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£33 15 036 ML FECE, 3L 86.01 Mb, (T IFAIIN 11.02%. H5IX 28 00E5 4 330 50k, b copia 2801 182 A5k,
aypsy 2 80 Ao SEREEEJETCAF I PRI TIE 2.5 MYA I R)Ab T, LU RN, FORAFWRE oo A 2. LEBORRE F i
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Abstract
in genomes evolution. In order to understand distribution and function of retrotransposons in tomato genome evolution, 15 036 LTR
transposable elements were identified by structure-based and homology-based methods. They have a total size of 86.01 Mb, about
11.02% of the sequenced genome. They were clustered and classified into 330 families, 182 of which were copia type and 80 were

Retrotransposons are major components of eukaryote genomes, especially for higher plants. They play important roles

gypsy type. Intact elements’ transposition time peaked at 2.5 MYA, indicating tomato retro-clements are older than that of other
plants, such as soybean and maize. Comparison of intact elements space-time distribution between tomato (Solanum lycopersicum)
and its wild ancestor current tomato (Solanum pimpinellifolium) suggests they have a continual genetic interchange and differentiate
at very recent time. There are 930 retro-elements localized close to or inside genes and might play important role during tomato
speciation and evolution.
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%, 1¥i%% & T (retrontransposon) & —RIE it “ & -
R J7 X P A B oA, AR EAZ A R 2
2 M) 36 R 4 P % 3 A7 7E (Finnegan, 1989; Kumar
and Bennetzen, 1999; Sabot and Schulman, 2006;
SanMiguel et al., 1996; Wicker et al., 2007).
LTR 3% % e 1 W 3 A7 1F ) K 3 22 52 7 41 (long
terminal repeat, LTR), H[A]2—NulJLANFF 1803 132
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HE(ORF), &b e Fir it (R - S S T A 40 o K
155 20 53 (1) 17 A HE AU 1R AN [R) 0 Fe 471 [w) % LTR
T e e - K ARy Ol Tyl-copia M1 Ty3-gypsy MK
(Havecker et al., 2004). LTR 1 % s 176 FLAZ A=
T OREPE UL, R R R A G A R A A
7)1 241 4r(Baucom et al., 2009; Du et al.,
2010; International Rice Genome Sequencing Project,
2005; Ma et al., 2004; Schnable et al., 2009). B
ARy 471 T2 A2 D DR A A e ) 2 ORI, T 3 B
T R MBRAILEI AT BL™ A2 KR 21224k,
R AT B, o AT I 000 e )R 1 (1) 4
A AR I T il 5 OS] A 338 A K e R A= s Ak 1) T
BT

T 0t A2 ) 2 U AE P RIRIE 9T R SR IR AR
MY, VFZ I AR A Ao He R A rh AT
058 1 1 43 M1 % 52 (Rogers and Pauls, 2000; Su
and Brown, 1997; Yaiiez et al., 1998), 1 H& A+ &
FE B T30 e - e A1 IR 2 S YRR I 2 A
it R YE(Tam et al., 2005) 3% e 1 (AR R 7t 3 A
HBEACFIDFE SR 2] T RN, RS
TR 268 Jos o) Ty i DRI PR 5 W) o 4910 40385 %% e -1 Rider
21—~ SUN JE [A 1) i AP R IR K- T,
M ECAE T 7 750 2R SE R B 28 (Xiao et al., 2008).
Rider & —MEITEBRIIZ W, 55 %t C 25
BHE , WHFUAR Y] Rider W RESELE 1~6 T1JT4E(MYA)
Z i), Sk KPR T Ak N AR A 2H ) (Cheng

R 1 AN E AL LTR #1751

Table 1 LTR retrotransposon sequences in tomato genome

et al., 2009; Jiang et al., 2009). FLLa1-—4> copia i
e P A N B A RS R () MR R DR PR, B T
BINRIAE, PG T ILRPBER A, AT S
T 7 AR SR IE (Goulet et al., 2012). i 43E A
A0 5E 56 18, A4t 43 B e LTR ¥4 e 14
P74 A, g R R AR R A B AR
15 E-T- 7 41)(The Tomato Genome Consortium, 2012).
AT T Fe S A 74528, R A
15 2 T7 10 EEAN JE R ZH K- S8 v 3 4 JRE -, X
M o ARe RONRP AT 70 A, R AR ARSI
A I SR i 2 TR PR 2 e AT T LA, FRERA T
I JRE - T A P A RN S IR D Re R AL R R o

1 8558 Mo
1.1 35 RE T KA R 431 4 B K e F 42K

F LTR_STRUC F& /7R3N FE R ZH BEAT 5347
AR 1 825 AN R e EE IR R E T N LAY
DEHE 1 410 /G556 58 28305 W 6 To 1A S 10— 22
FUHIEEAT . H perl 4n'S R, TR MR A 4T
AR B - R A, 433 676 ANEiETT
5 9 408 NMEFEHETCI K 3 542 A solo Juff, it
15 036 1~(86.08 Mb), 7 JERIZL ¥ P41 ) 11.02%
(#F 1o HAMEIE] 284.04 Mb ] [H]J5 DNA H B,
R FERI 36.19%. Sed4eitdt 2 086 4,
HISAE 15.80 Mb, HLAMK AT 943 bp F123 668 bp
Z[a], “F4 7 605 bp.

SeEE LA A SEHETCAT Solo JGfF J Wi R
Intact element Truncated element Solo element Fragment Total
L APIRES 1410 / / / 1410
LTR_STRUC
N WIRFS 676 9 408 3542 / 13 626
Homologous
¥ 2086 9 408 3542 / 15036
Total
SR /INbp) 7 605 7026 1171 / /
Average size (bp)
MTRIEE (M) 15.83 66.10 4.15 284.04 370.12
Total size(Mb)
o7 2 PR A LA (%) 2.03 8.46 0.53 36.19 47.21

Genome ratio (%)
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VFEAE: TRk DAL 8 1 (1 85 S5 A 3 H

XF 2086 NN THAIEHER R FIF LTR JP4 25,801 gypsy 5, HiAth 68 /MARE%E A (not determined,
AT, Mt HOBE TR R, 543 ND)(EKR 2). 1 29 MFIEEH 100 LU TG 3),
2] 330 NEEE, HABTTHRE L B S e ik Ho 3 4S54 SL_RT _F94.SLRT F324 FiI SL_RT F-
SEHE LTR JP AR BIAHN 5%, Forh 182 4> copia 322 FAiit 1000 off, $442& gypsy 54,

2 T LTR W 1 (M K 4 2
Table 2 Families of LTR retrotransposons in tomato

AT FIRHCRE Copia K HU Gypsy X H & R E FIRE R
Element num Family num Copia type Gypsy type ND family
2086 330 182 80 68

#3100 MA_ETCAF KR SI&

Table 3 Families with more than 100 elements

M A4 TR FIEA4 TR SE4E LTR Jof44L Trunc JCF4L Solo Juf-4k S
Super family Family name Intact element Truncated element Solo element Sum
Gypsy SL RT F9%4 197 1376 576 2149
Gypsy SL RT F324 65 1084 260 1409
Gypsy SL RT F322 72 999 308 1379
Gypsy SL RT F218 21 380 178 579
Copia SL RT F159 29 168 333 530
Copia SL RT F113 63 258 85 406
Gypsy SL RT F314 25 256 78 359
Copia SL RT F108 90 162 82 334
Copia SL RT F160 50 132 141 323
Gypsy SL RT F166 6 259 20 285
Gypsy SL RT F307 35 179 51 265
Gypsy SL RT F209 2 26 221 249
Copia SL RT F132 68 114 48 230
Copia SL RT F149 18 139 72 229
Copia SL RT F164 21 134 55 210
Copia SL RT F123 12 149 39 200
Copia SL_RT FI120 21 147 30 198
Copia SL RT F124 11 123 34 168
Copia SL_RT F299 35 111 21 167
Gypsy SL RT F139 10 135 22 167
Copia SL RT F169 27 99 40 166
Copia SL RT F118 4 76 55 135
Gypsy SL RT F318 16 88 30 134
Gypsy SL RT F325 13 94 27 134
Copia SL RT F119 20 61 44 125
Gypsy SL RT F203 25 69 25 119
Gypsy SL RT F326 6 92 20 118
Gypsy SL_RT F225 13 91 10 114
Copia SL_RT F163 14 68 21 103
IS¥:i4 / 989 7069 2926 10984
Sum
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1.2 %% J8E 7 (R % J88 I TR) M 43 A

T R A e R A R IS TR A L AE S, 1T
HUAT DA 3 L P00 LTR J3 51 19 2 55 40 W 5 A% 17 Bl
N A 52 B e R AR A2 A 1) R MR B 1] (SanMiguel
etal., 1998). LLH 40 HT 2 086 A58 #4% )8 7 1) LTR
FFHFF IR E, w1 e s, 4
T W AR A 5] 1R IR 8] B 4 e A2 1R A0 28 2 AN [F]
Mo F5 R W i HHAE 2.5 MYA IR 2247, R EHALE
T A ][] B 2 i 25k DR 2 v 308 A R - 3 P A (1
1)o7 Jili 200 % s 1~ s v W I S0 5 G Al 28 5600 1) o
SRV AR, AR B AR R) B P e e A
B, M KE . BRI 4] A % )i F
H1 it B[R] 22 30T 1 32 T 14 i (Baucom et al., 2009;
Du et al., 2010).
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0.51.01.520253.035404550556.0657.07.58.0 =8

% A4S NI TR (MY A)
Insertion time (MY A)

FEl 1 0 SR T 6 P 143 4

Figure 1 Insertion time of tomato intact LTR retrotransposons

FAIGETS T AR R R a8 J3E o i) AR
LGB ROARMPREIIRR, HREY] FH A
ASRCIE PE(P 2), AN RIRH I G B AR 3 Qe fh
NP RER PN L ) P SR N w1 | BTt T B
Bl R, SEHE eI A (8 3).

& * ot LR 31
L o014 Elem_number Chrom length
% 3 010
= é 0.08
&z 0.06
22 om
E 200
2 000
"_\:‘ E Chelll Che02 Chr03  Chrid Chrd3 Che0é Che0? Che08 Chel® Cheld Chrll Chel2
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P 2 3002 e e A B g AR I e A A 2 R 5 R (Y
AN HEAL IS )

Figure 2 Relation between retro-element numbers and
corresponding chromosomes (Y axis shows standardized values)
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Figure 3 Numbers of different type elements on chromosomes

1.3 RN EF LRI ME AR/ R ER
vigiy

BR 22 AL HARRAZ 2 Ah, 18 Js -3k ]
DLIE S 41 B 2 G R AN IR A2 KA iR M
{7 41 55 4F 7 (Girard and Freeling, 1999; Morgante
et al., 2007) I AR T (R4 JRE AT BRI A L2 R A%
SRR AR WA ] DR 8 INF ) P o573 6k DR A )
HVAH I ma SRR D fg, 1 HAX A PR R AR A AT 15
TEAN [R] ) e 2 1) 300 2 ) AR A0 A7 A 55 0 e 41 )
Y5t o AHRAENT S b LU AL I0 i JAs - 1) 22 5w A
HEFTAAL REPIIA R Rl 2 e AR R R
A5 B o FE TR AR BT PR B AR Pl oAb 5 B A i 0 i
JA -5 e A D ARAE AN JE PRI AL o AR 2 e, AR
R B s (R s ) ] DA BT 2 S e AR AR 4 AL
DLAT B BASG 2 AR DUAHE DN A b 43 A 1 R A Bsf
) o FRATTAMATT 1 RS 7 it v s 2 e A B A4 2 i
FEPIA P AN oA, G5B 1 341 ASTTlAEM
ANFERIZH A A& AR ] B (shared), {H 2 335 75 6 3 4b
WOE R 733 AN R TCATAE B AR AR, Ui
W& AR DA 3 A4 IS T B Bl 2 A B A 3 it ik DR 40
BRI BR (R 1) o MR A [R] I [8] B v S AN ]
e P T AT ()0, W] LA AR B 1Y 0.25 MYA
I TR BN shared  TCA AR ELAG T 6 s T L& A7
B, RAERATM) 25 JIFEH, FEEFhEERA
AR A R A T R R (B 4).

1.4 $ENGRISEE DR R B P B30 5 Jas o

T A RS R DR B R e e e 2 T ). A
LIy BE A S Sk Uk DRT A (10 3 Ao B, 458 25 DS R 0k A8 4 (0
FE R34 AL A A AN G ) « 4 AL 471 AR
ARFIRTAZBYAT), T 390 SRR RIS et 3 LA 7 TR
A L4 5% 0 (Hua-Van et al., 2011). 3% %5 &1t m]
DL I 47 N B0 I I 5 i i DR 28 7 DR /N DL K B £
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Ratio of shared elements (%)
L

RO F (%)

AT D AR D AR D A5 DA AR D AR DR D AR DA R AT R AR R AR AR DR R
PR R N A ERE A S A A L Z e P e R R

AT NN TR (MY A)
Insertion time (MYA)

Kl 4 S O PEAEAN ]I R B L]

Figure 4 Ratios of shared elements at time slices

PG o i N DR 270 BT 2 PR 0 1 208 2 e 1o
ST DRI 21 (s A R B AR A, T RETEY)
Rt R PR B T AR . AT TR
it BT T A e O AT S R DR R AR R, 4 R R
A 930 ANTCHE T EF HIT (5 2T 51 5 i
FEES/NT 1000 bp s A7 TR N #B) (R 4).

R4 PR BT ECA TR

Table 4 Elements close to or inside genes

2 TR
2.1 FR B R 4 Hh 3 5 e B R4 AR

FRATT T 25 K60 43 A R[] 0 b xS 7 32 2 o 26 A
Hrp g F] 15036 ML ot 3L 86.1 Mb,
I A1) K (759.9 M) 11.3%. X 48T
AN, 55 2 AR A TR A TR A 3 A R T A R
Wr o JLrh s 30 RS 2 068 AN, HAT B E1 13.7%,
Wi K 22 BG4 1 &5 0 2 e Bt 25 s T F 90 30 3 ot
SEAR TN P BRAUHIBE IR o D 38 I [1] 43 A >k
BTG X BIAED o i 0 5 e 1 1 I JRE e N
AN AE 2.5 MYA 4, X2 il
B o 1T A K 7 358 DR Al A A - i ) 1 2 30 4
AW N, 7 )RR A NI ] W AT 0~0.5 MYA (Du
etal., 2010), T K LTR 004 8 7t 4 30 HI AR AL
143 4ii B 20 (Baucom et al., 2009), 156 & hnHh kK
% S HE E TCAE A T 2, R AR SR AR N4 R AR A
(1) LU A8 45 B vy

PH A8 <35bp 36bp-100bp 101bp-500bp 501bp-1000bp M
Distance Inside Sum
Ko 270 22 56 281 301 930
Number

W RE TR e, PR, HRE SR
HI KRG Wl pol F&DKgmid =4 () HE 3 s A
J7 4 [R5 LTR % )% 0] 43 4y copia Fl gypsy M4~
FHRA . ATV FT A —LEhRUE(Wicker et al.,
2007) H [FJ5 53 28 7 90244 3 i b 305 4 e 153 4 330
AR, Hrh%5E 3 copia (182 ML T gypsy
(80 1), 1H M T4 FoKRF copia 25(5 314 1)
HIDT gypsy (8 978 1), FEHAH 1 000 LA ot
PRI = AN FGA A gypsy KA, [Kk, copia 1Wi%%
JE T 22 A PR T gypsy AEHELL AT FRAT o

AF 57 3% BH 300 28 JE T A1 (1) e R el N AV LT 471 9
BARES M, YL . (F2 0 R R et
B a2 ER, WHEAERNRZHX
W, TG JRE SO A AR A, T 2 DRI /N (1) DX el
B JBE A A X 5 % (Baucom et al., 2009). IXFiANY
AR RE AL H T30 5 e A A R IS ) o XA
JE L PEME B ol 10 A R T I T BR AL B 2 Hb
VER T8 et i X, ] BB AN ] DX 3 i T 6] (1) 3
PEIR ) 2R I W e m ol PR TG AT 12 4 4

Otk LA KRS, BRI L YR P KR
JRIEE, RUDE T ARG AR TE, 00 381 (15
JEFF BRI

2.2 F& i P T R (R BB I () J P A 2 5 BL AR
T 26 AR T B PR AL R TR AT B e S
Ui RILTR T 41 2 58 4 — 300, DRI bR e 4 i e 1
P9I LTR 7 510 3t v DA 9% L i ik 52 AR 26 v 37 L AR
U o )R b 300 2 JRE P e PR A N B L 1 i AR
L% R S AL R AL 1) 35 AT AE AW R AT
PRI AT LA A B 5T 40 e B 5 DRV 20 7 4 A R A 4
BEE T AR B o Ch B R 2 A R B A e b g, R
FEIANAEAE I RS S DM U A R R,
Z AW R B BRI T B N Ay BEL BRIy 35 PR AZ 3t
A AT R S I RE . 22 T SR AR R S R R B
B S SR AN AE 1.4 MYA K E 7> 1k (Nesbitt and
Tanksley, 2002), [ i 57 2 1 BH 3% 3% 7 it A S Y5 R
YA AT B A T A 7 o0 55 DR R AN T v N T P 2 i

S. lycopersicum var. cerasiforme (S. I. cerasiforme)#i
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A A A B AR 3 0 ) AR S 7 ol R ) — AN ik P R
(Nesbitt and Tanksley, 2002; Ranc et al., 2008). ¥ #%
JAE¥-[F)copy-paste % R g T8 R — AN )
FAF ARSI A A T B N R e AR Id, T
A ME BN PRERLTR (22 S i L B B A7 e (1R I T
PRI 5 A K i A S o AT 190 BT AR5 2 i R i
DT 2 AL TR JAe 1~ (R S5 A2 4 AT R AR RS
53 I 18] B N BB A7 AEAR K B G P9 A S5 DR 4 v 43 A
AH [ (shared) L TRIY 4 s 7oA, 2 BH (1) T A 3% At
IR RS A Al R AL PP SAE AR B AL M) A it . (D)
T oAb e SRS DR AT DA ARSI AR, PR AN I
B L5 R A R 305 2 e~ PR A2 21 R 53k 1. 2% 4% 40 e
FESEIRT, ARSI A] 552 i A AR R e Joe 1~ S A
PRAN PRl o N AZ RS 3 DR FFAH (R 20 A o Rk AT
AERESEE N TH0.25 MYA LA i [a] B AR [R] 43 A
1 300 3% ) T A L5 34 72 50% LA b, {H 2 7E0.25
MYA BAA X7 A ILTR TeA R RAR T At b
(] Bt (£920%), 2B R 5 B AR R = A2 T
BRI, AR AR B B, B
M L0 R 23 A IR T

2.3 1% e X Th R ZE R A R R

T A I AN U S BEALIG, T HLAE
B AR A2 SR AR R R e, DR
MBS b ke 1300 4 J8E - m] DA N\ 5 R B a0 5% i G
hfe, HLEIENFER AR, IRZ R E
2RI P i Lsg R R i RIA, B R
G0 1 R e H 2 R 3R 1A (Roman et all.,
2008). F: R )3 3l 700 5 i 0 Ja 21 7 DR i 45 X
B, RKBERTRIZE2 000 bpbh o FATRIIAT9304
T TP B3l 000 bp LLN ERE A T- 5P A
B, X LG IO AE R R I R P AR T R s L R () 3R
IR K AEY)E DR bR RS N B R R 4 7T
PECLAL, i85 224 T T JE R B335 bp LAY, HT
DA 7 3K 26 0 - 7 1 e i o 2 /D OB T JR g
D] (1) 45 46 B AR I K-

3 MRLRIJTIE
3.1 818k

F 15 75 At (Solanum lycopersicum)fil B A fifh 5
7 #ii (Solanum pimpinellifolium) 4> 2 X 41 ¢ %1
S_lycopersicum_chromosomes.2.40 F1 S_lycopersic-
um_chromosomes.2.40.fa K5 T ftp:/ftp.sgn.cornel-
l.edu/,
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3.2 ik
3.2.1 LTR-IH i B F I % 5

FH &5 K60 43 A7 R0 [R) 88 LU 1 7 ¥ 5 0 I B R 1
Jof. B4 M LTR_STRUC 4 ¥ (Mccarthy and
Mcdonald, 2003) - H 565 45 1) (R0 HE P 1~ SR )5 A
I LTR FHAT YR LX), RN perl 15 5 9w
FE M T AE 58 2 T/ (truncated  elements) Al solo
JufF(Ma et al., 2004).

3.2.2 WEET 2K

TG Jo 1 R 3 2R T AR i N I B AE 12
S HEAT (Wicker et al., 2007). X 58 88300 46 1)
LTR ¥4 clustalW F/FE TR, HEAA
TR B, 2253 /NT 0.2 I PR TCA TR 73
[ — KM IR RIS M 7 VEAS 2 3 oK s
FLVCTRC R AH B 56 BT 72 Pt J X % e 1 X0k
PSS € (copia B gypsy) I FH Bl i H) B P %
AR R4 N ¥ e AF, FH NCBI ) RPS-BLAST ##
M B AEAE S copia BY gypsy %% )R 1 [A] U5
[ J %% sk B 25 H /7 %)) (Marchler-Bauer et al., 2009;
Marchler-Bauer and Bryant, 2004; Marchler-Bauer et
al., 2011; Xiong and Eickbush, 1990),

3.2.3 L B N\ I [A] 46 58

I LA e B JRE B ) LTR JP AR Af o
B P BB H] . 7556 MUSCLE 27 Lu i
JET- 3 ) LTR 2 %1)(Edgar, 2004), 45T HE AR 5L
(1R BRI S AR B, TH A5 3 B %
(r)o LI E(K)H Jukes—Cantor J77%(Kimura and
Ohta, 1972)HH 715 1F - LAV RHEREMT A5 1.3%10°
ol R 40 B A A T B e e N AR [ K4 (M. and
Jackson, 2006). )i % REF- AR (T AKX T
=K/2r M EARE],

3.2.4 RIEB G R IEB ERRRB AR A 8
M A 11774558 1% (Tian et al., 2009), 58 %54
JAE TCA IR 5 3 341 (25 bp) 4l e 1A 5
HI P51 (25 bp)H cross match FHF AR i 55 7 i
P HILES, 583 3" P HI A B AL i ik R 21
WA R DU E 45 R 1R A TG A E A W R
HBAFAEM (shared), W1 ST 35 FAAFAE U FC 45
F MZTCAEAE R KT 35 0 o &4 57 1) (unshared) »

(=N
VPSS AT LIRS B R ST, Ses et o
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