OTHOCUTEIBHO MPO-
cThIX (DEPMEHTOB, BBICTYIAIONIMX B KayecTBe Ka-
Tasm3aTopoB. Ho 1yist 060pa3oBaHusT CBSI3U MEKILY
JIBYMsI OIPEJIeJIEHHBIMI aMUHOKUCJIOTaMU B KOH-
KPETHOMN TOUKe MOJTUIENTHAA TPeOYeTCst TPUMEPHO
125 k/lx/Mouib, IprUeM B 3TOM IIpoliecce 3ajieli-
crBoBano Oosee 200 depmentos, mosekyn PHK
u crerduyeckux 6eJKoB. XUMUYECKHI TTPOTIECC
00pa3oBaHuUs TENTUIHON CBSI3U TOT JK€ CaMBbIi, HO
3/1€Ch TTO/IKJIIOYAIOTCS JIOTIOJTHUTETbHBIE TIPOIECCH,
rapaHTUpYyIole 00pa3oBaHue 3TOW CBSI3U CTPOTO
MEKIY OIpeJe/IeHHBIMU aMUHOKUCIOTamMu. H-
(hopmarts cTouT 10pOTO.

Eme omna BakHasg Tema, 3aTparmBaeMasl B
gactu 111, xacaerca aunamMuyeckoro B3anMojen-
CTBHSI MEKIY HYKJIEHMHOBBIMU KUCJOTAMU 1 OeJI-
KaMM. 3a UCKITI0UYEHUEM TeX PEAKUX CIyvaeB, KOT-
JIa B POJIM KaTaJM3aTOPOB BBICTYIIAIOT MOJIEKYJIbI
PHK (ara tema obcyskmaercs B 1. 26 u 27), Me-
TabOJIMYeCKHUE TIPOIECCHI, CBSI3aHHBIE C TIepeaaveit
nHMOpMaINK, KaTaTU3UPYIOTCS U PETYJIUPYIOTCS
Genkamu. VzydeHue aTux (epMEHTOB W JIPYTUX
GEeJIKOB IMEET He TOJIbKO HAyYHOE, HO U TIPUKJIaI-
HO€E 3HAYeHUe, NOCKOJIbKY T103BOJISIET TIPUMEHSITh
UX B TEXHOJIOTHSX, OCHOBAHHBIX Ha PEKOMOMHAHT-
ueix JJTHK (em. rn. 9, 1. 1).

W BHOBbH BO3BpaTUMCSI K TeMe 3BOJIOIUU.
Muorue npoiieccsl, paccMoTpeHnbie B yactu 111,
BO3BHUKJIU MUJITMAP/BI JIET Ha3ajl, a HEKOTOPbIE
MPOCJEKNUBAIOTCS BIUIOTH 10 TOCJIETHETO YHU-
BepcasibHOro 001Iero npeamectsendrka — LUCA
(ot auru. last universal common ancestor). Pubo-
COMBI, MPAKTUYECKU BEChb TPAHCJSIIMOHHBIN ar-
napar U HEKOTOPbIe HJIEMEHTbI TPAHCKPUIIIUOH-
HOTO ariaparta eCTb Y BCEeX JKUBBIX OPraHU3MOB
Ha Hareil mianete. [eHeTndyeckyio nmHOOPMAINIO
MOKHO pacCMaTpPUBATh B KaueCTBE CBOCOOPA3HBIX
MOJIEKYJISIPHBIX YaCOB, KOTOPBIE MTO3BOJIAIOT yCTa-
HOBHUTbH POJICTBEHHbIE OTHOIIEHWS MEX/1Y BU/a-
mit. O6imume uHGOPMAIMOHHbIE TTyTH CBS3bIBAIOT
YyesI0BEKa CO BCEMHU HbBIHE JKUBYIIUMU Ha 3eMJie
OpraHM3MaMH, a TaKKe CO BCeMHU TIPexje Ccylie-
CTBOBaBIIMMHU Bujiamu. VI3yuenue aTux myreii mo-
MOTaeT yYeHBIM MPHUOTKPHITh 3aHABEC B TIEPBOM
aKTe IbeChbl, MOBECTBYIOIIEH O BO3HUKHOBEHWU
JKU3HU HA 3eMJIe.



[eHbl U XpPOMOCOMBI

24.1. 3nemeHTbl XpOMOCOM 7
24,2, (sepxcnupanusauyma QHK 14
24.3. Crpykrtypa xpomocom 27

asmep [HK mnpenmaraer Ham WHTEpECHYIO
6uosiorndeckyio 3arajgky. I10cKoibKy MoJie-
kysbl [THK 00br4HO HAMHOTO [JIHHHEE Kiie-
TOK WJIM BUPYCHBIX YaCTHUI[, KOTOPBIE MX CO/IEPKAT
(puc. 24-1), Bo3HUKaeT BOIPOC: KAK OHU TTOMeIa-
I0TCsI B KJIeTKe uin B Bupyce? UToObr OTBETUTD HA
HETO, CJIeyeT TTepeT OT PACCMOTPEHUS BTOPIY-

0,5 MKM

ot ctpyktypsl IHK (cm. t1. 8, T. 1) K ee yauBu-
TeJIbHOI TPETUYHOU CTPYKTYPE, JIexKalllell B OCHOBe
CTPOEHUST XPOMOCOM — XPAaHUJIUIIA TeHETUIECKOI
nndopmarui. B Havame riaBel MBI PacCMOTPUM
OCHOBHbBIE 9JIEMEHTHI XPOMOCOM, a 3aTEM OCTaHO-
BUMCSI Ha OOCYKIAE€HUN WX pa3Mepa M OpraHu3a-
un. Jlanee mpr obpatumcs k tomosorun JHK u
00CyIMM BapUaHTBI CKPYYHBAHUS ¥ CYTIEPCKPYUH-
BaHUsI MOJIEKYJI. B 3akioueHne Mbl 06Cy MM B3a-
umozeiicrust JIHK ¢ Gesmkamu, criocobeTByonie
KOMIIAKTHON YKJIaJIKe XPOMOCOM.

24.1. 3InemeHTbl XpOMOCOM

Knerounas /IHK conepkut reHbl U MexKreHHbIE
00JIACTH; 1 T€ U JIPYTHE MOTYT BBITIOJHSTh KU3HEH-
HO BakHble (yHKIMU. Dosee CIOXKHbIE TeHOMBbI,
HAIpUMep TeHOMbI 9YKapHOT, HY/KIAl0TCs B GoJiee
CJTOKHBIX YPOBHSIX OPraHU3aIH XPOMOCOM, 4TO
HPOSIBJISIETCS B UX CTPYKTYPHBIX OCOOEHHOCTSIX.
Mpbl HAauHEM C PaCCMOTPEHUS PA3JIUYHBIX THUIIOB
nocsenoBaterbHOCTed JJHK 1 cTpyKTypHBIX 271€-
MEHTOB XPOMOCOM.

Puc. 24-1. benkoBblil Kancup 6aktepuochara T2 oKpykeH
eAUHCTBEHHOW NnHenHon monekynoit [IHK atoro cara. B
pesyJbrare nM3uca 6akrepuodara B MCTWUIMPOBAHHOW BOLE
ITHK Bblina u3 Karcuzia v paciipocTpalmuiach o oBepXHOCTU
Bontl. HemoBpexnenHas yactuua 6axkrepuodara T2 coctout
13 TOJIOBKM W XBOCTa, C IIOMO11b10 KOTOPOTO bakTepnodar mpu-
KPeIUISeTCA K BHELIHE [TOBEPXHOCTU GAaKTEPUAILHON KieT-
k. Bea JHK, mokasaHHas Ha 3TOM 371eKTPOHHO! MUKPOdOTO-
rpadmun, 065IYHO YIIaKOBaHA BHYTPY FOJIOBKU (ara.
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FeHbl — 3710 yuacTku monekyn IHK,
Koaupylowue noaunentuabl U monekynol PHK

3a mocJieiHee CTOJIETHE Halle TIPe/ICTaBIeHue O
reHax CyIIEeCTBEHHO W3MEHMJIOCh. Pamee TeHOM
Ha3bIBAM yYACTOK XPOMOCOMBI, KOIMPYTIOTTHI
WJTA OTIPEJIEJISIONINI O/IUH PU3HAK, Wi (peHoTH-
nmyecKoe (BUAMMOE) CBONCTBO, HAPUMEP I[BET
rma3. B 1940 r. Jxxopmx bunnt u Daapa Teiitem
MIPEJIOKUIIN  MOJIEKYJIIPHOE OTIpe/ieieHue TeHa.
Yuenbie ob6pabaTbiBanu criopsl rpuda Neurospora
crassa PEeHTTeHOBCKUM WU3JIyYeHUEM W JIPYyTUMHU
areHTaMH, BbI3bIBAIOIIUMU U3MEHEHUS B TIOCJIE0-
Baresproctu JIHK (Myrtamum), n oOHapyKuim my-
TaHTHbBIE IITAMMBI TPHOA, yTPATUBIITIE HEKOTOPHIE
cnenrduyueckne (PepMeHThI, YTO B HEKOTOPBIX CITY-
YasgxX MPUBOUIIO K HAPYIIEHUIO TIeI0T0 MeTab0IH-
yeckoro 1ytu. byt u TeiiteM npunm K BbIBOAY,
YTO T€H — 9TO YYACTOK FeHEeTHYECKOTO MaTepuara,
KOTOPBIN OTIpefiesideT Wi KOAUpyeT onuH (ep-
MeHT. Tak mosBUIaCh THTIOTE3a <O/IMH T€H — OJTHH
depmenr». TlosnHee sta KoHIemust ObLTa pac-
HIMPEHa 10 OIpe/IeJICHNs] <O/HH T€H — OJUH MO-
JMIENTH/T>, TIOCKOJIbKY MHOTHE TeHbl KOAUPYIOT
Gesiku, He ABJISTIONINeECsT pepMeHTaMH, a TTOJUTIET-
THI MOKET OKa3aTbCsl CyObeIMHUIEeH CIT0KHOTO
GEeJIKOBOTO KOMILJIEKCA.

CoBpeMenHOe OUOXUMUYECKOE OTpeiesieHIe
rera eme Gosiee KOHKpeTHO. [eHaMH Ha3bIBAIOT-
ca Bce yuactku [IHK, xomupyromue mepBUYHYIO
MTOCJIe/IOBATEIBHOCTh  KOHEYHBIX IPOAYKTOB, K
KOTOPBIM OTHOcATcd mosunentuasl nian PHK,
obJajiafonyie  CTPYKTYPHOI WM KaTaJuTHye-
ckoii dynknueit. Hapsay ¢ renamu [JHK comep-
KUT W JIPyTUE TOCJEeI0BATETHHOCTH, BBITIOTHS-

dnBapg TeiteMm,
1909-1975

Iopmx Bunn,
1903-1989
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5' 3’ 5’
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Puc. 24-2. CootBeTcTBME (KONWHEAPHOCTb) MeXAY KOAM-
pyowumu yyactkamu AHK, MPHK u amuHokucnotHoit no-
C/1ej0BaTe/IbHOCTbIO  MONMNEeNTUAHOW uenu. Tpurnerst
Hykneorunos B THK ompenensior aMMHOKUCAOTHYIO ITOCIe-
LoBaTeNbHOCTL Genka mpu mocpeparundecrse MPHK. Opna u3
neneit THK urpaer ponb marpuust pna cuuresa MPHK, nHy-
KILeOTU/HbIE TPUIULETI (KOLOHbI) KOTOPOW KOMIUIEMEHTapHbI
tpumeraM JHK. ¥V HeKoTOpbIX HaKTepwii 1 MHOTUX 3YKapuUOT
KOZMpYoLIne TOCef,0BaTeNbHOCTU NPEPHIBAIOTCA HEKORMUDY-
OIMMU yYacTKaMy (Tak Ha3biBaEMBIMU UHTPOHAMM).

OT[Fe UCKJTIOUNTENHHO PETYIATOPHBIE (DYHKITHH.
Perynstopubie  MOCJI€I0BATEIbHOCTH  MOTYT
0603HayaTh HAYaI0 MU KOHEI] F€HOB, BIUATH Ha
TPAHCKPHUTIIINIO VI YKA3bIBATh MECTO MHUTIHATINN
peruiKary uin pekombuaaruu (cum. Tt 28). He-
KOTOpBIE TEHBI MOTYT 3KCIIPECCHPOBATHCS Pa3HbI-
MU Iy TSIMU, TIPU 3TOM OJIH 1 TOT ke yyactok JJHK
CJLYKUT MaTpUIleil 1t 00pa3oBaHusl PasHbIX MIPO-
nyktoB. COOTBETCTBYIOIIME MEXaHU3MbI TPAHC-
KPUIIIIMY U TPAHCISAIUK OIMCAHbI B TJI. 26—28.
Mbl MOkeM NPHOIM3UTENILHO PACCYUTATDH
MUHUMATBHBIN pasMep TeHa, KOJUPYIOIIETO CPel-
Huii 6esok. B 1. 27 mogpobHo pacckasaHo o TOM,



YTO Ka)K[ash aMUHOKHCJIOTA B MOJUIENTUIHON
eI KOJUPYETCsT MOCJAeI0BATEIbHOCTBIO U3 TPEX
HYKJIEOTUZI0B (puc. 24-2); mocienoBaTeIbHOCTH
3TUX TPUTLIIETOB (KOTOHOB) COOTBETCTBYIOT I[ETI0Y-
Ke aMMHOKUCJIOT B MOJIUIIENTH/IE, KOTOPBIA KOIHU-
pyercst jaHHbiM reHoM. [losunentuanast 1enpb u3
350 aMMHOKMUCTOTHBIX OCTaTKOB (IeNb CpeiHei
JUTMHBI) COOTBETCTBYET I0CJIE0BATEIbBHOCTH W3
1050 1. 1. OIHAKO MHOTHE TEHbI 3YKapHUOT U HEKO-
TOpPBIE TEHBI TPOKAPUOT MTPEPBIBAIOTCS CETMEHTAMHU
JTHK, ve Hecyummu nnbopmanuu o Oeske, U 10-
ATOMY OKa3bIBAIOTCS 3HAYUTEJILHO JIJIMHHEE, YeM
[TOKA3bIBAET MPOCTON pacyer.

CKOIBKO TEHOB B OMHOU xpomocome? Xpo-
Mocoma npokapuora Escherichia coli, yeil renom
MOJHOCTBIO paciinpoBaH, MPEACTABISET COOOM
koJeiteByio MoJiekyay JIHK (wa camom mese ato
He TIPAaBWJIBHBIN KPYT, a, CKOpee, TeT/st Oe3 Haya-
Jla ¥ KOHIIA), cocTosinyio u3 4 639 675 1. H. B aToit
MIOCJIE/IOBATEIBHOCT  COJIEPKUTCS  MPUMEPHO
4300 reros 6esKoB 1 erie 157 TeHOB CTPYKTYPHBIX
nin Karanutudeckux mosekya PHK. B renome
YesioBeKa puMepHo 3,1 MJIPJ map HYKJIEOTH/IOB,
cootBercTBytomux moutu 20 000 renam, pacroso-
JKeHHBIM Ha 24 pa3HbIX XPOMOCOMaX.

Monekynol IHK ropaspo pnuHHee Knetok
UNN BUPYCOB, KOTOPbIE UX COAepIKaT

Mousekynsr xpomocomtoii JJHK 06bruHo Ha MHOTO
TTOPSIKOB JVTMHHEE, YeM KJICTKU UJTH BUPYCHbIE Ya-
CTHUIBI, B KOTOPBIX OHU pasmernatorcst (tabir. 24-1;
cM. puc. 24-1). ITo OTHOCUTCS KO BCEM KJaccam
OpPraHU3MOB U K BUPYCAM.

Bupycsel. Bupyco! He MOTYT *KUTb BHE JIPyTOTO Op-
ranusma, BHe xusnecrocobnoii kierku. Ckopee,

24.1.  InemeHTsl xpomocom [ 9]

X MOKHO Ha3BaThb BHYTPUKJIETOUHLIMU TIapas3u-
TaMU, UCTIOJIb3YIOUUMU PECYPCHl KIETKU-XO351-
Ha [IJI1 pa3MHOKeHUd. MHOTHe BUpyCHBIE YacTu-
Bl COCTOSAT TOJIBKO M3 TeHoMa (0OBIYHO OXHOM
mostekysibl PHK wmn [THK), okpyskertoro 6el-
KOBOI 000JI0UKOI.

lernomBbl TOUTH BCceX BUPYCOB PacTeHWH U He-
KOTOPBIX BUPYCOB OGAKTEPHUil U JKUBOTHBIX COCTO-
ar u3 PHK. Takue reHoMbl 06BIYHO HEGOJIBIIOTO
pasmepa. Harpumep, reHOMBI PeTPOBUPYCOB MJTe-
KonuTammunx, Takux kak BUY, coxepxkaT okoJsio
9000 HykJseoTH10B, a bakrepuodar Qf — 4220 wy-
KJICOTH/I0B. [eHOMBI 000MX BUPYCOB TIPEICTABJISIOT
coboii ogrorenoveunyo PHK.

Tenomsr /IHK-comepskanux BUpycoB HAMHOTO
kpynuee (taba. 24-1). Muorue mosekymbr JJHK
BHUPYCOB KaKyIO-TO 9acTh JKU3HEHHOTO ITUKJIA Ha-
XOJATCS B 3aMKHYTOH KOJbIleBoi opme. [Ipu pe-
IJIUKAIIMH BUPYyca B KJIETKE X035IUHA MOTYT TOSIB-
JaThes cnerupmueckre Gopmer Bupycusx JHK,
Ha3bIBaeMble PEIIMKATUBHBIMU (DOPMaMHU; HATIPY-
Mep, MHOTHe JnHeliHbie MostekyJisl JIHK cranossit-
cs1 KOJIbIIEBBIMH, a Bee ofgHotenodeurbie JTHK 06-
pasytor aumepsl. Tunmunbiv JTHK-comep:xammm
BUPYCOM CPEIHEr0 pasmepa SsIBJsieTcst OaKTepro-
dar A, unbunupyomuii E. coli. PenumkaTuBHast
dopma [ITHK dara A BHyTpu KI€TOK TIpeicTaBIeHA
B (dopMe KOJBIEBOH ABYXIIEMOYEYHON CIHPAJIN.
Jlsyxtuenoueunas JJTHK comepsknt 48 502 m. m.,
a JTMHa ee KOHTypa cocTaBiser 17,5 Mxm. Termom
Gakreprodara ¢X174 toxe comepxkur JHK, HO
€To pa3Mep HAMHOTO MEHbIIIE; B BUPYCHOH 4acTH-
e JIHK mpezicraBiena B Bue OMHOIENOYETHON
KOJIBIIEBOI MOJIEKYJIbI, & IBYXIETIOUY€UHAS PEILIu-
katuBHast hopma coiepxkut 5386 1. 1. X0oTst BUpyc-
HbIe TeHOMBI MasteHbkue, aianua ux /JJHK B cotan
pas GoJIblIle, 4eM pasMep CaMUX BUPYCHBIX YACTHIIL,
comepskanux atu mosekyJbl JJHK (tabur. 24-1).

Pasmep BupycHoit

[nvuHa BUpyCcHOMI

J{nuna BUpycHoI

Bupyc JHK, n. u. JHK, um YaCTHIIbI, HM
0X 174 5386 1939 25
T7 39 936 14 377 78
A 48 502 17 460 190
T4 168 889 60 800 210

IIpumeyanune. Pazmep /ITHK ykasan s peruimkatuBHoil (1Byxitenoueynoit) hopmbl. Junny
JHK onenunpau, cuurtasi pasmep mapbl HyKJIe0TUI0B paBHbiM 3,4 A (cm. puc. 8-13, 1. 1).
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Bakrepun. B oxmoit kierxe E. coli comepxur-
cst mpumepro B 100 pas 6ospine THK, yem B ya-
cruie  Gaktepuodara A. XpomocoMa KJIETKH
E. coli npencrasisier co6oil OHYy IBYXIIEIOY€Y-
Hyio xoabileByio Mosexyay /IHK. Oma coctout
u3 4 641 652 1. H. ¥ OCTUTAET B [JINHY [TPUMEP-

HO 1,7 MM, UTO TIPEBBINIAET JIJTMHY CAMOU KJIETKH
E. coli npubmsurensro B 850 pas (puc. 24-3). ITo-
MHUMO KPYIHOHN KOJIBI[EBOH XPOMOCOMBI B COCTaBe
HYKJICOH/Ia MHOTHE OaKTEePUU COAEPKAT OAHY WIIN
HECKOJIBKO MaJIeHbKUX KOJbIIeBBIX MoJieKy JJTHK,
CBOOOJIHO PACIOMATAIONINXCS B 1UTO301€. Takme

Puc. 24-3. Knetka 6aktepuu u ee IHK. Innna xpomocomst E. coli, u3obpaxeHHom
B IMHeNHO GopMe (1,7 MM), OTHOCUTENLHO ANMHBL TUIMIHOW KneTku E. coli (2 MKM).

Kunerka E. coli
__

JTHK E. coli

by

’

Puc. 24-4. QHK u3 nusupoBaHHoW Knetku E. coli. Ha
37IEKTPOHHOW MUKpodoTorpadhun OGensiMu  CTpenKamu
OTMEYEHO HECKOJbKO MaJIeHbKUX KOJBLEBHIX MOJIEKYIL
mnasMuz. Benbie n yepHble mATHA — apTedakThl IPUro-
TOBJIEHUA.

BHEXPOMOCOMHBIE 2JIEMEHTBI Ha3bIBAIOT IIA3MH-
namu (puc. 24-4; cM. takxke pasa. 9.1, 1. 1). Boan-
MIMHCTBO TIJIA3MUJ] COCTOUT BCETO M3 HECKOJbKUX
TBICSTY TIAP HYKJEOTHUIOB, HEKOTOPbIE COIEPIKAT /10
400 000 1. 1. OHM HecyT reHeTHYeCKyT0 HH(pOPMa-
WO M PETUTHIIUPYIOTCST ¢ 00Pa30BAHNEM JI0UEPHUX
IJIa3MHJI, KOTOPBIE TIONA/Al0T B OYEPHUE KICTKU
B IIpoIiecce JIeJIeHNsT POANTEIbCKON KIeTk. [1mas-
MBI OOHAPYKEHBI HE TOJBKO B OAKTEPUSIX, HO
TAKKe B IPOJKIKAX U APYTUX TPHOAX.

Bo mHOrmx cirydasix niasmuzibl He Q0T HU-
KaKUX TIPEMMYIIECTB CBOEMY XO3SMHY, H, IIO-
BUIMMOMY, UX €IMHCTBEHHAs 3a/[adya — CaMOBOC-
npousBo/cTBO.  OHAKO HEKOTOPbIE TJIA3MUJIBI
HeCyT TOJIe3Hble /I X03siMHa TeHbl. Hampumep,
cofiepsKaIecs: B IIIa3MU/IAX TE€Hbl MOTYT TIPH-
JlaBaTh KJIETKaM OaKTepHil yCTONYMBOCTD K QHTH-
GakrepuasbHBIM areHTaM. [Lrasmubl, HecyIe
reH B-JaKTaMasbl, 00ecIedrBalOT YCTONYMBOCTD K
[-1aKTaMHBIM AHTHONOTHKAM, TAKMM KaK EHUTIJI-
JIVH, aMITATTAJITAH U aMOKCHUITHJIIAH (CM. puc. 6-32,
1. 1). Ilma3mubl MOTyT TI€peXOauTh OT KJETOK,
YCTONYMBBIX K aHTHOMOTHKAM, K JIPYTUM KJIETKAM
TOTO JKe WJIM JIPYTOTO BHJA OAKTEPHH, B pe3yJibra-
Te YEero 3TH KJIETKHU TaKKe CTAHOBSIITCS PE3NUCTEHT-
HbiMi. VIHTEHCHBHOE TIPUMEHEHHe aHTHOUOTUKOB
SIBJISIETCST MOIITHBIM CEJIEKTUBHBIM (haKTOPOM, CIO-
COOCTBYIOIIMM PACIIPOCTPAHEHHIO TIA3MUL, KOJIH-
PYIOIINX YCTOMYNBOCTD K aHTHOMOTHKAM (& TaksKe
TPAHCIIO30HOB, OTMMCAHHBIX HUKE, KOTOPbIE KOJH-
PYIOT aHAJIOTHYHbIE TEHbI) CPet O0JIE3HETBOPHBIX
Gaxrepuil. Bpaun HauMHAIOT TIOHMMATH ONACHOCTD
IITMPOKOTO MCTIOIB30BAHST aHTHONOTHKOB 1 Ha3Ha-
YAIOT UX TOJBKO B CJIyYae OCTPONl HEOOXOIMMOCTH.
[To aHa/IOTMYHBIM TIPUYMHAM OTPAHUYMBACTCS TITH-
POKOE HCIIOIb30BaHIe AHTHOMOTHKOB B KOPMaX JIJist
CEJTbCKOXO035THCTBEHHBIX JKUBOTHBIX.



JyKapuoTsl. B kieTke 1poskiKeii, OMHUX U3 CAMBIX
MaJIeHbKHMX 9yKapuot, B 2,6 pasa 6Gosbuie THK,
yeM B KiIetke E. coli (tabu. 24-2). Kietku 1miomo-
Boil mymiku Drosophila, kmaccuaeckoro oObexTa
reHeTUYECKUX MCCIEe0BAHNN, co/epKaT B 35 pa3
6ourbiire JIHK, a kieTku gesoBeka — MpUMEPHO B

24.1.  InemeHTbl xpomocom  [11]
700 pas 6oubmie JIHK, yem kaerku E. coli. Kner-
KM MHOTIMX pacreHuil u amdubuil cogep:ar emie
6ospme JTHK. Tenernyeckuii Marepuan KIETOK
9YKapHOT OPranu30BaH B BUje XpoMocoM. J{utio-
UAHBIT HAOOP XpoMocoM (2 1) 3aBUCHT OT BHIA

opranusma (tabr. 24-2). Hanpumep, B comaTnye-

Yucao IIpnmepHoe

O6mas IHK, n. H.  xpomocom*® YHCJIO TEHOB

Escherichia coli K12 (6axTepus) 4 641 652 1 4 494%*

Saccharomyces cerevisiae (IpoK&KN) 12 157 105 16%%* 6 340**
Caenorhabditis elegans (iemaToma) 90 269 800 {2 HEE 23000
Arabidopsis thaliana (pactenme) 119 186 200 10 33 000
Drosophila melanogaster (nnoposas mymka) 120 367 260 18 20 000
Oryza sativa (puc) 480 000 000 24 57 000
Mus musculus (Mbiiib) 2 634 266 500 40 27 000
Homo sapiens (1es10BeK) 3070 128 600 46 20 000

IIpumeyanue. VHdopmarms ocTosiHHo 0OHOBIISIETCST; /IS Oy YeHust OoJiee cBeskeil nHbopmannm
o6paTuTech K caiiTaM, MOCBSIIEHHBIM OT/IEIbHBIM TEHOMHBIM IIPOEKTAM.
* Jlsis1 BCex 9yKapuoT, KPOMe JPOSKIKEN, IPUBOAUTCS AUILIOUHDBIA HAO0P XPOMOCOM.
** Brmouaer PHK-koxupyiotue retsr.
*** [anonanblii Habop. JlMKie mTaMMbl APOJKIKeil 0OBIYHO UMEIOT BOCeMb (OKTANJIOMIHBIN) MK
60J1bIIIE HAOOPOB TAKMX XPOMOCOM.
ik [l st caMok ¢ IBYMsT X-XPOMOCOMaMU. Y CaMIIOB ecTh X-XPOMOCOMA, HO HET Y-XPOMOCOMBEI, T. €.
Bcero 11 xpomocom.

0 A CKO¥1 KJTeTKe uesoBeka 46 xpomocom (puc. 24-5).
Kamaaﬁ XpoMocoMa 3yKapI/IOTI/I'{eCKOﬁ KJIETKH,

4 KaK TI0KAa3aHO Ha pUC. 24-5, a, COAEPKUT OJHY
[ » OuYeHb KPYIHYIO JBYXCHUPAJIbHYIO MOJIEKYJTy
,r JTHK. /IBaamaTh 4eTbIpe XPOMOCOMbBI UeJIOBEKA
a ¥ (22 mapHBIe XpPOMOCOMBI 1 [IBE TIOJIOBBIE XPOMOCO-
4 ® wwmXu Y) pasmmugaiorcst mo iuHe GoJiee 4eM B
X yZ ‘p 25 pas. Kaxkaas xpoMocoMa ayKaproT COACPAKIT
a Q - ¥ . ompeieIeHHbII HabOp TeHOB.
4“ wm 1% Ecsm pacmosiosknTh BIJTOTHYIO IPYT 3a IPYTOM
’lz. * b % A% mostekyael JIHK uenmoBedeckoro renoma (22 xpo-
9“' » + S MocoMbl 1 xpomocoMbl X U Y mian X u X), oHU

pacTgHyTCs TIpUMEPHO Ha MeTp. DBosbimmHcTBO

Puc. 24-5. XpomocoMmbl 3yKapuoT. a) Ilapa cBA3aHHBIX U KOH[LEHCUPOBAHHBIX CECTPUHCKUX XPOMATU,
U3 KIETKU AMYHUKA KMTANCKOTO XOMAYKa. B Takoi dhopme sykapuoTuueckue XpoMOCOMbI IPeGLIBAIOT
Tocne pennukauum B Metadase B mpouecce MuTo3a. 6) [IonHbI HA60P XPOMOCOM U3 NENKOLUTA OFHOTO
13 aBTOPOB KHUTU. B Kax70 HOpManbHOW COMAaTUECKO KIlIeTKe YeloBeKa CONEPKUTCA 46 XPOMOCOM.
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KJIETOK YeJIOBeKa JUIUIONHBI, TTOITOMY OO0Ias
mmHa JIHK takmx kiretok okosio 2 M. Y B3pocio-
ro uesnoseka npumepno 10 krerok, Takum obpa-
30M, oOmast uHa Beex mosiekyJr JIHK cocrasisier
2 - 10" xm. [I1s1 cpaBHEHUS OKPY/KHOCTH 36MHOTO
mapa 4 - 10* km, a paccrosirme ot 3emn 10 Court-
ma 1,5 - 108 kM. BoT Kak yAMBUTEIHHO KOMITAKTHO
ynakoBana /IHK B mammx kinerkax!

B xseTkax aykapmor ecThb M ApyTHe Opra-
Hesbl, copepxkamue JJHK, — ato Mutoxonapun
(puc. 24-6) u xsoporiactel. MoJieKyJIbl MUTO-
xouapuanbioin JIHK (MmT/[THK) HamHOTO MeHbIITe
SIZIEPHBIX  XPOMOCOM. Pasmep JBYXI[€NOYEUHBIX
KkoJiblleBbIX MT/IHK B K1€TKax )KUBOTHBIX COCTAB-
sasget Meree 20 000 m. H. (B MUTOXOHAPUIX Y€JIO-
Beka mMosiexysna MT/IHK coctout uz 16 569 m. m.).
Kaskmast MUTOXOHAPUST OOBIYHO HECET OT ABYX /IO
necatu xomuii Monexyn MT/IHK; mx gmciao mo-
JKET BO3PACTH 0 COTEH B HEKOTOPBIX KJETKaX,
HampuMep B AUGQEpeHIupyoNmxcs KIeTKax
aMOpHoHa. Y HEKOTOPBIX OPraHM3MOB (HalpH-
Mep, y TPUITIAHOCOM) KasK/as MHUTOXOHJPUS CO-
nepskuT Teicsayn konuii MT/IHK, oprannsoBanubix
B CJIOJKHBIM KOMIIJIEKC, Ha3bIBAEMbII KMHETOTIJIA-
ctom. Pasmepsr MT/IHK pacturenbHbx KieTox
Bappupyiot ot 200 000 1o 2 500 000 m. 1. MoJe-
xynsl JIHK xmopommacros (xn/[HK) Toxe aByx-
[eNoYeYHbIe U KOJIbIIEBbIE, UX JJIMHA KOJTeOaeTcs
ot 120 000 mo 160 000 m. 1. MuToXOHAPUATHHBIE
u xjoponnactaeie JJHK mMmeroT aBomommonHoe

BT

Puc. 24-6. [lenawasaca mutoxoHppua. Hexoropsie muro-
XoHZpuanbhble 6enku u Monekynst PHK (Ha dororpadgun
He BUZHbI) KOZUPYIOTCA OLHOW KOUEN MUTOXOHLPUALLHO
IHK. Muroxouppuansiaa OHK (mtOHK) pemnuumpyercs
KaXIbIN pas3, KOrAa AeNUTCA MUTOXOHAPUSA, UTO IIPEeLIeCTBY-
eT JleNIeHNI0 KILeTKU.

IPOUCXOKIEHNE OT XPOMOCOM JIPEBHUX OakTe-
puii, KOTOpble MOJYYNUJIN JOCTYI K IUTOTJIa3Me
KJIETOK-X035€B W CTaJW IpeIeCTBeHHUKAMU
atux oprauenn (cm. puc. 1-40, 1. 1). Mutoxon-
npuanbnag /[IHK xomupyer muroxonapmambibie
TPHK n pPHK, a Takke HeCKoIbKO MUTOXOHIPU-
asnbHBIX 6eskoB. Bosee 95% MUTOXOHIPHATBHBIX
6enkoB komupyercst saeproit [JTHK. Muroxomn-
JIPUY ¥ XJIOPOIIJIACTBI I€JIATCS BO BPEMS JIeT€HUS
kierkn. [IHK atux opranemn pemsunupyercs
nepes; JleJIeHueM KJIeTKU U B MPOIlecce JleJIeHMs,
a 3ateM jsouepuue mosekysasl MT/IHK monazaor B
OpraHeJIJIbl IOUEPHUX KJIETOK.

leHbl U XPOMOCOMbI 3YKapuoT
0YeHb C/I0XKHO OPraHM30BaHbI

Y MHOTUX BHIOB GaKTepHil B KJETKE BCErO OJHA
XPOMOCOMa, U IIOYTH BCerja B Kax/OW XPOMO-
COMe IIPUCYTCTBYET TOJIbKO OJIHA KOIHUS KaxK/0-
ro resa. JIuib HeMHOTHe TeHbl, HAllpUMep I'€Hbl
pPHK, conmep:kaTcst B HECKOJIBKUX KOMUAX. [eHbI
U peryJsiTOpHbIe TTOCJIEI0BATEIbHOCTH COCTABIISI-
0T PAaKTUYeCKW Bech TeHOM Tipokapuot. Bosee
TOTO, TIOUTH KaXK[blli T€H CTPOTO COOTBETCTBYET
AMUHOKHUCJIOTHOH TOCIe10BaTeNbHOCTH (1IN T10-
crenoBareapnoct PHK), kotopyto on kogupyet
(puc. 24-2).

Crpykryprad n ¢GhyHKIIMOHATBHAS OpPTaHU3a-
1S TEHOB AYKApuoT Topas/o cioxkHee. Vccmiemo-
BaHME XPOMOCOM 3YKapHuoT, a B [OCJIEHEe BpeMs
CEKBEHNPOBAHUE IIOJIHBIX I10CJIEe0BATEIbHOCTEMH
F€HOMOB 3YKapHOT IIPUHECJIO0 MHOTO CIOPIPU30B.
MHorue reHbl 9yKapHoT, eciu He OOJBIIUHCTBO,
00J1a/1a10T UHTEPECHON 0COOEHHOCTHIO: UX HYyKJIe-
OTHJIHBIE TIOCTEOBATEIBHOCTH COJIEPKAT OMH
nian Heckospko yyactkoB /IHK, xoropsie ne ko-
TUPYIOT aMUHOKHUCJIOTHYIO MOCTE0BATEIbHOCTD
MOJUTETITHAHOTO TPOAyKTa. Takue HeTpaHCaupy-
eMble BCTaBKM HApYIIAIOT MPSIMOE COOTBETCTBHUE
MEKIY HYKIEOTHTHOMN MOCIe/I0BATETbHOCTHIO TeHA
¥ aMIHOKHCJIOTHON MOCTIeI0BATEIbHOCTBIO KOJH-
pPyeMoro HOJMIIENTHAA. ITH HETPaHCIUpPYyeMble
CerMEHTBI B COCTaBe FeHOB HA3bIBAIOT HHTPOHAMH,
WM TIPePBIBUCTBIMU (pacUieIuIeHHbIMU) IIOCTIe-
OBATEJbHOCTSIMH, 2 KOJMPYIOIIME CEeTMEHTBl —
3K30HaMH. Y TPOKAPUOT JIWIIb HEMHOTHE TEHBI
coziepKaT WHTPOHBL. B TUNWYHBIX TeHAX BBICHINX
9YKapUOT TOPaso O0IIbIlle HHTPOHHBIX TTOCTIE0BA-
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L 1 2 3 4 5 6 7
T'en suuHOTO D D D D D D I:I | |
anbOyMHuHa A B C D F G
[ Sxson
1 2 3 [] Murpon
90 . H. 222 1. H. 126 . 1.
p-Cy6benunnna | | | | | |
reMoraoouna A B
131 1. H. 851 m. u.

Puc. 24-7. UHTpOHBI B ABYX 3YKAPUOTUYECKUX FeHax. [eH AUYHOTO anbbyMuHa COREPHKUT CEMb
MHTPOHOB (0T A o G), paspeniiomux KOAMpYOLUEe IOCNeA0BATENbHOCTU BOCBMU 3K30HOB
(L, ot 1 po 7). Ten B-cy6beanuulsl reMorio6MHa HeCceT Ba UHTPOHA W TPU 3K30Ha, BKIIOYAA
OZIMH UHTPOH, COAEPKAIINI HoTee TONOBUHEL TAP HYKNEOTUL0B JAHHOTO reHa.

TEJIbHOCTEH, YeM II0CJIel0BaTeIbHOCTE 9K30HOB.
Hampumep B rene, KopupyroneM eIUHCTBEHHYIO
MOJIUTIENTH/IHYIO TIeNb SIUYHOTO Gesika 0BaIbOy-
MuHa (puc. 24-7), UHTPOHBI HAMHOTO JIJTITHHEE
9K30HOB: CEMb HHTPOHOB BMECTE COCTABJISIOT 85%
JTHK rena. Ten Mbimeynoro Gesika TUTHHA ABJIA-
eTcs WHTPOHHBIM YEMITMOHOM: OH cojiepskuT 178
WHTPOHOB. [€HBI THCTOHOB, TTO-BUIUMOMY, HE UMe-
10T MHTPOHOB. B GoJbIIMHCTBE ciydaeB (HyHKIIUS
UHTPOHOB HesicHa. B o0miell CI0KHOCTH TOJBKO
oxomo 1,5% JIHK denoBeka sBisieTcst «KOAUPYIO-
mreit», nam ak3ounoi, JJHK, Hecymeit nadopma-
IO O MIOCJIE/IOBATEIbHOCTH OEJTKOBBIX TPOYKTOB.
OaHaKo, ecJiv B TIOACYET BKIIOYUTD ropaszio GoJiee
KPYIIHbIE UHTPOHBI, OKaKkeTcst, 4To /10 30% reHoma
YyeJI0BeKa COCTOUT U3 TEHOB, KOAMPYIOMINX OeJIOK.
YT06BI MOHATH (DYHKIINIO IPYTUX 2JIEMEHTOB TEHO-
Ma, OCTAJIOCh TIPO/IENIATh TUTAHTCKYIO paboTy. 3Ha-
yuteapHyio pouio /IHK, ne Bxomsmiyio B cocraB
T€HOB, COCTABJSIOT PA3JIMYHbIE THUIIBI TIOBTOPSIO-
HIUXCS TTocyieioBaTesbHocTeil. K HIUM oTHOCSTCS
MTO/IBUZKHBIE 9JIEMEHTBI (TPAHCIIO30HBI) — MOJIEKY-
JISIPHBIE TIAPA3UTBI, HA J[0JII0 KOTOPBIX PUXOIUTCS
oxoJio nososunbl /IHK B renome yesmoBexa (cM.
puc. 9-27, . 1 vt 25 u 26), a TakXKe TEHbBI, KO-
pyforue ¢dbyHKIMoHambHbIe Momekyasl PHK pas-
JINYHBIX TUTIOB.

Eme npumepro 3% reHoma uejioBeKa CO-
CTaBJSIOT YaCTO TOBTOPSAIONMIMECS IIOCTE0Ba-
TEJIbHOCTH, Ha3bIBaeMble MPOCTBIMHU IIOCJE/I0Ba-
texpHocTamMu JIHK, nin moBTropamMm mpocThix
nociexoBaresbHocreit (SSR; or anri. simple se-
quence repeats). DT KOPOTKHUE TTOCJIEI0BATETHHO-
¢, 06br9H0 MeHee 10 11 H., HHOIIA HOBTOPSIIOTCS B
KJIeTKe MUJLTMOHBI pa3. IIpocTeie mocienoBaTesib-
noctu JJHK Tak:xe naspiBaior caremnmurnoi JTHK,

MOCKOJIBKY TP TIeHTpU@yrupoBannn hparMenToB
kietounoit /IHK B rpagmente mioTHOoCTH XJTOpH-
Ja 11e3Us1 M3-3a HEOOBIYHOTO COCTaBa OCHOBAHMIA
OHM YacTO MUTPUPYIOT B BU/E OTIAETbHBIX TIOJOC
(KaK CIyTHWKH, <«CATEJUIUTBI»), COIMPOBOKIAIO-
mux ocransuyio JJHK. IIpocTsie mociaenoBaTenb-
noctu JJTHK e xogupyior 6enku wau PHK. Ho B
OTJINYKE OT TOJ[BUKHBIX T€HETUYECKUX 9JIEMEHTOB
caresumntHas JJHK MoskeT BBITTOJNHATD B KJIeTKax
YyeJIoBeKa Ofpe/ieieHHble  (PYHKIMH, [TOCKOJbKY
MHOTHe TIpocThie iocseoBaTebHocT JITHK noxka-
JIN30BAHBI B IBYX CIENMU(PUIECKIX YIACTKAX XPO-
MOCOM 3YKapuoT — B IIEHTPOMEPE U TeIOMepax.
Ilentpomepa (puc. 24-8) npezncrasisier co6oi
nmocaenosarenbrocTh JHK, x KoTOpOit B mIpotiecce
JIeJIeHUs] KJIETKU TPUKPEIISIOTCs: OeJIKH, CBS3bI-
BaloOIIe XPOMOCOMY C MUTOTHUYECKUM BEPETEHOM.
ITO B3aMMOJIENICTBUE BAKHO [IJII PAaBHOMEPHOTO
U TOYHOTO pasjieJieHusi HabOPOB XPOMOCOM IO JI0-
YepHUM KJIeTKaM. DbIIM BBIIETEHBI W U3Y4eHbBI
IIEHTPOMEPBI  [IPOKKeit Saccharomyces cerevisiae.
Bakneiie 1151 GyHKIIMOHUPOBAHUS TIEHTPOMED
MOCJIeIOBATEIbHOCTU UMEIOT JIUHY okoJio 130 1. H.
u comepskar 6osbinoe KommdectBo map A=T. Ilen-
TPOMEPHBIE TOCTIEIOBATETBHOCTU BBICIITUX 9yKaPH-
OT HAMHOTO JITMHHEE W B OTJIUYUE OT IPOKKEBBIX
OOBIYHO COCTOSAT 3 THICSY TaHAEMHBIX KOIUH O/

entpomepa

YHuKambHbIE TTOC/II0BATETLHOCTH (TEHBI),
paccestHHbIe TOBTOPBbI,
MHO’KeCTBEHHBIE TOUKH HavasIa PErInKaIinm

Temomepa Temomepa

Puc. 24-8. BaxHble CTPYKTYpHble 31eMeHTbl XPOMOCOMbI
APOXIKen.
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HOCJICHOBaTeJIbHOCTb
Opral-mam TEeJIOMEPHBIX MOBTOPOB
Homo sapiens (qenoBeK) (TTAGGG),,
Tetrahymena thermophila (TTGGGG),

(pecHUTYIATOE TIPOCTEHTIIEE )

Saccharomyces cerevisiae ((TG)5(TG)y_3),

(JIPOsKIKIT)

Arabidopsis thaliana (pacrenue)  (TTTAGGG),

HOH MJIN HECKOJIBKMX KOPOTKUX MOCJ/Ie/[0BATEIbHO-
creit u3 5—10 11 H. B 0OAMHAKOBOI OPUEHTALIUL.
Temnomepsrt (0T rped. telos — KOHeI[) — TOCTe-
JI0BATEJBHOCTH Ha KOHIIAX XPOMOCOM 3YKapHOT,
CTabUIN3UPYIOINIIe XPOMOCOMBL. Tesomepnr 3a-
KaHIYMBAIOTCSA MHOTOKPATHO TIOBTOPSIOMNMUCS
MOCJIeIOBATETHHOCTSIMA BU/IA

(N TGy,
GHAL)w

rjie X U y OObIMHO MMeIOT 3HadeHust ot 1 10 4
(tabm. 24-3). Yucno TelOMepHBIX IMOBTOPOB 7
y OGOJIBIITMHCTBA OJHOKJIETOUHBIX 3YKAPHOT CO-
crasisier ot 20 1o 100, a y MIeKonUTAONINX, KaK
mpasuio, pesbitaet 1500. KoHisr mnHeRHol MO-
sekysel JIHK He MOTyT penmmuimpoBaThCs KIeTOd-
HBIM PEIIMKAI[HOHHBIM allliapaToM B OOBIYHOM 10~
psake (BO3MOSKHO, 3TO OJTHA M3 TPIHYNH KOJTBIIEBOI
crpykrypor JIHK y Gaxrepwuit). TesomepHbie 1mo-
BTOPBI MTPUCOEIMHSAIOTCA K KOHIIAM 9yKaphoTHye-
CKHX XPOMOCOM B OCHOBHOM C TIOMOIIBIO (hepMeHTa
TesoMepassl (cM. puc. 26-38).

[l nzyyenusi GyHKIIMOHAIBHON POJIM CTPYK-
TYPHBIX DJIEMEHTOB 3YKAPHMOTUYECKUX XPOMOCOM
ObLIM CKOHCTPYMPOBAHbBI MCKYCCTBEHHBIE XPOMOCO-
MBI (eM. T 9, T. 1). [I719 pyHKIIMOHNpOBaHUS 0CTa-
TOYHO CTAGWJIBHON JIMHEHHON MCKYCCTBEHHOM XPO-
MOCOMBI HY>KHBI JIUTITHh TPU KOMTIOHEHTA: IIEHTPOMEPA,
TesoMepa Ha KaXK/I0M KOHIIE TTOCTeI0BATeTbHOCTI 1
YYaCTOK, B KOTOPOM TIPOUCXOANUT WHUTTHAINS PETLIH-
Karun. Kak MHCTPYMEHT [1s1 OMOTEXHOJOTNYECKUX
uccIeoBaHuil ObLIN CO3aHbl MCKYCCTBEHHBIE XPO-
Mocombl apokskeit (YAC; cm. puc. 9-6). Touro tax
’Ke KOHCTPYMPYIOTCS WMCKYCCTBEHHBIE XPOMOCOMBI
yenoBeka (HAC) niis jledyeHnst reHeTHYECKUX 3a-
GosteBanuil. 11 B KOHEYHOM UTOTE 9TO MO3BOJIUT TO-
JIOUTH K HETIOCPEICTBEHHOH 3aMeHe OTCYTCTBYIOIINX
win JieheKTHBIX TEHHBIX TPOYKTOB B KJIETKE JIMOO
COMATUYECKON TeHHON Teparnuu.

Kpatkoe copepkaHue pasgena 24.1
NEMEHTbI XPOMOCOM

B [ed — y4JacTOK XpPOMOCOMBI, KOTOPBIII HeceT
nHGOPMAINIo 0 (GYHKIMOHATHHOM TTOJIHUTIET-
tune i mosekyse PHK. Hapsany ¢ renamu
XPOMOCOMBI COZIEPKAT PasHOOOPa3HbIe PEry-
JIATOPHBIE TIOCJIE/IOBATEIBHOCTH, YYaCTBYIO-
Y€ B PETIUKAIINN, TPAHCKPUTIIINY 1 JIPYTUX
poIleCccax.

B [lenomnasa /IHK u renomnas PHK Bupycos
0OBIYHO HA HECKOJIBKO TMOPSIIKOB [JTHHHEE CO-
JepKaINX UX BUPYCHBIX YACTUIL UJIN KJIETOK,
KOTOpBIEe OHU MH(UIINPYIOT.

B MHorue reHbl 9yKapuoT (HO JUITh HEKOTOPBIE
reHbl 6akTepuil 1 apxeil) mpepeIBalOTCs HEKO-
JUPYIOHIMMU TI0CJIeI0BAaTeNbHOCTSIMU — WH-
tpoHamu. Kopupyiomue y4yacTku, pasjieseH-
Hble UHTPOHAMU, Ha3bIBAIOT 3K30HAM.

B Jlums okoso 1,5% JIHK B cocrase yesioBeue-
CKOro TeHoMa Koaupyior Genku. [laxke ecin
y‘-II/ITbIBaTb HWHTPOHDbI, Ha TI€Hbl IIPUXOJAMT-
cst menee tpetn [IHK B renome vesoBeka. B
octanpHoil /IHK MHOTO MTOBTOpSIOMUXCS mMO-
cJiesloBaTeIbHOCTEN pa3iuunbix Tuios. [lapa-
SI/ITI/IpyIO]J_[I/Ie HYKJIEMHOBBIE KUCJIOTbI, U3BECT-
HbI€ KaK TPAHCIIO30HbI, COCTABJISIIOT IPUMEPHO
MOJIOBUHY 'eHOMa YeJIOBEKa.

B XPOMOCOMBI 9YKapUOT COEPSKAT /IBE BAKHbBIE
noBTopsolecs mnocienoBaTeapHocTn JJHK
co crenuduueckoil yHKIUEN: EeHTPOMEPSDI
(yyacTKM TIPUKPENJIEHUsT MUTOTHYECKOTO Be-
peTeHa) U TeJIOMEPhI, PACTIOI0KEHHBIE HA KOH-
11aX XPOMOCOM.

24,2, (sepxcnupanusauusa AHK

Knerounas JIHK, kax Mbl BUme U, 4pe3BbIIAHO
KOMIIAKTHA U, CJEL0BATEIbHO, 00J1aaeT BHICOKON
CTETIeHBIO CTPYKTYPHOIN Oopranusaiuu. MexaHusm
VKJIaIKU He ToJibko yrnakosbisaer JJHK, Ho u obe-
CIIEYMBAET JIOCTYII K cojiep:Kaileiicst B Hell mH(op-
maiun. TIpexae yeM paccMOTpeTh paboTy 3TOTO
MeXaHM3Ma B TaKMX KJIETOYHBIX IIPOIleccaX, Kak



PEIUIUKAIINST ¥ TPAHCKPUIIIIUS, MBI JIOJIKHBI 00CY-
JIUTH BAKHYIO CTPYKTYpHYIO ocobentocts JJHK —
CBepPXCINUPATHU3ALHUIO.

Cepxcnmpanusaius — CKpydnBaHue yxe cy-
mecTBytonieid cnupanu. [Ipumepom Takoil CcTpyk-
TYPbI MOKET CIYKUThb CKPYYEHHBIN TereOHHBIN
mayp. Ha mmy i Mesxay TpyOKoii 1 armapaToM 4acto
06pasyercst Oj[Ha WM HECKOJIbKO CBEPXCIUpasieit
(puc. 24-9). Mosnekyna JIHK ckpyuena B 1Boiinyio
crmpasib, B kKotopoil o6e nenu JHK sakpydenbt
BOKPYT enuHON ocu. [lanbHeliliee 3aKpyuynBaHue
TaKoil ocu BOKPYT camoii cebst (puc. 24-10) mpu-
BOAUT K OOPa3s0OBaHWIO CBEPXCIUPATU30BAHHON
JHK. Kax MbI yBUAUM [ajee, cBepXCIUpaIn3a-
115t OOBIYHO TIOSIBJISIETCSI B PE3YJIBTATE CTPYKTYP-
Horo Hanpspkenud. Ecaun [IHK we 3akpyuena Bo-
KPYT CBOEil OCH, ee Ha3bIBAIOT PeJaKCHPOBAHHOIM.
Cepxcrnmpanusals BIAUSET Ha PENIUKAIII0 1
TPAHCKPHUTITIIO W 3aBUCUT OT HUX, TOCKOJBKY LIS
poTeKaHus 060UX MPOIECCOB TPeOyeTCs pasieie-
nue tereii JIHK (puc. 24-11).

CynepckpydeHHas
CHUpab

Puc. 24-9. CBepxcnupanusayma. [IInyp crapomopHoro Tene-
dona 3akpyueH B civpans, kak JHK, u cam MoxeT 06pa3oBbi-
BaTb JOTONHUTENbHbIE TIET/IW CBEPXCIIUPANy. ITa aHaNoTus
YMeCTHa ellle W IO TOW IPUYUHe, YTO UMEHHO Tene(OHHbIN
wrHyp momor [[epomy Bunorpazy v ero xonneram IoHATD,
4YTO MHOTME CBOWCTBA MajleHbKUX KOJblieBbiX Monekyn JHK
MOTYT 00BACHATHCA CYIEPCKPYYUBaHUEM. BriepBbie 0HU 06-
Hapyxwnu asnexve ceepxcrupanussuuu OHK B 1965 r. B
HeOONbUIUX KOJbLEBLIX MOJleKyNax BupycHoi JHK.

24.2.  Csepxcnupanusaumsa JHK [15]

JlBolinast
crimpans THK

Cynepckpydyennas
JTHK

®
e
®

Puc. 24-10. CBepxcnupanusauua [IHK. Korpa neonnas cmu-
panb JHK 3akpyumBaeTcs BOKPYT CBOEi ocu, obpasyercs
HoBaa cmupansd (cymepcmupans). Cymepckpyuensyio JHK
0OLIYHO HA3HIBAIT CBEPXCITUPALLIO.

To uto mosekyna JIHK Oyzner cama no cebe
u3rnbaTbCsl W CBEPXCKPYYMBATHCS TIPU  YIAKO-
BBIBAHUU B KJETKe, Ka)KeTcs JOTUIHBIM U Jaske
TPUBUAJIbHBIM, ecii Obl He OAHO HabJIoAeHue:
MHOTUEe KJIEeTOUHbBIE KOJbIeBble MoseKkyabl JJHK
OCTAIOTCS B BBICOKOHM CTENEHW CyTepCKpydyeH-
HBIMHU JIaJK€ TIOCJEe TOTO, KaK UX 9KCTPATUPYIOT U
OYMIIAIOT, OCBOOOK/Ias1 OT OGENKOB U APYTHX KJie-
TOYHBIX KOMIOHEHTOB. M3 aToro ciemyer, 4To
CBEPXCIUPAIU3AIUST — HEOTHEMJIEMOE CBONCTBO
tpernunoii ctpykTypsl ITHK. Ono Habmomaercst
y Bcex kiaerounbix JJHK u crporo perymupyercs
KQKIOI KJIETKOIL.

CBepxcnmpann XapaKTepPU3YIOTCS HECKOJIb-
KUMU TapaMeTpaMy, KOTOPble MOXKHO W3MEPUTH;
Ha OCHOBE 9THX JAHHBIX cTaau 0GoJjiee TOHSTHBI
crpykrypa u ¢yuknun JHK. VccaemoBanus Bo
MHOTOM 0a3upylOTCsi Ha KOHIIEHIUAX TOMOJIO-
THH — OJ/IHOTO U3 PAa3/IeJIOB MaTeMATUKH, KOTOPBII
HCCIIe/lyeT CBOMCTBA 00bEKTA, HE U3MEHSIONIHECS
npu HerpepbiBHOU secbopmaruu. B ciyuae JTHK
HeTpepbIBHAs JiehopMariys BKIIOYAeT M3MEHEHUs
KOH(OPMAIMK 13-3a TEIIOBOTO JIBUKEHUSI U B3a-
UMOJICHCTBUST ¢ GeTKaM¥ UK IPYTHMU MOJIEKYJIa-
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Puc. 24-11. BanaxHue pennuKauuMu U TPaHCKPUNLUM Ha
ckpyuuBanme [JIHK. Tlockonvky JHK mnpepcraBnser co-
001l ABOWHYI0 CIIUpanb, pasfeleHue LeMeit MPUBOAUT K
LOMONHUTENIbHOMY HAIPAXEHWI0 W CBepXCIupanusanuu,
ecnn [JHK orpanuveHa Bo BpalleHWu Bblllle yyacTKa pas-
nenerus. a) 06muit 3hdexT MOXHO MPOLEMOHCTPUPOBATH
Ha TpUMepe [BYX De3UHOBLIX JI€HT, CKPYYEHHLIX MeXAy
c0007i B BOWHYI0 CIMpanb. ECM OfMH KOHel, Takon cmu-
pann 3aduKcupoBaH, paszeneHue JIeHT Ha APYrOM KOHLe
TPUBOAUT K LOMOJIHUTENLHOMY CKPyYUBaHWio. 6) [ins mpo-
nwxenus OHK-monumepasst wan PHK-monumepaswt (kax
TI0Ka3aHo 37iech) BRonb monekynst JHK B mocnepneit mpouc-
XOIWT pasnenerue nemeit. B pesynvrare JHK okasbiBaercs
IlepeKpyJyeHHOol BbILIE TOYKWU pacnonoxeHus depmeHTta u
HEeNOKPYYeHHON Hwxe ero. KpacHble CTpenku yKasblBawT
HampasJleHne CKpyunBaHus.

MU; TIpepbIBUCTad AedopMalis TpUBOANT K pas-
peiBy 1eriefi JIHK. /g kombiieBbix mosrexyn JJHK
TOTIOJIOTHYECKUE CBONCTBA — 3TO T€ CBOWCTBA, KO-
TOpbIe He MeHsioTcs pu Aedopmariuu reneit JJHK
JI0 T€X TI0P, TIOKA He BO3HUKAIOT Pa3pbIBbI. TomnoJio-
TMYeCKHe CBOWCTBA U3MEHSIOTCS TOJBKO B PE3YJIb-
TaTe pa3pbIBa U MOCIE/YIONIETO COeTUHEHUS OTHOM
i obenx ueneit JJHK.

Teneps paccmoTpuM (hyHIaMeHTAIbHbIE CBO-
CTBa 1 PU3NYECKYIO OCHOBY CBEPXCITMPATH3AIIH.

bonbwuHcTBo Knetounbix IHK packpyyero

Yro0Obl TOHATH CYTh CBEPXCIUPATU3AINHU, COCPe-
JOTOYMMCSI CHAyaja Ha CBOWCTBAX HEOOJBIINNIX
KoJb1ieBbIX Mosekya JIHK, Takux kak riasmujibl
n uebosbume JHK-comep:xkamme Bupycsl. Ecim
takue mosiekysbl JIHK He nmeror pa3pbiBoB HU B
OJTHOW W3 TieTiell, OHM HA3bIBAIOTCS 3aMKHYTBIMHU
koubieBbiMu Mosekyiaamu [IHK. Eciu dopma
3aMKHYTOIT KoJbIeBoit /IHK 6sm3ka mo ctpykrype

PHK-
OJITMEpPa3a

Henoxpyuennas /[HK

Ilepexpyuennas

Hanpasnenune
TPAHCKPUIIIUN

B-dopme IHK (ctpyxType Yorcona—Kpuka; cm.
puc. 8-13, 1. 1) ¢ ogHrM 060POTOM ABOIHOI CITH-
pasm Ha 10,5 1. H., OHA CKOpee peJIaKCPOBaHa, YeM
cynepckpyuena (puc. 24-12). CynepckpyunBanue
MPOUCXOINT TIPU HEKOTOPOM HAIPSIKEHUU CTPYK-
Typbl. OuniieHHasi 3aMkHyTas KoJibleBasi JJHK
PENKO ObIBaeT PENAaKCHPOBAHHOI HE3aBUCHMO OT
ee OMOJIOTMYECKOTo TPOMCXoXKAeHus1. bosee Toro,
mostekysiel JTHK, mosydenHble U3 ompezesieHHO-
r0 KJETOYHOTO UCTOYHUKA, UMEIOT XapaKTEPHYIO
UMEHHO J/IJII HUX CTeleHb CBEePXCIMPATU3AIINI.
Crenosarenpno, /IHK nampsokena tak, uto B Helt
BO3HUKAIOT CYMEPBUTKH, ¥ 9TO COCTOSTHIE PETYJIN-
pyeTcs KIeTKOU.

[IpakTiyeckn B J000i MOMEHT BPEeMEHU
Hanpsokenus asofinoit crnmpamn [JHK Bosnmka-
IOT W3-32 ee YaCTHYHOTO pacKkpyuuBanus. llHa-
vye toBopsi, B /IHK okaswiBaeTcst menvie BUTKOB
criupanu, yeM B B-dopme. Birusinue yactunaHoro
packpyuuBanusi 00061eHo0 Ha puc. 24-13. Yuaa-
ctok kombieBoil JJHK pasmepom 84 m. H. B pe-
JIAKCUPOBAHHON (hopMe MOXKET Coiep:KaTh BOCEMb
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0,2 MKM

Puc. 24-12. PenakcupoBaHHble U cBepxcnupanu3oBaHHble nnasmupHble IHK. Ha kpaitneii ne-
BOIL 31€KTPOHHO MuKpodoTorpagun moxasaHa pefnakCUpoBaHHAA MOJIEKYNa; CTeIeHb CBEPX-

CIiMpannsanuu Bo3pacTaeT CjieBa HAIPaso.

BUTKOB JIBOMHOU cIUpaJin, 110 OJJTHOMY Ha KaxK/ible
10,5 m. u. Ecm ognH M3 TakMX BUTKOB yAaJeH,
noydaercd 84 m. 1. : 7 = 12,0 1. H. Ha BUTOK, T. €.
6osbie yem 10,5, uro xapakrepro s B-JJHK
(puc. 24-13, 6). dro oTkIOHEHHE OT HamboJee
crabusbhoil popmbr JJHK npusoaut k tepmou-
HAMUYECKOMY HANPSKEHUIO B MOJIEKYJE, T. €. K
Heycroituusoii hopme [IHK. Otuactu nampsike-
HUe MOKeT ObITh CHSTO 1pu cKpyunBanun JJHK
BOKPYT COOCTBEHHON OCH ¢ 00pa3oBaHUEM CBEPX-
crimpanu (puc. 24-13, ¢; HeKOTOpas 9acTh HaAIpsI-
JKeHU Ha yyacTKe n3 84 1. H. MOKeT MPOCTO pac-
HpPeessAThCS 10 PACKPYYEHHOH CTpyKType GoJee
kpymHoro ¢parmenta /JIHK). B npunimme nanps-
JKeHre MOKeT ObITh KOMIIEHCUPOBAHO IPU pas-
nenenwu aByx nereit JIHK na paccrosguun okoso
10 . 1. (puc. 24-13, 2). B uzonupoBanHoii 3aMKHY-
Toii koubleBoit /IHK mHampsixenue, BbI3BaHHOE
YAaCTUYHBIM PaCKPyYUBaHUEM, 0OBIYHO B GOJIBIIEN
CTEIeHN KOMIIEHCUPYETCsI CBEPXCHUPAIN3allMei,
a He pas/ieJIeHUueM Terieil, TOCKOJIbKY CKPyYnBaHUe
ocu JIHK, kak nipaBuiio, TpeGyeT MeHbIIIe 9HEPTUH,
4YeM paspbiB BOJOPOHBIX CBSI3el MEXKIY Tapamu
HyKJIeoTH0B. OTHAKO CJeyeT OTMETUTD, UTO TO-
cne yactuaHoro packpyunBanug JHK in vivo ee
LEMN Jierde pasiessiioTcs, 9To obJierdaeT JoCTyI K
conepskanieil B HIX WHMOOPMAaITHH.

Kaxmag xieTka akTHBHO OCYIIECTBJISET pac-
kpyunBanue csoeit JIHK c¢ momoripio depmen-
TATUBHBIX TIPOIECCOB (OTMMCAHO HUKE), U BO3HU-
Kaioliee B pe3yJibTaTe HANPsKEHHOE COCTOSTHUE
CITY;KUT JIJIs1 3anacanus snepruu. Kiuetku mopep-
xuBaoT /[[HK B vactTuyHO packpyueHHOM COCTOSI-
HUM JIJIE TOTO, 4TOOBI 0OJIETYUTh €€ KOMITAKTHYIO

8 Cymnepckpyuennas JHK

2 Pacrurerenue neneit

Puc. 24-13. Pe3ynbtatbl packpyuuBaHusa AHK. a) Yuacrox
IOHK 3aMKHYTOW KOJbLEBOW MOJEKYJbl AAUHOW 84 I. H. B
penakcupoBaHHOW (opMe ¢ BOCEMbIO 060POTAMM CITUPANU.
6) Ynanexue onHOTO BUTKA BbI3LIBAET HAIIPSKEHWUE CTPYKTY-
pbl. 8) O6LIYHO HATPSLKEHWE CITIAXKUBAETCA IIPU CYIIEPCKPY-
ynBauuu. ) Yactnunoe packpyuusanue JHK Heckonbko
obnervaer pazbepuHeH1e Leneit. [lokasao, YTo TeopeTUye-
CKU pacKpyYuBaHUE Ha OAMUH 060POT MOXKET 06J1eTIUTb pas-
LeneHue Lemneit Ha yyacTke pauHon okono 10 m. H. OpHako
OOLIYHO pa3feNeHul0 lLiemeil Ha TaKOM KOPOTKOM Y4acTKe
IIPENATCTBYIOT BOLOPOLHbLIE CBA3W MEXAY MapaMu HYKIeo-
TUAO0B, U 3Q(EKT CTAHOBUTCA 3HAYMMBIM TONILKO Al Gonee
IMHHBIX yyacTkoB JHK n Gonee cunbHOTO packKpyuuBaHus.
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ynakoBky. Packpyunsanue /[THK Taxke BaxkHo 1111
(pyHKIIMOHNPOBAHUS (PEPMEHTOB, YYaCTBYIOIIIX
B MeTabosmsme JJHK, KoTopbIM 11 BBIIOJIHEHUS
3amaun Hy>KHbI pasnenennbie menu JJHK.

B Taxom packpyuenrom cocrosuun JJHK mo-
JKET CyIIEeCTBOBATH JIUITh B TOM CJIydae, ecJii OHa
3aMKHYTa B KOJIBIIO WJIM CBSI3aHA U CTaOUIIN3UPO-
BaHa GeIKaMy TaKuM 00Pa3oM, Y4TO [EMU He MOTYT
CBOOOJIHO BpAIaThCsi OTHOCUTENBHO JAPYT JPYTa.
Ecim opna us 1eneil B M30JUPOBaHHOM, ¢BOOOI-
Ho# ot 6eska xoubiieBoit JIHK pasopsana, B 9T0ii
TOYKE CIIOHTAaHHO BO3HUKAET CBOOOIHOE BpallleHe
u packpyuenHass [JHK mepexomut B penakcupo-
BaHHOE cOCTOsHME. B MoJiekyie 3aMKHYTOI KOJIb-
nepoii /IHK 4ucino BUTKOB cripasv Heb3sl W3-
MeHUTh 0e3 XOTs1 ObI BpEMEHHOTO paspbiBa OJHON
n3 neneit JHK. Ilo atoit mpnynxe uncio BUTKOB
crmpanu B Mostekye [JHK saBasgercs xapaxkrepu-
CTUKON CBEPXCIIMPATU3ATIHI.

CreneHb ckpyunBaHua IHK
onpepenserca Tonon0rMYeCKMM napameTpom —
NOpAAKOM 3aLenneHus

Tonosorus npegaraeT HEKOTOPbIE XaPaKTEPUCTH-
KM, KOTOpbIE MOMOTYT HaM B OOCY/KIEHUH CBEPX-
cnmpammsanuu JIHK, B yacTHOCTH KOHIIENINUIO
nopsaka 3anervienus. [lopsmox 3amerieHns —
TOTIOJIOTIYECKOE CBOMCTBO AByXIenodeuroit JJHK,
MOCKOJIBKY OHO HE M3MEHSIETCST TIPH CTHOAHII W
nedopmariu JTHK 1o tex 1op, moka obe 1emnu
ocTalTcd 1eabiMu. Yuceso 3anenaennii 00o3Hada-
10T Kak Lk (ot auri. linking number) (puc. 24-14).

JlaBaiiTe pacCMOTPHM IIPOIIECC Pa3/IeTeHH T1e-
neit ayxienoyeuynoit kosbieBoit [ITHK. Ecau nse
1IN CBSI3aHbI TaK, KakK MMOKa3aHo Ha puc. 24-14, a,
UX TPOYHYIO CBSI3b MOKHO Ha3BaTh TOIOJIOTHU-
yecko#l cBsa3pio. [lake ecam paspyrmaioTcs Bce
BOZIOPOIHBIE CBA3U W CTIKUHTOBBIE B3aMMOJIEN-
CTBUS MEXIY OCHOBAHWSAMU, TaK YTO HAPYIIAETCS
(pusmuecknii KOHTAKT MEXAY IEMsSIMH, OHU II0-
MIPEsKHEMY OCTAIOTCS TOTOJIOTUIECKU CBSI3AHHBI-
mu. IIpenacraBum cebe, YTO OfHA U3 KOJBIIEBBIX
1eTel OTpaHNYUBAET HEKYIO MOBEPXHOCTH (HATIPU-
Mep TaKylo, KaK ITOBEPXHOCTb MbIIbHON TIJIEHKU
BHYTPH KOJIbIIA TIEPeJl TeM, KaK U3 HErO BBIYBAIOT
MBLIBHBIN 11y3bIPbh). [opsiok 3atenienus MOKHO
OTIPEIESIUTD KaK YUCJIO TIepecedeHn it 9TOl ToBepX-
HOCTHU BTOPOH 1enbio. B Momexysie Ha puc. 24-14, a

Lk = 1; B MmosiexyJie Ha puc. 24-14, 6 Lk = 6. [lnst
3amkHyTOI KommbileBoli /JIHK mopsanox sanennenns
BCerjia OIKCBIBAeTCs IeJbIM 4uciaoMm. IIpunsTo,
YTO B TPaBO3aKPYYEHHOU CHUPAIU TOPSIOK 3a-
METIEHNsT — TOOKUTEeNbHOEe uncyo (+), a B Je-
BO3aKPYYeHHON CHUpantu — OTpulaTeabHoe (—).
B JIHK orpurmatenbHbIii MOPSAOK 3alleTIeHus
MPaKTUYECKU He BCTPEYaeTCs.

[Ipumenum T paccy:KIeHusT K MOJIEKY-
Jie 3amkHyToil kosbieBoit JIHK, cocrosimieit us
2100 1. 1. (puc. 24-15, a). Korga MmostekyJia pesak-
CUPOBaHa, TOPSI/IOK 3allelJIEHUsT HATH IIPOCTO: 3TO
OTHOIIIEHNE YUCJIA BCEX Map OCHOBAHUU K YUCIY
ap OCHOBAHWIL, IIPUXOIAIIUXCS HA OAUH 000POT
crmpasu (mpumepno 10,5 1. 1.); cremoBaTenbHO, B
narnoMm ciaydae Lk = 200. YtoObl KOJIbIieBask MOJie-
kysa JIHK morsa GbiTh 0OXapakrepusoBaHa oIpe-
JIeTIEHHBIM TIOPSIIKOM 3alleTlieHns, HU OffHa U3 ee
TeTiel He TOJKHA CO/IEPKaTh pa3phiBoB. Ecim XoTs
ObI B OJIHO¥ TIEMH €CTh Pa3pbiB, CITUPATH MOKHO
MTOJTHOCTBIO Pa3/leJIUTh Ha [Be 1enu. B aTom cirydae
TOMOJIOTHYECKIE CBI3U OTCYTCTBYIOT M LR HeJIb3st
omnpeneants (puc. 24-15, 6).

Teneppb MBI MOJKEM OIKCATh CKPYYEHHOCTH
JIHK, otmepupysi maMeHeHueM IOPs/IKa 3allerie-
HUs. 3a TOYKY OTCcUeTa MPUHUMAIOT TOPSIIOK 3a-

alk=1

0 Lk=6

Puc. 24-14. Mopapok 3auennenua Lk. 3pech, Kak 06bIYHO,
Kaxpas ronybas jeHTa 0603HayaeT OfHY U3 LieTeit 1ByXlie-
noyeyHoit JHK. [Ina Monexkynst Ha pucyske (a) Lk = 1, ansa
MOJeKyJH Ha pucyHke (6) Lk = 6. OpHa u3 uemneit (6) n3o-
OpaxeHa He3aKPYYEeHHOM, UTOOH! sCHEe IMOKa3aTb IPaHULY
BOOOpaXaeMOW TIOBEPXHOCTU (BnefHO-ronyOoro 1BeTa).
Yucno nepeceyeHnin AaHHON MOBEPXHOCTU CIINPAIbHON HU-
TbI0 COOTBETCTBYET MOPALKY 3aLeIUIeHUs.
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1 6 Lk Heonpe/ieieHHO

ALE=-2 2
aLk=200=Lko\ -

6 Lk=198

Puc. 24-15. NopsapoK 3auenneHus Ha npumepe MOJIEKYN
3amkHyToi KonbueBoit JIHK. Konbuesasa [JHK pasmepom
2100 m. H. moKa3aHa B Tpex dopmax. a) PenakcuposanHas,
Lk = 200. 6) PenakcupoBaHHas C pa3pbiBOM B OAHOW Lemu
(tukoMm), Lk Henb3a ompenenuts. 8) YacTU4HO, Ha AiBa BUT-
Ka, packpyuenHas JHK, Lk = 198. YacTuuHo packpyyeHHas
MOJleKy/1a 0OBIYHO CYLeCTBYET B CYIEPCKPYYEHHOM COCTOA-
HWW, HO YaCTUYHOE PACKPYINBAHUE TAKKe MOXKET 00J1erInTh
pasbvenutenue yeneit JTHK.

reriennst B peamakcuposanroit JHK, 1. e. Lk,. s
MOJIEKYJIBI Ha puc. 24-15, a, Lk, = 200; ecsin 13 Mo-
JIEKYJIBI YIQINUTH IBa BUTKa, To Lk = 198:

ALk = Lk - Lk()
ALk =198 — 200 = -2

OO6bIYHO y00HO BBIpaKaTh U3MEHEHHUE MOPSIIKA
3alleryieHust yepe3 rapaMeTp, He 3aBUCSIIUN OT
nmuHel Mostekysiel JIHK. 9toT mapamerp Hasbi-
BAIOT IUIOTHOCTHIO CBepXcrnupaiusamnuu (o), niu
cnenu¢uiyecKuM U3MeHeHHeM Nops/IKa 3alernie-
HUS; TUIOTHOCTH CBEPXCIUPATU3AIINN PaBHA OTHO-
MIEHNT0 M3MeHEHUs YHUCJIa BUTKOB CIUPAIN K WX
ymcsy B pestakcuponannoit JJHK:

o=ALk / Lk,

(24-1)

(24-2)

B npumepe Ha puc. 24-15, 6 6 = —0,01; 310 03HaUaeT,
urto yraneno 1% (2 u3 200) sutkos cnimpasm B /[HK
(B B-popme). OGBIYHO cTeleHb pacKpydnBaHUsI
kaerounsix JITHK cocrasser 5-7%, 1. e. 0 = —0,05...
—0,07. OTpunarenbHoe 3HaUEHNE TTOKA3BIBAET, YTO
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U3MEHeHUe TIOPsIIKA 3allellJIeHUsI CBSI3aHO C pac-
kpyunBarueM [[THK. Takum o6pasom, cBepxcrmpa-
JIn3anys, BBI3BAHHAS YACTUYHBIM PACKPYYHUBAHU-
€M, — 3TO OTpHUIaTeJbHas cBepXcrupanusarus. 1,
Hao6opOT, MPU HEKOTOPHIX obcTositenberBax JHK
MOKET ObITh IEPeKPyYeHa, YTO BHIPAKAETCS I0-
JIO)KUTENbHBIM 3HAYEHWEM CBepPXCIUPATU3AIINN.
Ormerum, 4To B cayyvae, korgaa JJHK wactuano pac-
rreTeHa (OTPUIATETbHAS — CBEPXCIMPAJIU3AIIMS ),
3aKpydyeHHast BOKpYT ocu yacth crimpanu JJHK sB-
JISIETCS 3€PKAJIbHBIM OTPa’KEHUEM TIePeKPYYeHHOI
crimpasin JIHK (osioskuresibHast cBepXcrypainsa-
mus) (puc. 24-16). CBepxcnmpanusaius He CIy-
YalTHBIH TTPOIIECC; XapaKTep CBEPXCIUPATU3AITAN TI0
GOJIbIIIElT YacTy ONUChIBAETCsT ehopMaleii Kpyde-
uud, Bosuukatorieir B /IHK mpu ymenbienun winm
YBETMYEHNN TTOPSIIKA 3aIETLIEHNS TT0 CPABHEHUIO C
B-dopwmoit IHK.

[Topsamok 3aremnienns MOXKET U3MEHSATHhCS Ha
+1 mpu pasprie oxnoii iern JIHK, moBopore ox-
HOTO 13 KOHIIOB Ha 360° BOKPYT BTOPOIA IIENTN U COe-
JIMHEHUU Pa30pBaHHBIX KOHIIOB. Takoe m3aMeHeHue
HE BJIUSIET HA YUCJIO Tap HYKJIEOTH/IOB WJIU YUCJIIO
aTOMOB B KoJbiteBo# mosiekysie JJHK. JIBe hopmbr
kosibiieBoit JIHK, pasnmyatomnmecs: TOTbKO TaKUM
TOIOJIOTUUECKUM CBOMCTBOM, KaK TOPSJIOK 3alle-
TJICHWS, Ha3hIBAIOTCS TOTIOU30MEePaMHU.

Penakcuposannas /[HK

Lk = 200
ALk = _7 \A{Lk -

HO]IO)KI/ITB]II)IIOG
cymep-
CKpyuYMBaHUe
Lk = 202

OrtpunarenabHoe
cytep-
CKpy4YHBaHUE
Lk=198

Puc. 24-16. OTpuuatenbHas M NONOXKUTENbHAA CBEpX-
cnupanusauuu. [ina penakcuposanHow Monekynst [JHK,
IIOKa3aHHOM Ha puc. 24-15, a, 4yacTM4yHOe pacKpyduBaHue
WIN IlepeKpyuuBaHue Ha fiBa oboporta crmpanu (Lk = 198
win 202) IPUBOAUT K OTPULLATENLHOW WIN TTOOKUTENLHO
CBEpPXCMUpannN3aluu COOTBETCTBEHHO. 3aMeTbTe, YTO OCb
crimpanv THK v B TOM 1 B IpyroM Cy4anx 3aKpyuuBaeTCA B
IIPOTUBOIIOJIOKHBIX HAIPABJIEHUAX.
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