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(Abstract)

Genetic information of organisms is preserved within sequences of nucleotides in genomic DNAs, which are possible
to be replicated by DNA polymerase semiconservatively. The sequences of the DNA molecules in organisms are
variant, but long. Even the DNA dflycoplasma genitalium, which has a smallest DNA among all types of organisms,

is of 580-kilobase pairs in length. However, the long DNA can be synthesized with neither some prebiotic experiments
nor the present DNA synthesizing techniques. Only oligoribonucleotides 55mer are possible to be synthesized in the
presence of a montmollironite claynder prebiotic conditions. How is the long DNA synthesized in the primordial
environment? Ohno proposed the model that genes of the present organisms emerged from short repetitive
oligoribonucleotides. Several types of DNA polymerase are capable to synthesize long repetitive DNAs with more than
50-kilobase pairs in length from short oligonucleotides such as, (TAG), (CAG),, (TAGG), (TTAGGG),
(TACATGTA),, and (AGATATCT), by conventional enzymaticeactions. Furthermore, telomerase, which catalyzes

the synthesis of the telere of ewoaryotic gmome ends, can synthesize the complementary repetitive DNA
(TTGGGG), in the presence of a RNA template by the reverse-transcriptional activity. There are various repetitive
sequences sh as (GT), (CAG),, (GGAAT),, and (TTAGGC), in the genomic DNA of different organisms containing
Baceria and Eucarya. Based on these examples, it is deduced that short repetitive DNA should have been synthesized
from short RNA in the presence of oligopeptides catalysts or ribozymes, which have primordial reverse transcriptase-
like adivity; genomic DNA should have emerged from long repetitive DNAs elongated from the short repetitive DNA

in the presence of primordial DNA polymerase-like oligopeptides or ribozymes. | discuss the fitauditiiese ideas,

proposing a model for the origin of genomic DNA from the reverse-transcription and expansion of repetitive

oligonucleotides.
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BUFAMOBIBEROIZE A EILS 7 A DNA IZFEKSNTE Y, Ziud DNA KU A7 —BIZ LV BRAF
ICEBEIN TS, ZORIE, /7 /5 DNA 28T 5~vAa7 TR~ - =42V U ATEx, 585
MR EIERICR V. 20X D7 K8 DNA X, BIfED DNA OfLFEAMENZH > TLTHAMTE 220
2, F L TROAMBEALIRT O BREE 2 M L 7oL B LT T VRS TIEEBL S L Tview, ME—, 55 R
DAYV VR VAT RPKEHMAEET CEAMNICERT L2 ZERRVWEENTZDOHRTHD. 137
LT, 7/ 2 DNA (ZED LI L TEAEMNIIEF TRV DNA RO THAH I 0?2 KREFFIE, BFE
YW OBAR FITEBE BRI N E LT RNA 22D#EA LT VA LI, DNA AU A7 —FiX
HHHIE DNA %, 72 & ZI1E(TA),, (TG),, (CAG),, (TAGG),, (TTAGGG),, (TACATGTA),, (AGATATCT),
REDOEHKE DNA ~MAETHZENMON TS, Fiz, T78u 27 —B L RNA ITHHTM 72 KE
DNA(TTAGGG), # WG ERT 5 Z ERRESN TS, Z LT, MESCEZELEME & OBAFLEMO
77 2 DNA HZiE, 72 & ZI1E(GT),, (CAG),, (GGAAT),, (TTAGGC), 7¢ & DX1E DNA MNEEAFIEL TV
L. THHOMANLEERL, £, AVIVRX I LAF REF) IXTF RBEEYNICERS N,
ETNOOFTOFRTHIEIENEZROA Y IXTF RnEiFZAd ) IX 7 LAF R (VAR A L) BRE
FVIVRXZ LAF REHHE L CEA) 74XV RXT LAF REERE L, KE DNA %46k
LD TIERWhEEFHEZT T, 2L T, ZOKE DNA 73, DNA KU A 7 —BiEkE R OmEETF
REIZY AL 2L, REKEDNAICHEL, 7/ A DNA ORJIZR 72D TlIERWinE B 7.
EFIL, INODOBIERFEL BT, RKIEEBEOWEES LHREEICIZLIZS / A DNA ORREOET V&
EET 5.

1. FLdic TN T &) RNA U —/b RIGRDNRUTIA E -
TWA[3]. WThict X, BUFEmiTEEEHRE LT
HIEK OFEAE TR 46 (EFERTEHEE SN TR, AW 7'/ 5 DNA 2L TEKY, bABRMTARkINEZ
DREETIAT DA A DFERN G 38 (E4FAT & HE LliFEEW 2. 2L OAEWDS /) A DNA 1L, EhE
EIITWDL, 2] ARG WML, BIFE NOT ) LA7ay ey MIE D SUEICHE RS IFES
DAY L RIERICT A% 2 U REERR(DNA), U REER HATEY, TOEMSEER DA SN TE TV 5.
(RNA), # /374 %ﬁbfiab T DI%IIRIER L Table 1 2\ O OflZ <7 . HEE, @, BLO
H SRR D 0 IR , BIEDAEWfEA~ L L a4 O — 11T & 5 KW B (Escherichia coli)[4], & b
TERETHAH N 9%7_73)35‘(;114'(“3?)073 [1]. L2 (Homo sapiens)[5], 3 LY 1A XF X ) (4drabidopsis
L, RNA 2EEEIENE (Irds, BERIEMEEZ HD RNA % thaliana)[61D%" 7 . DNA EiX, FHEII 400 5
URPA LEIES) EBEFEROBWFEO % 3R Hxt, #9031 (BfEHES, BLOW 1 BEETHY,
A TWDHZEMBERAS, RNA B CAEMEEN 70, BUET2AEMOT RN ) DERTH~A 2
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Table 1. Typical genome sizes and gene amounts of some organisms

Spieces

genome size gene number

Bacteria

Moycoplasma genitalium
Buchnera sp.
Escherichia coli
Bacillus sabtilis
Pseudomonas aeruginosa
Synecocystis sp. PCC6803

K12

Archaea

Methanococcus jannaschii
Pyrococcus harikoshii
Aeropyrum pernix
Halobacterium sp.

Eucarya

Saccharomyces cerevisiae
Caenorhabditis elegans
Drosophila melanogaster
Arabidopsis thaliana
Homo sapiens

580 kb 484
640 kb 564
4.64 Mb 4289
4.21 Mb 4100
6.3 Mb 5565
3.57 Mb 3169
1.66 Mb 1715
1.74 Mb 1979
1.67 Mb 2694
2 Mb 2058
12 Mb 6286
97 Mb 18000
120 Mb 13000
125 Mb 25498
3Gb 30000

(kb: 1000 bases; Mb: 1000000 bases; Gb: 1000000000 bases)

TR« =K 7 N Mycoplasma genitalium) TS 2.,

58 i Hs L IEFIZR VT ADNA ZFF > TV A[7].
72¥, M MNE R/ ND T/ L DNA O S
VEBIRFO% (517 fH) b k% 40 T
b5, LHELLERELHD[8]. 22T, ZDLkH7%
FR727 7 2 DNA 1%, ED LX) i camishiz
Dy, EWVIERZK L 5 DIXEE T TIE RN TH
A9

URX 7 VAT FERURZ HFE S LY R
X7 LAF R (RNA) BWEAYRICER SIS Z LI
Orgel[9], 1#JF[10], Ferris[11]5 (2 & W £Hcsh Shu-.
B ST HEEH RNA DR 31, Ferris HORTAFE T
TOAEDERIIED 55 WIEENRE TH Y [12],
BRI DO EAMH R GRRITWVETEBIE S TR
V. BERAEBRAROTT IV E LTIE, BR8N
2 RNA OEEAYRZMHREMIZ X 2R RNA Ak
DREFHZIZCE VIRIB I THR Y [13], K8 DNA Ol
EVIERRE T VTR SN TWRhoTo, 22 TH
FI1L, 7/ & DNA #EIZEBIT 2 K8 DNA ORiEY
WERRET VEE 2T,

AREL, FTH 2 BTY RIS LATF RERENS
FIfH RNA OEEEYIE ROV T OB EDI R4 5y
Hri, 7/ & DNA BEIZBITDBEA RS, i
<H 3 BTIE, KREFDRIE L7 M2 88 E RNA
DA 7R AKIC X D2 RBNE RNA B 10

48

A3 L, 7 DOFEEICBIT DA
THABERTS., &6 4 =TI, BAEEMORENA LT

% RNA 725 DNA ~DWHREE, %8 DNA 725
K8 DNA OMESKRIGESHTL, 7/ 2 DNA Gt
AIZBT D RO DORIGOEEEE2E2 5. £ LTH
5FTIL, 2 BENDLE 4 BOMANLESHENS
HiZ LR L, 8 RNA O REIE DNA DA
W E RO £ D17 7 2 DNA GtAE T V%42
FT5.

2. BB L OF 7 B OTAEMRIE T T VO
Bl L ORME R DT

BB ORTAEMRIGRET L & LT 1960 A%
GHTEICE D FTHEEBMIZITOIL VWD, KET
X, B X7 UATF RIS O SELEE O BAEMIN A Rk
EBE oL, FOMEREIR~S.

DNA <° RNA O X 9 Z2#7mei%, W, A, U o me»
ORI TND. FEO—FE, UAR—RIL, FLLT
VT RS A AER S [14], O,
TT=UE, VT UBKRET =T DD YR
CAREN[5]. LT T = 0BEAE, TF Y
VETAXTTT B L CHEEYICEAT
T DT LEIRENT[16]. X7 LAY RO U b

JRFE LR CBOAE T TR ZO([17], S 66
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DD E, X7 LAV R BIR 2,3 Y UE(nucleoside
cyclic 2', 3'-phosphate, cpNp)°X 7 LA K 2 U U,
X7 VAT R 52K Y U UW(nucleoside 5'-polyphosphate,
polypN) 3G S 72[18]. Z D polypN &7 2 v %7
BEEL S5 & ImpN BEAMVIZER S [19], =

AUTIRB I LA R REIEE / ~ — 0 b OB E
ARSI SN, LEOFFEERNS, £ VR
R 7 LAF NIFRTAEICHERE L T 2 L HEE &
ni-.

BNWTE VR LAF ROEGIZ L DM
RNA DOEAMIIERRICHOWTIRAS. cpNp D—F,
T Vv Bk 2, 3- U “fg(adenosine cyclic 2!, 3'-
phosphate, cpAp)iE, EAASUCSEA: FTRISSED & 2
WIREL EOEE RNA 24 U72[20]. AKIEEO K
ST, ImpN O—Ff, 75 /v 5WU VR I X
>V R(adenosine 5'-phosphorimidazolide, ImpA)7> 2 ffi4:
JBA A DIFET DT 5 AR CRAYICES
THZER[1021], FEROEEIS T F P 5-Y
VA 2 XU R(eytidine 5'-phosphorimidazolide, ImpC)
N6 HMAERFTARTE D Z LavRENZ[22]. Zh
DOFERND, BT /) ~—ZHRMENE LT 6 M
FEFETTIEH 20358 RNA DSETEMNIIZERR ST
W Z EHEE STz

RIZHFRL RNA 2N TZSOSSRAETO' / VAR 7
L AT R DA RNA OBAYEHICONWTE &
W5, B RNA & LCHEY X7 LAF RO, £MZ
Trlx, IJ7 5V fEAIXY U R (guanosine
5'-phosphorimidazolide, ImpG) 7% 30 ¥iFED(G)3 £T
EBAYINICEATE, RENICEEBIEOSR SN
L7z [9]. &EMHEIEX 27 AT R%& ImpN 26X 7 LA
VR 5LY UEE2- A F A XYY R(nucleoside 5
phosphor-2-methylimidazolide) ICZEF L 7= & %, A&
DO, 3-5'Y UEEY T AT UEES DOES RNA VA

RENDEEOHEN, HEE RNA OHEFER OB 4
oz, BlziX, AU X7 AT R(C), DFRIIXT L

T, IT vy 3N U2 AFLALAIXY YR
(guanosine 5'-phosphor-2-methylimidazolide, MelmpG) %
AV, FEEFITAWTIZ, Mg™ OFFE T TGS 72
L&, 35 UBY T AT OVRES B b o 50 HEER
DOFEEH RNA D3ERL S 72[23]. ZEOMziE, #7754 RNA
C, UpZHTHALGEEGATD BEEROAY I
X7 VAT ROER24], TV X LRI X7 LATF R

49

(COLICED DG L CEAAY AR LAT

ROER25)172 EDHELH L. ZNHDOEFRLY, 50
HRE £ CTOMEH RNA DAY ARK PTRER Z &
DRENTZD, #7 RNA NED X HICLTAERSH
TemEnd E%F'Ejﬁ§{3‘i§7)‘<§%é

Ferris D7V —71%, ##8 RNA O 0 I 1818
%®~@%y%)mf4k%%mbf,mw\#%ﬁ
AMRIICEEE RNA BERTE D Z & AR LIZ[11].
bt EER, KE S5 HEED 3-5') vy~
AT NVEED B FFOMEH RNA DNEAMICAR TE
[12]. FUSimbfr L v, o' ot A MR
I U7=46584 RNA OAMARGRIT, (C), DFFC
*9% MelmpG HAIZ L D48 RNA OIAYIIEHK
F L0 B RS EEA K E o 72[26]. FEPIE ImpA
W5 L RGOS ERAE L TR Y, KirOHER EiZ 17
fELIZEEBbhs. L~ T, BiEWINIC 55 #k
R E TOHE RNA OGN FAGHIERSAT T CrlREZR
T ENIREND.

WIZE ) TAXVIARRX I LAF ROEAICL D8
$H DNA OHEAYHIERUZBI L THELT 5. DNA OFf
ERERT 5T A% U R—R1%, EAEMICITARK L
WS ERESRERT). £, TAF VYRR
7 VAT ROFEUMET X277 7 v 52U UlgA
I # V' U R (deoxyadenosine 5'-phosphorimidazolide,
ImpdA) | ZEEAMN R ESBOSHNIEE A EBZ B2
EBRENTZ[22]. — 5T, IR S WD Rk RS
HEFTTFAXRLF I 53 U U FEATTP) S HE &7

[cyanamide 7> 4-amino-5-imidazole carboxamide (AICA)]

EIIVT 4 05 8 BIEEETRATE [2829], W72
F Y A XD ELAER D IR L VAT AT, fiA

FIFTE T C 4 HER ORI DNA NARTE52L b
WE SN [30]. LasL, MEEHIDFERR R ERIE
MG RRET VL E LTIZIT AL, BRBING
—EDOFFRITLERE D /2. Lizdd-> T, %8 DNA
DEAWE FRITFTR 7 7 — A TIXATRETH 5723, i
EMHIERCET V& L TOBIEMEITZ L2 L3RR
Sh-.

LlbEFE s L, BEHEmoBAMIARICE LT,
TR CIRRWRFBRZ2 560 T8 DNA OB b
AN, LanL, RiAEMIERBERET VE LTHE
I T AR VR 7 VAT REb B4
3B DNA OEGRITIEE A LB B0, & RNA



Viva Origino 31 (2003) 46- 61

DA FUTRE S %N 2 5 & iR 55 RO
B4 RNA OGRS FRETH o7, #78 RNA OAF(E
TIZRWT Y, MiaHlZfb72e\ D CHMIZ SR
T 50 YE AR OB RNA ARSI TR Y, Fi8{ RNA
DEAMNERIIES THD. Lizi->C, JHtHme
DORZEMRIERET LV E LTIE, 8 RNA 2SR
BRENIZEBZ HNLD.

3. KREFHZHEE L - EE K EEROMEIC L %8s
FHATT IV EZFDTT IO

1980 FARIZAD, B FOEERIINEHEIND
H, KEFHLE, BT LOTORREBEO X 7 E
DHFNHEY IR LB 2 (AW & 2) RS & %
NWEFER U727 X BEEHIN S < AFET D2 L2 /D
Jle. 22T, BRRAEMREDOMET VT I VIBDZ
TUIMET VT I Ev U AQ-7 = h R
TA ORI E T X RS L, MRV IRL
HELT B80S 2 i 5 Z L aRE 1), Zhbk
ARSI CTH S EHEEm L7c [31]. 0%, EEMRkGE
BHUEEILT [32], & FOF LT cmye & =T b
U D v-myc B T33], v U AEI 0T Y Vg C
f51[34], B-27 v a7l U BIET[35], =7~V
DI LA c-ste & 7 A L A DFAFE G- v-sre [36],
~Z VT RRD AR e Y A FHUREIRF[37]), 7 XD
LARY e TRFLal) w7 ¥ —EET[38],
~AD HI b A BB F[13]TENEIUEBN R A
BFIAHEE L, ME LTS, flzi, ARueY A R
noE o % A 36 O R
GGACAACCACAAGCACAAGGAGA-
TGGAGCAAATGCA 78 12 [FIRIE LTV, JFhafdsl
HEES N L L, ZOBFIORTEE, SHIZ 6
HREE OB S ACAACC, ACAAGC, ACAAGG
@y, FOEGRESNC EITE D 2 Enbnd. T
b, BWERSONEICEW KBRS % & TofE
WETholz., ZOX D RBIEHERNG, KEITISER
FNWZEE L, BisFOfEAER L O RIZE LB
EE AR LIZ[1337].

KEFIX, BASFHEAET D720 E R 3 SOEE:
ELT, (DEWHALE Y H(open reading frame) % 755
WIERKTE D, QoY v 7 AR — k72D 2 Kk
WEERBITRTE D, QWEHAESIDOKE, A,

\//\07 %i‘)

50

B e & DGR B3 L CHRWEEA & D PR A LT
Wo, ZlxaEZ ET, T (1) oBEfRBEL
T 300 HEER D RNA OFIFRTE R, >F 0 100
TR BIREED Z R B R AT E DR L
7 U LEENIN D DG L RAERSI D D8 E THE T
L, WiaE1To7-. BUFAEMOBERT 1L, 1 Blth=
Ky, 3 f&iba Ry, 61 7 /a2 R Thsd. 22
T, TUHLEBINOBIRFEERTE DRI,
(1/64) X (61/64)° = 135X 10", 9 HIERDOFIERSN D
DRERIT, (3/64) X (61/64)° =423 X107 & BiH L7=[39].
ZORERER LM, KEESIA ) D BRI T
TUL LRSI E OB TnD EEZ L, BV
T L ORENTER SN2 C, e H D X2 /R
HE(EABIE LD TRV, an~l v 7 AR
T RRED 2 YHEEETERCE 57 X RSN 72
D 9 HERESNDBMIEL 225 H 20X, T/V¥ =2 (Arg),
T ANT X (Asn), ZVH I (Gn), TH I UEE
(Glu)7g EBAWEA FEHEEG L72~<7'F F¥iRIL, o
Uy 7 ZAMEZTER LT, £ 2 CHRIE, 10 M
FFE D DNA ${ ATCAGGAGGA % FEAHINL & L CTHF
ORAERANE, 3 FIKE S 30 B KO DNA
(ATCAGGAGGA); 75 12 BFHEE DT F R Tle-
Arg-Arg-Asn-GIn-Glu-Glu-
Ser-Gly-Gly MR TX, a~V v 7 AEEEZ R L
T D BRI, ZHUS, T X DERERYING 2
UIEEE AT D LV HLNCES THY, QD EH:
WZBWTH KERSINAEN TS Z EaFRLE.
7o KEFIE, K18 DNA EFIORIEHRNIN 3 OfEHTe
WHBRREWRTF FHETERTE D LB XTI DFED,
3HHT1 T /A 2— T 50T, R2ELEREOK
TN 2 FFoM8H DNA 28 3 BIKE LT, 4 AR
DOREHN DAY TTF KW 3 BIKE LT & 23y
B LK TERV. L, Eoflokoic 10 #
RN ROMERSIORE, 3 BIET 5 & 12 A
ROXRIBERERTE, ¥ o BEEORKEH
REROEMNRHLND. ZORERINTHEIED KK,
A, BRI LD ERERIZ L ik FUsA L
T, RV 2 SOFiA s WD, BWEiAs D
OB D ATREMER H Y, Fid & D DR/ MED
WREEZ I WERBIIE R . £ ZTHRIE, G)D
FHRZIBWT S RS IDMEN TV D & F3RE L72[37].
WRICKEFIE, B O L EKICBI L TER L.
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BBEORIAEMNARTET MY, 5 2 B CRpilcfigan L
2. BEMWEZTANSLTWET LV E LT, &ML
VARXZ VAT RBE /) ~—nbA ) d~— (FEHY
PR ~HEAT D Orgel EIEIICXDETA10],
FIEH U R A 58 & L CORE & ORI
HAT D Orgel HIZKDETAONDD. T ZTHIT,
5 HEFLRAEEE ) AR GCCAA DSEIEMIIICARR S,
WA L% 10 MEROKEREM) NEB
GCCAAGCCAA MARKLTZ EE L=, Orgel HDE
TIHEZIE, Z O RN EERL L 70, WA
WY IZFRM 8 UUGGCUUGGC A TE 5. ZD
10 # £ % o 2 K #H UV X BE B
GCCAAGCCAA/UUGGCUUGGC Mgkt L C, b7z
BHTH 3RO 5 R ST TRERHAET D L,
& SR 5 FRENZIUIAM D, ZRBZEHL
Sy AL L U CHIfSHS R S g, R
MET L. Zoffft, fRa, EREHRVIRT LT
B REBPEHR TE 5 L RFIZEXT-. 2D 15
HiHRE GCCAAGCCAAGCCAA 1% 5 7R Ala-Lys-
Pro-Ser-Gln DAY IX7F NIZEIRR &, #&lk=a Ko
EEERV. BEAHAL VR 1 BEETOTHhTY,
CCAAGCCAAGCCAAG 7> & Pro-Ser-Gln-Ala-Lys ,
CAAGCCAAGCCAAGC 75 Gln-Ala-Lys-Pro-Ser 73%
AREN, 7 BESNIFRIC & 700, JERAEEIZER .
Z OBERSNE, A% B OB R OB 2l
729, & ZCRERL, HARESIR RS 2 AT 5
FIEH ) AN EAE YRR SR L CREE U AR
LR ZNNE T ORI T L IR T D TR
P LA AR Z T2 [13].

UL, FEH T ZORFUCITERIIIR ST
WEL ORENRS D EEZ2 5. Bz, ()EFRIEKLT
HIREEH ) RO ESE N FTRETH 50, QFHERE
VLo U Rl % BAMNIN AR ATRETH D7, ()R
WEEIRRRDET AN, RENRENTHD. 8,
COHUTBIE T OFEEL WO BLRT RNA & /™7
BaFEARL LR RNA - # o 0 BT —)L R) T
LT 5%, BIfED DNA BEONRNA L&
Bt (DNA - RNA - # > X7 B U —/L R) 128
FLRET  H DNA OFEAEITRL Ty, 22T
LIt DI, KREIGHZATHEE LT RNA - # 23
7T —)L K775 DNA « RNA « #2837 U—)L K
~DIEfF LRSS 7 5 DNA OFEAIZHOWNTELE

51

T5.

4, BHEX 7 VAT R HEE DNA ORBRENHE
ARk

BUFAEWM D7 7 5 DNA IE, DNA RU 2T —BIZ X
DRI ARENTVA40]. SF 0, @RI 2
A E 22> TWD S L DNA BDENZIUT E T T
BlE 720, DNA RYU 2T —ERERIRIN R 7 Z
A ~—0 3-OH K LHHRE / X7 LATF R
HATHI LT 2R /) ADNA 2 B —T& 5 (Fig.
la). L7=2->7T, DNA AU 2 Z7—8I%, @D DNA
BEUZBWTIE, H O UDIFET 2875 DNA O
EEFNAD BTV D EIEE R Z BEICER-T 50
AT, ZOH DNA ORI %% 5 DNA [TAHKT
TRNZ L2 b. LinL, EESE WD TRE S
7-BiF % D DNA IZ8 T, DNA ARU X 7 —EnE
DO R LR G T 2REBENERFE RN, £
DT N—TIZ LY i S7z(Table 2).

1964 -0 Komberg & Khorana 513, Escherichia coli
@ DNA KU * 5 —F [41]2%, 2 ¥k (TA) OIEH
P& 6, 8, 10, 12, 14 HEED(TA); (T
DOBEFIIERNE AR T) , (TA, (TA)s, (TA)s,
(TA), FIEHE AR DNA %, REH51E DNA(TA), ~f
RO TE D Z W& L7c[42]. 1 5 1F, Z %8 DNA
MRS DNA ~OMESIGET /L E LT, DNA RV
AT —EBDORY v I EREREZ LTS (Fig. 1b)[43].
Z ORHRICITERCEIEN L STV R o 1272,
iR L7z DNA DR SITHEDD HILTVRNAS, K
AU DT 0 B DNA DMVERL L7 & HERI S 7.
Z D% Khorana D7 /b— 7%, (TG),6/(AC),s [44],
(TAG)/(TAC)s4 [45], & 5 IX(TATC)(TAGA), [46]
mED2, 3, AR OGN 72 5 FAERSINS,
[l DNA RU 2T —BIZL o THET S Z L &2
7. TNHDORIEHAY v TR EZZ HILTND.
7235, B L7 DNA OFK S, H8(TA)XIE DNA 7>
HRHATAKIE DNA fHEER & FRRICHEZE ST
AN

1992 4E(Z Schlbtterer & Tautz 1%, 2 HEL IO 3 1
BN 2 H 3 22872518 DNA 723, 37°C TR Y
v TET D 2 & & T u— A VERICELE T
L, fixk 700 Mot £ TR 92 2 & AR L72[47).
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Table 2. Summary of repetitive DNA elongation with some DNA polymerase

Short DNA sequence Reaction DNA lenght DNA polymerase Reference
(5'->13" temperature elongation
before after
(C) (bp) (bp)

(TA)3-7 0-45 6-14 ND E. coli pol I 42
(TG)2-6/(CA)2-6 37 412 ND E. coli pol 1 44
(TTC)3-4/(AAG)3-5 37 9-15 ND E. coli pol 1 45
(TAC)3/(TAG)4-5 37 9-15 ND E. coli pol I 45
(TAG)4/(TAC)3-4 37 9-15 ND E. coli pol I 45
(ATG)3/(ATC)3-5 37 9-15 ND E. coli pol I 45
(TATC)3/(TAGA)2 37 8-12 ND E. coli pol I 46
(TAAG)2/(TTAC)3-4 37 8-16 ND E. coli pol 1 46
(GT)15/(CA)9 37 18, 30 460 E. coli pol I 47
(AG)15/(TC)9 37 18, 30 700 E. coli pol I 47
(ATT)I5/(AAT)9 37 27, 45 400 E. coli pol T 47
(GTT)15/(ACA)9 37 27, 45 120 E. coli pol I 47
(TCT)15/(AGA)9 37 27,45 250 E. coli pol I 47
(TCA)15/(ATG)9 37 27, 45 110 E. coli pol 1 47
(TAC)15/(TAG)9 37 27,45 350 E. coli pol I 47
(TCC)15/(GGA)9 37 27,45 200 E. coli pol 1 47
(CCA)15/(GGT)9 37 27,45 100 E. coli pol 1 47
(TCG)15/(ACG)9 37 27,45 50 E. coli pol I 47
(TGC)15/(GCA)9 37 27,45 50 E. coli pol I 47
(GCC)5/(GCC)5 37 15 250 Taq pol 48
(GCC)5/(GCC)5 37 15 80 Klenow 48
(GCO)5/(GCO)5 37 15 32 Sequenase 48
(GCC)5/(GCC)5 37 15 45 HIV-RT 48
(GCC)5/(GCC)5 37 15 30 Calf pol 48
(GCC)5/(GCC)5 37 15 40 mouse pol B 48
(AT)8 65 16 20000 Taq pol 49
(TA)9 65 18 20000 Taq pol 49
(AAT)3/(ATT)5 47 9,15 20000 Klenow 50
(AAT)3/(ATT)5 47 9,15 2200 Taq pol 50
(CAG)3/(CTG)5 47 9,15 2000 Taq pol 50
(TACATGTA)6 74 48 10000 Tth pol 52
(TACATGTT)6 74 48 ND Tth pol 52
(TACATGAA)6 74 48 ND Tth pol 52
(TACATCTA)6 74 48 ND Tth pol 52
(TACAAGTA)6 74 48 10000 Tth pol 52
(TACATGAT)6 74 48 ND Tth pol 52
(TACATCAT)6 74 48 ND Tth pol 52
(TACAACAT)6 74 48 ND Tth pol 52
(AGGTACCT)6 74 48 10000 Tth pol 52
(AGATATCT)3 74 24 20000 Tli pol 53
(AT)24 74 48 ND Tli pol 53
(AGGTACCT)6 74 48 ND Tli pol 53
(TGATATCA)6 74 48 ND Tli pol 53
(ACATATGT)6 74 48 ND Tli pol 53
(TCATATGA)6 74 48 ND Tli pol 53
(ACTTAAGT)6 74 48 20000 Tli pol 53
(TATTAAGA)6 74 48 ND Tli pol 53
(AAAGCTTT)6 74 48 20000 Tli pol 53
(TCTATAGA)6 74 48 ND Tli pol 53
(TACATGTA)6 74 48 ND Tli pol 53
(AACATGTT)6 74 48 ND Tli pol 53
(TTCATGAA)6 74 48 ND Tli pol 53
(TAGATCTA)6 74 48 ND Tli pol 53
(TACTAGTA)6 74 48 ND Tli pol 53
(TAAGCTTA)6 74 48 ND Tli pol 53
(TATGCATA)6 74 48 ND Tli pol 53
(AGATATCA)6 74 48 ND Tli pol 53
(AGATTTCT)6 74 48 ND Tli pol 53
(AGGGCCCT)6 74 48 ND Tli pol 53
(GC)24 74 48 ND Tli pol 53
(TAGG)10/(CCTA)10 70 40 10000 Taq pol 54
(TTAAGGGG)5/(CCCCTTAA)S 75 40 10000 Taq pol 54
(TTAGGG)5/(CCCTAA)5 75 30 10000 Taq pol 54
(TTGGAG)5/(CTCCAA)5 75 30 10000 Taq pol 54
(TGTGAG)5/(CTCACA)5 75 30 10000 Taq pol 54
(ACGTCA)5/(TGACGT)5 75 30 10000 Taq pol 54

ND: Not determine, bp: base pair

E. coli pol I: Escherichia coli DNA polymerase I, Taq pol: Thermus aquaticus DNA polymerase,
Klenow: Klenow fragment of E. coli pol I, Sequenase: modified T7 DNA polymerase,

HIV-RT: HIV reverse transcriptase, Calf pol a: Calf thymus DNA polymerase o,

mouse pol B: mouse DNA polymerase 3, Tth pol: Thermus thermophilus DNA polymerase,

Tli pol: Thermococcus litoralis DNA polymerase
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a b

" ~TGGACATGTCCCAGTCATTTACGTT-3’
3" —ACCTGTACAGGGTCAGTAAATGCAA-5’

melting
+
annealing
5 -TGGACATGTCCCAGTCATTTACGTT-3’
3’ -ATGCAA-5’

+ 5 ~TATATATA-3'
3" -ATATATAT-5

3’ -ATATATAT-5’

[$2]

l replication

5" -TATATATA-3’
3’ -ATATATAT-5’

l slippage

5" -TGGACA-3’

3" -ACCTGTACAGGGTCAGTAAATGCAA-5’ I
L replication

i replication
5" -TATATATATA-3’
3’ -ATATATAT-5’
5 -TGGACATGTCCCAGTCATTTAGGTT-3’ { slippage
3" -ACCTGTACAGGGTCAGTAATGCAA-5’ o
; replication
+ ¢ slippage
" ~TGGACATATCCCAGTCATTTACATT3' ¥ replication

w o1

-ACCTGTACAGGGTCAGTAAATGCAA-S " ,
5" -TATATATATATATATATATA-3
3" -ATATATAT-5’

v

large DNA

d . ,
4’ P 5’ )
~ & ~ K
466 TAGeTAGES T466 TAGeTAGEY
OV ATCOATCCA 7, OPATCCATCC A7,
0 '5; ‘g '5;
v

5 b
~ K
466 TAGeTAGEY

C
~TCTATAGATCTATAGATCTATAGATCTATAGA-5’

l hairpin formation

( AGATATCTAGATATCT-3’
TCTATAGATCTATAGA-5’
melting
— +
<< .
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TCT

T
( AGATATCT-3’
TCTATAGATCTATAGA-5’
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)

—ATCT
—~TAGA

( AGATATCT AGATATCT-3’
TCTATAGATCTATAGA-5’

l bulge migration

( ATCTAGATATCT AGATATCT-3’
TAGATCTATAGATCTATAGA-5’

!

large DNA

5 b
~7. K
465 TAGGTAGESY
A\C’Q ATCCATCC4 700\5’
melting % annealing

g

5" -TAGGTAGGTAGGTAGG-3’
+
3" —ATGCATCCATCCATCC-5"

", e
A6 TAGGTAGG\RGS ATCCATCC 477,

3 _\SCO ATCCATCCA 700\5’ o melting |4 annealing
y replication . 5 -TAGGTAGGTAGGTAGG-3’
’ ¢ 3’ -ATCCATCCATCCATCC-5’
~ "46’ @Q}
G TAGGTAGG" ; replication
5 - TAGGTAGE- . 5
3 JHse TageTAGE P ATCCATCC 474005 e o
Arc&”m,rgﬁ\ 03 6 TAGGTAGGTAGE™
(0 ATCCATCCATCC A7,
<e0 ATCCATCCAy, o 7 N
5 N .y,
4 v
8 o TAGGTAGE 5

\/~ BQ)/
65 TAGGTAGGTAGGTAGE.  TAgaTAGs 0 TAGGTAGGTAGES™

Q\@&g ATCCATCCATCCAT(%(})}(TCCATCCATCCATCCATCCATCCATCC 9,

R & el
RO AE %
SR ,\g‘%@\
Q79 %‘g\c&

%
Figure 1. Several models for the repetifiMd A elongation by DNA polymerases
(&) Standard DNA replication mechanism: DNA duplex is melted, andehem single strandddNA (ssDNA) is annealed witeach primer
DNA. Complementary DNA is replicated from 3'-OH end of the primer DNA. (b) DNA slippage synthesis model: Newly synthdstzed stre
of repetitive (TA)DNA is replicated with template (TA) ssDNA. The newly synthesized DNA is "slipped" to the direction of the 3'-OH end of
thetemplate. Newly generated ssDNA is replicated by DNA polymerase. Next slippage synthesis goes on until large DNAC)Haigpie. (
elongation model: Short palindrome repetidA forms a hairpin structure by folding back, and then its end melt partially. The 3'-end arm of
the harpin locdly forms a smal harpin, and DNA polymerase elongates the DNA from the 3-OH end. The small hairpin is\oesgorated
into the large harpin by dippage These cycles of hairpin formation, elongation and slippage are repeated until large Diddeis(d)
Template switching and strand displacement model: Fraying at the erdlglekes can occur. Due to end fraying, there isiticans
intermolecular base pairing between duplexes in solution. The stranaedisnt activity of the polymerase is then responsible for extending
the complementary strands of the DNA duplexes in these intermolecular complexes (Left). At reaction temperatures neag theimeffi
theduplex, repeated melting and staggered reannealing leads to more efficient extension of the two DNA strands (Right)A Asctbases
in length, bulges form in the duplex at elevated temperature. SSDNA in bulged regions serves as templates for the ettiensiopletes.
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7%, PCRIZMHT 5 Tag DNA ARY A 7 —E % H\
T, MHEXE DNA BNRY v 7RI THET S Z &
HLEE L CWD. ZD Tag DNA KU AT —FIZkD
84 DNA 725 E8{ DNA ~OEARIE, E coliDNA
R AT—E 1 &Lbll, BEROITN—TDErz 5
T 7o 70[48,49,50]. ENEH, Tag DNA KU AT —
¥ & Klenow WIA511%2 VT, (AT)s & (AAT)/(ATT)s
LV 16 3 L9 HELOREH DNA 73, 23241 20000
W & 2 5 R84 DNA £ TR L7z,

Z D%FETT BIE, FAFHRALRD 4 AL EORIE
DNA OffiRfl L LT 2 FifHD DNA R U A Z7—BIZ &
o7C 8 HFEDOKEHEN A FF O/ DNA 23E44 DNA
NEMRET D2 LA LI2[52,53]. bR AT
—FDOHND—I1X, Tag DNA RY AT —E LREED
IFBPWEEEHE Thermus thermophilus 7> 0 BB S L7
Tth DNA R Y 25— T, E coli DNAKRY AT —F1
a7 7 IV —A BT OMETH L. 5, B
HEVAE I Thermococcus litoralis >0 BB X 7= Tli
DNA R U A7 —E T, EZMIDY 7 2 DNA A4
95 pol axGte7 7 IV —BILBTHERETHD. L
TeNoT, RUAT—BDOXA TREA > THHEH

DNA 7 H R DNA ~OHEGMABI5L 5 TH 5.

A OFZECIE, 8 WREDOKEHMED 6 [HfEYIKL
N7 % 48 HHREDEISUIE DNA (TACATGTA)s 73,
74°C T 10000 HEFERFOD(TACATGTA), £ CTHET S Z
EDVRINTC[52]. BB TIE, I HIZEV 24 RO
(AGATATCT); 23 Tli DNA 7R U AT —8|Z2L Y 74°C T
20000 5 H% Ll ED(AGATATCT), (2425 2 &8
RENTC [53]. W OMEAE HIZ, AEHEAMAOE
SCReH A 1 SR U7 R SR RS TCH, DNA @
BREITBD T 2 MBREGRPBE SN TND. 2d,
(AGATATCT); A(TACATGTA) &% < @ 8 i
[BISCAE DNA 1L 74°C THEANT EUiEE 7 02 A
A SO HRPRIE & 72> T D Z & MR
(2 X DEMIRBERFE OFITIC L o ORIBS -, 22T,
WERDOAY » FHEET NV EILE D) T EREET
JVDMRENE S U7z (Fig. 1c).

Bolt, SEHALEN 4, 6, 8 HENLRD 30 b
40 HEF DIERSCRAE DNA 728, Tag DNA 7R A Z—
BIZLY 70°C T 10000 HEXLL EICHEST 52 &7
WME I N34, HME S 7288 DNA X
(TAGG)s/(CCTA)s <° (TTGGAG)s/(CTCCAA)s
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(TTAAGGGG)s/(CCCCTTAA)s 72 & D 2 AgHE KL
% DNA T, ~7 B UHEIIERSM N Tl L7z
W2 EARERS N, 728, Klenow Wi Th 37°C T
ZAVHEISE DNA 236 100 SRS E CHET 224
HENDHITND. EER R OS2 ffhr L7z
LA, AV THERAT EUARE L IR, B
B DNA DD #i % (template switching)[55] & & & #i 2.
(strand displacement)[56]ZFH L C&RT 2% Z &SR
IN7o(Fig. 1d). Zo#EE, HABRENTOKIE DNA
DIEFINZIBNT, BIEDS / 2 DNA FTORIE
B F1 D HEIRIZ BFR T D AN 1% 28 S (unequal crossing
over)[57] & RARRNZTHEELL L7-87% DNA OF D #2 3
LB ST 2 & TR .

Lo G, ME#HIE DNA 2 H3ME L LT,
DNA RV AT —BIITAF VIV RX T LAF RE/
~—%HAL, ik 20000 HAEROEHNE DNA ~
EHEARKRTE D Enbholz. LvL, T4F
VAR AT ROBAEYERIZONTE, F2 =
THSNIZBDR ) N2 15 ThH[17]. AWM
IR BE B ICAR TE AV RX I LAF REZEDHE
BERBHFEMELE 720, BICARSNZTA ¥ IR
X7 LAF REHWT DNA DNiflrE St ik
DEEAERR & B DNA AR E 19 F BU-oL.
Z ZTWIZ, M8 RNA b RE DNA ~ORBREN
BB L ORT

AT, 7/ 2 DNA ORI SERS N Z ARk
THTaAT—EEFFoTVDH[58]. ZOMHEIE, ¥
VORI EDIENC RNA (71 AT —F¥ RNA) 2H7
% ¥Elk & o 2X 7 ' (ribonucleoprotein) T, T 1 A T —1
RNA O—HOMEREESN 2L LTRIFL, 7/ A
DNA DOFKIHZ(TTGGGG), (TTAGGG), 72 & D AE AL
H| % Wil GBS D WHRH R Th D[59]. 7k,
Ta AT —EE, EERNEY Tl EBRENICE WD
T, %84 DNA %8 RNA Z %Mkl E L TR
DNA Z 5 T & DR EIEEZ A L T 5.

24 HEHEAERISN(TTGGGG), 27 7 A4 ~—& LT,
TuAZ—EN, ZORE DNA % 5200 HHR £ Cff
ETDH5ZENHALNERST2[59]. Tr AT —EIT,
TIA~—& LT, ERFILSD 20 AR R
DNA(TTTATTTTTTATAAAAATTA)R® 24 iR D Z
v N B OF &= A % M ${ DNA
(AGCCACTATCGACTACGGATCAT) % i\ 5 Z & 8
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TE, 3KRIMHIS(TTGGGG), ZEA L, 7T DNA Zf{#
REI252L8T&D [60. TRAT—EDTTA~—
%, #H, DNA Th 525, r(GUUGGG); B L
1(GGGUUG); M%EgH RNA % 77 A ~—& LTHW,
P RNA % DNA ~RETEL LV oL H D
[61]. 2Dz &iE, TuArAT7—FPORIGHETIZ DNA
DHFEL2<TH, RNA 8L LT AF U R
X7 VAT RnBKE DNA Z2HCE HiEEE AT
% Z & %&RT. 20 DNA FEfF(E FTO RNA A0
X2 DNA SROMEREIEMILT 7 A 7 —8LL
M H ROD > TEY, Tag DNA K 2 5—ER Tih
DNA RV AT —E7) 20 HIERE RNA ((AU))
EHRB IO T A ~—L LTIE DNAAT), &
BT D Z ENTE H[62].

LILEO#ENS, M RNA 2 HREMEIE LT, 7
1 A 7 —BOWHREEMIC LV KE DNA BAARTE
L Esbinotz. ZOKIE DNA X, DNA RY A7
—BIZ LV &R 20000 HHREEOEH#HKE DNA ~& i
AR TE5Z L bbinotc. i RNA OEAYN)
BRIZOWTIL, B2 ETER LIZL D IZARETH .
L7=M» T, % RNA 7 —LOHIZT X JRX
J VAT RE—PFELTWIUE, Taxd—8
X DNA RYU AT —BIEHEERFOX I Ee Bl &
D DNA ZARTE LA+ 0B NS THAH

-

.

5. /7 2 DNA ORRIZEBIT 5 AR O5E

ZIZET, WEBRORAMNERRTET VO, (2)
FSH ISR R X DB s AT T VD5, (3)
DNA RNVU A7 —RIZ X H5HE DNA ORENXE
DNA ~DBRE N RA R DT, (4)1Hs 55 2
BT H X7 FIC L D58 RNA 7 HESH DNA i
FAROS R Zirolz. £ ZTRETIE, (DD
@iz kv shmRE Ry, 7/ 5 DNA Ot
TRIZ 1) 5 KBRS OEENC R L CE AT 5.

KR DAY AR FERRD D, B8 DNA LV birl
AHEH RNA DSETAEMRICAFAE L7z ATREMEIE A2 0 &)
{TpoTn% (F 2 ) . BalOfEaA & L
BT T FOEAEMHIERFERN O, BRI
PHATF RHIFLE L TV AIREMES R 0 IRIEIC /-
TETND[63,64]. LovL, BUFAEWT TR 7 A
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EHTHYA AT TR« =X U 7 A(Mycoplasma
genitalium) T X 2., 58 JHEHEX EFEWICEWNT ) A
DNA %Fi> TV A[7(H 1 EEM)., 22 TOMA
ZHWTHEMDT ) I DNA §itE%EE %25 T2 20
RSN HD. Zhu, ZOBFEEMDST 7 - DNA
DFE S LB OFTEMIE T T VTR T E D%
DEIICHEVICHLRERT Y v I DBbH LR E, K
DORIEME T T IV TIIBUFED D ) LETE-5<
% DNA OERBEEER R TH D, ORI
LCIE, KEFHHRE L= R8HE RNA MR35 2
& TREKME RNA 70, ZIhDRELRFOX v
PRI B O L T2 HBE TRNA)DFELE LT ET V(5
3 BRI)NIEFICHANTHD. Lo, ZiuddH<
EFTHETMCTES, EEORBENTITET VT
FEESI TRV, 2Dk, &7 2 DNA FEEICEE
72, RNA 775 DNA OZHSEHTE TV, £2
THEHIL, RNA 205 DNA ZiBREN TR T& 57
0 AZ—RIZER L, F8H RNA 775 DNA ~Ojfiis
BHRaAER Ll (8 4 %) . 512, DNA &
U A Z—BIZARI > T 5 HEHIE DNA % 20000
IR FORSE DNA IChE T 5iEICER
L, % 4 ETHI L. Riffosr vz liud, KiE
BANET & AEA KD bgRE 2 AT 2 B Is 2 Rk
LRg V. L7Edi- T, SRRSO 7 2 DNA
TholmEEE+FIEZEZLNS. ZTRHDHRNG
FEFL, RNA X I ENLIR DR RNA - %
NRIBET—)V RIZEBWT, F 2 EORIEMNIERS
FRET T K 0 EAMIICA R S8 RNA 723,

BT T ROET Y NP A & (iEEEZEZ S o
RNA) 2LV, B8E DNA [ZHdsEH Sh, i
DA DNA ORJFIZ/R > 1= DT RWNEE X T
(Fig. 2). 612, ZOHEIE DNA 73, FH~TF
RAPFEIL Y AP A LOEETEMIC LY, 2 L
FLORSKE DNA IBEL, &7/ . DNA OfJFIC
7RO D TIX W E #E 2 7-(Fig. 2). EEPRETD
ZDOET VBT, KIKX, DNA RZOHLTHD
TAXVIRXZ LAF RRED X S L TEAEY
AR S IT=Dh &) eIk 5. BUFEHH T
TAXVIARXT UAF RIXYARX 7 AT gl
FOTVHANIETIRRA Y LAF Ko 2-0H % 2-H
\ZBILT D Z LIk W AERRESND[65]. £2°C, 7
XTI ARXT VAT FORIEWREG K b FH
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amino acids deoxyribonucleotides ribonuicleotides
synthesis synthesis
. .y template 4 .
oligopetides —> (| < oligoribonucleotides
- reverse transcriptase reverse -

activity transcriptation

oligodeoxyribonucleotides

DNA polymerase
activity elongation v
repetitive DNA RNA
ﬂ mutation ﬂ
protein genomic DNA mRNA, tRNA, rRNA
LIFE

Figure 2. A model for the origin and evolution of genomic DNA

Oligoribonucleotides was synthesized from monoribonucleotides in the presence or absence of catalytic molecules suchoalioaitmontm
clay under the prebiotic coitbns. Some molecules of the oligorihmteotides synthesized became to the templates of primordial telomerase-
like oligopeptides and the catalysts for the synthesis of oligodeoxyribonucreotides (Right). On the other hand, the esigegegtitiesized

from amino acids under the prebiotic catimhs. Some molecules of the ajgeptides synthesized became to the primordial telomerase-like
oligopeptides and DNA polymerase-like ones (Left). The catalytic oligoribonucleotides and/or oligopeptides synthesizedpsiitare re
oligodeoxyribonucreotides on the oligoribonucleotide templates by the reverse transcriptional activity. The shitve repe
oligodeoxyribonucreotides was elongated to longtiteigeDNAs by primordial oligopeptides which have the DNA polymerase-like activity.
The long repetitivd®NA was evolved to genomic DNA through nucleotide stultion, deletion, and insertion (Center).

RTF KPEIRY R A LOBEITLIET, VARXY elegans) D 777/ 2 DNA 2%, 2 HEXERS
VAT ROBAR LD TIEReW i & 2 1= (Fig. 2). (GT)AAC)[72,73], (GAW(TC)y, &5\ NI(TA)[69]5,

KIEDF ) A7ay=y MZEY, EYor ) K 477 2 DNA RIHZIZT B A TESIE LT 2 205 4 3
DNA OHBFINZESFT 4L, 7/ 2 DNA UK FERERSNTG ), (HZFEERE) & DT 6 MR
BRSNS EAFAET D Z ENRBITIH LIS TE FF(TTAGGC), (#tih) 7 & ORERIINFETS.
7o, mEziE, B hOF A DNA X, T/ DR BRAEYUSNOME, ~A a7 T X~ - F=21J U A
\AFAET 5 6 HEFEREENS (TTAGGG), D7 1 A 7[58], D777 2 DNA 2% 3 HEHIERLSI(TAG),, (CTT),,
) LDOFPIAMHEAFAET D2 ha AT HoO 5 (TGT)y, (CTA)s, &DWNI(TAC)s BFEET D [70]. =
FAERLFI(GGAAT),[66], 35 LU TF o b B 72 DX HIT, B S EIFME £ TOMREWAERIC
E DM AEMEIR BDJFIR & 72 5 (CAG)/(CTG), D 3 i BWC, KEESINSEGET D Z ERbhoTz.

A AKE LI Y 7Ly b U E— R 67,68]72 & D DY) 5 DNA HUIAEET 2 AERLSIE, DNA
REERIINZHEEND. £, HFEER AU ATZ—=EBDRY v 7EH A 2E X (unequal
(Saccharomyces cerevisiae) , ¥ a2 7 ¥ =3 7 /N T crossing over), 1E{nT-Z#Hi(gene conversion)|Z & Y =i

(Drosophila melanogaster), 33 & OV#j . (Caenorhabditis PEVC S AR DR A 35 Z97[57]. DNA DAY v
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BRUEE 4 ECTHH L@ Y, 8 DNA OffiEARK
WXL Tho b b ALETHDHEERZDH. LinL, A
FRZNDE Z DT DITLEEIRER DNA D3 D #a 2 )X
IS, B2 RBRE N COMmEEHIE DNA RS T
LA LN, RHEXE DNA OfE~—&) > Tz
b LiL7eV . E DNA 2MiE L7 ISEE 0534
L, 7'/ 5 DNA 72572012, RYERNOBEIE T
BERDNEAR T OIS 5 B 5 WITES 702 OITfF
DEFINGRIER L TR D> 7ok Livgwn. 4
W77 2 DNA HUSIERAERSI A LEHAE L T D,
BREUCEBWTIZS 7 & DNA KU @ IIFEET 5T
0 A TEFIN, Z X7 EOERE 23— R LT
A b rHFIZHFEL, &/ 5 DNA HICHIEL T
WB[71]. Lo T, Zh6KEERSIOBTELI,
77 25 DNA O &An2Bhd LT D0 Li7Zeu.

BEETOLZAEERND, 71 AT7—EOwix
GIEMESS DNA R U X 7 —ViEEa2 a4 7T
ROBEHH RNA OFEFLTIEE - TV UL, invitro
BPGE72)72 EOEL TFRFIEICL Y, ZOMFEOME
MR EIND R & 07245, b, K&
DNA M BHIHED T 7 s DNA OSARI IS~k
LIZB L CIIRER D BT 5 Z L TE ez,
CORMBEICE L TIE, i€ DNA ~DOEAEHFEOE
R T — DB Z O SRAHE LRI K 0 fifik © &
D038 LALRVN.

6. £&

O EAYWIG I T 2 ER) 61X, WIHNHE
A UT-BRIIHESE RNA Cb D alRetE s mg s -,
RNA U—/L ROFLETEX D L, O RNA 73R
RSN FIETHEL TRHE RNA 7220, 1)
HWAEMIRD T ) B 72> TOZRIREMR B 2 B 5.
Z 2T, KBRS L7 8HRE RNA N EAEYRIC
AL, TNMRET S 2 & TREIE RNA L7200,
Z DB TRNA)DHEA LIZET UL, 7/ LD
FEECBN TS HoEHET 5. Lo, BUFEAED
D77 K DNA ThbH. 7/ 5 DNA OFtAEEE %
% T, RNA 705 DNA ~OEBKEL 2%, K
DOET /N TIIESE DNA OEAYIERKITHHTEJ,
77 I DNA F#EAEIZB W TR T VA2 HIE LT
UL B, 2 2 TEHIL, RNA 7°5 DNA 3R
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BNTAERTES7uAT7—BIZER L, 8 RNA
725 DNA ~OFHRGIEMED RNA 726 DNA ARKDE
BEE U B2 2R_Z. &5, DNA R A F—
PIZLVRBRENTECEIES N TV DK E
DNA 75 R85518 DNA OESHICER L, B2
7/ 2 DNA OFEAIZE D557 R S OERGETE & X
ERCHIN ORI K 2 BISE RO DOET N 22
ZLT-. ZOEZXITY ) L DNA #ECBITSE -7
HLWERATHD. 4H%IF, HHZe RNA R Y~
7F NI L DGR DNA R Y A 7 —E7EED
AR 2 HIEVE Y 1 L J8HE RNA D725 K8
[ DNA D&k, R#HE DNA 2R BRE N ik
XD LIZ L DEIE T DNA OFEEZ Ritd % 5
Wb,

()

ARMOWNFIZBE LT, BEAEMEBRZWZZW, W
SRR SRR, RS AR
K, BRZEEAEOIIERT 2R R R 2 L E
T ARBROEEICELT, Z2<OITWEEniinr,
MR FATA ORI AR REHI N2 L E T
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