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Functions of late embryogenesis abundant proteins in
desiccation-tolerance of organisms: a review
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Abstract: Late embryogenesis abundant (LEA) proteins are well associated with the desiccation tolerance in organisms. LEA
proteins are categorized into at least seven groups by virtue of similarities in their deduced amino acid sequences. Most of the LEA
proteins have the characteristics of high hydrophilicity and thermo-stability. The LEA proteins are in unstructured conformation in
aqueous solution. However, they adopted amphiphilic a-helix structure during desiccation condition. LEA proteins are localized to
the different organelles in the cells, i.e. cytoplasm, endoplasmic reticulum, mitochondria and nucleus. The multi-functional capacity
of LEA proteins are suggested, as protein stabilization, protection of enzyme activity, membrane association and stabilization,
antioxidant function, metal-ion binding or DNA protection, etc. Here, we review the structural and functional characteristics of LEA
proteins to provide a reference platform to understand their protective mechanisms during the adaptive response to desiccation in

organisms.

Keywords: late embryogenesis abundant protein, desiccation tolerance, subcellular localization, secondary structure, protective
functions
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embryogenesis abundant, LEA) 22540 jgHi i %
i —KEEEA., L2 80 4L, Dure 5
WA T ML L TR feE LEA £ U, bl
&, TEVFZHABMY RN . AEBRLANE SR 2
KT 24~ LEA 1P, X8 LEA & A Rk 7%
KSR R TR R B AR IR BB ) 4R e DA OC
FIHFEMEAR, WEW T2 ASME LEA FH (N
KF HVAL, /N PMASO) W] Bt % 3 RK RE
BT ERARER Y, X R IR ) LEA SR TERE
ATy A A Y S

AR, BEERNMEAREY AR (ngdid
WA S MK, AN . R S S
R PR ELT LEA 1P, JFRIT LEA &1
(BTN RE . 7 LEA 2 A HTIK 73 5By it s 1
B STHE R . LU B4k LEA 8 H 54K T
B i 2 M) O R TSR

1 LEA %8 Xk 28R k%

LEA A RZH N FREN, HTFEA7E
10~30 kDa Z[f], Z>#437€ 30 kDa Pk |-, LEA
Z MR RGE K PR IR AN, B o R DL N
O FREEIERR, WNERR M 2228 . 125 B b
KR EEAR, FKEILR S RBRLs, ZEARAE
AR, HAEh KA Bl R e P

LEA HEHE— N RIEAZEE . T P
50 LI EAY LEA A, 45 LEA EAMRSEFS
fR45 55, Battaglia ¥ LEA 2 (1400 7 4P Hirp LEATL
HEEEERK, HFEHIRE 20 NIRRT 37
(TRKEQG[T/EJEGY[Q/K]JEMGRKGGIL/E]), % /¥4
FEREY) LEAL 8ol &l Bhik 1~4 K, B EHE 8
WA . AN, TEAEY) LEAT B T N-3Fl C-3iik 43
SFEE R 2 MESFFS] (TVVPGGTGGKSLEAQE
[H/N]LAE) #1 D[K/E]SGGERA[A/E][E/R]EGI[E/D]
IDESK[F/Y])®,

LEA2 H [ NFRM/KZE (Dehydrin), %41 LEA
FEHEFEAH 15 AEERANN K B
(EKKGIMDKIKEKLPG). K A Btrl s EcHES, HE
SR 1~11, LEA2 0 BA BB 22 = IR IX. (S-
B, Y-H B ([V/ITID[E/Q]YGNP) n (n=1~35) #
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w| o AR AR R (R ER) 1 o-F B
Q- BeAfE K- B2 EE ., M4 K. Y FS K
BEWAFAE R ARG 0L, AR LEA2 25 43 A K- .SK-,
YSK-. YK-FI KS-IF.44™,

LEA3 H B A &R0 11-2 5 W 57
(TAQAAKEKAGE). ¥4 5 DECH 5~30, %4
JPEE 1, 2.0 5 H9 (A SLIR N BUK AL (F); %6 3.
7R 1L AL T SO R R E SRR (EL DL Q)
55 6 F1 8 for iy IE HL A 2R 5 5 4 RN 10 RS2 Rl L
ZIMR X7, 78 LEA3 AW 11 ZIRMREE T
Z A E A AEE AN TN 11-FFERIEEF . ILAh, &
5y LEA3 PP ik i 7 22- A KL &L )y
(VNKMGEYKDYAAEKAKEGKDAT)!®!,

LEA4 & FIHY N 3 224 i 70~80 24 KR 2H 1l
MIPRSF X3, Horb, L 1 (AQEKAEKMTA[R/H]
DPXKEMAHERK [E/K][A/E][K/R]) 7 N 3751
BARSFR

LEAS % 15 Hifth LEA M A B KESR.
T S B HK IR AR AL, HOR A XA
fOFaE R, LEAS A EkE [,

LEAG6 & T HIINA 4 MMESFRT  Hodh i 367
1 (LEDYKMQGYGTQGHQQPKPGRG) I3t ¥ 2
(GSTDAPTLSGGAV) &Ry, HAEF T RIZA o7
) LR 7 P AE B R LAY 36 4 LEAG 2 1 B AR ST
PEAT 35 10092,

LEA7 & 6 MNMRSFEIER )T A T8 i
C-A Ui PRSP H Al e & A A% e A5 5. LT N-K
i ) ER B 4 20 R T BE LA MR Zn® BT DNA 45
BRI

2 LEA EA Xkt T4z

LEA 25010 T4 N . ERR AL IR 20 B
LEA H H Al 4o nl P A 4% i fq o ILAh,
|9 DN = i B2 I w1 A2 D IS R 2 NN = S
RGN T, KW LEA EAXHI R A L&
TRAERL

—L8 LEA3 M (W KE GmPMS) ) N S A
A PYES TS . XEE A RS G %z 2
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AJ LI 2] A Morus bombycis Koidz ) WAP27 & H
(LEA3) i FINEEM . fEREME T, WAP27 &
P AT B Ao v 0 A B P JBE g Bl P, T SRR b
LU M AR A BT R RE U

Wit Pisum sativum 1) LEAM £ (LEA3) W
FEAE TR A A SR AL BT . 2 LEAM Hij {8
HE ALRARRE TS, H N iz ik U4, 78
AR AT, LEAM 2 AT PR47 SR (A 5t v 1) 4
HH 2R R T AN SRR B M, A ORI 32 K 38
153 . LEAM 2 04 T REDR B 28 TR hE i 4&
AR AR SR AT 45 SRR, b IR Afrlea3m
EEHEM TARAILT P, B Afrlea3m 3 3R
K, TR K A SR

IR IT Arabidopsis thaliana 1 Corl5 2 H N ¥
BARIEIRTH . R ek Al ) Corls #H
A7 T 0075 I 4h B i ok g AR g U S N Triticum
aestivum [ Wes19 8 AL (L T2 R,

EAME P ABA LEA EH. WEXK Zea
mays JJEH 1) Rab17 8 H & — > BERE R L i 8 14
Rabl17 AU TEA LB rh, oA 740 i
Wo T H ARG B A A% TP Y Rab17 45 A & A
[Fil B2 B P W R AR

3 LEA Bk A NG ERT %

3.1 LEA EEFREMERFZIEENX

LEA ERMUER TR TR RERE, ©2
ZMPEa R SRE . REIERERY], YT5. &
A R AR M8 KA L BAMER IS R KT i, fE
Yrg S gUh ] BLE LEA & AP0, sk, oy —
S SMEDL, WA ABA AU IFIE, —2% LEA
LN (U0 AILEAS-2. AtLEA9-1) R IKRRERFAAE,
o B TR, ARG e EAA R, &
HEWE S Cicer arietinum LT AUAFHSRIK
¥ LEA 81, A4 MAIRER LEA A,

IAERTEARM D S E Y h Bk A LEA &
B, WMEEAEY Deinococcus radiodurans . 28
Chlamydomonas W80 . TVl ¥ Saccharomyces
cerevisiae 2% . Aphelenchus avenae £ Polypedilum
vanderplanki M1 B Artemia franciscana®>"™% , 7|

JH RNAIL J7 0 F L d Ce-lea-1 FEH 13k,
75 W 2% LT FBE K ka6 B8 7 B i R RETY, eAh, 7
i v i} 458 S 4 B Deinococcus radiodurans "HWIELE
LEA B, W7s4G LEA 8 H WAFE ] BB 5 4 i Y
[GEGEN-PAES P S

il 1 X AR R R IR LEA 8 AT R W4T,
Tunnacliffe ZE 4 LEA & AR E T HAEEA!Y,
LEA R . JE6 S RS i 4R s i e R
Yok e] g B A A )R
3.2 LEA EEHWFEBE&BEMT

KW R LY, LEA & 03K 5 41
TR L K S R Jo 3 Tt A2 1k AR AR AR G . SR,
HATA AN #E LEA & A Wi 2 54000 0 =9 E /.
Goyal %5 #it 45 &k . Aphelenchus avenae W] 3 ik
AavLEA1 & (16.5 kDa). fEB/KEAES T,
AavLEA1 & [ W 24 i F B Z K (9 kDa).
RO R, AavLEAL 42K 2K 1 R H W 24/ ikt
FEGERR A LA R E P 526 0 AavLEATL 2
AL, FRICSh B PVLEA2 8519 (20.6 kDa) 7EJBi/K
38 T T I A /NI (14,7 kD),
S X RS2 TR O A0 5 S 00 B I B SRR
TR BB A B T, (Dehydration-regulated
processing)!'® . SR, XFPE AN T L RS H@
K AETESZ A BAEY) LEA 3 A FS, LI A0 N iE
T LEA B ™A TR i T 73 FHL8E, 32
B2 GAT TR Y [R]

33 LEA ER5®%EREYIMEY

H AL 407 UL M 5E LEA FE N RIHT0 D BEE
BT REH . Wk K3 HVAI (LEA3) R FE4b/N
ZHUKFE, 3 AP 7E S0t T 5 W38 J5 7T 1k
AR, FLG SRR RS AR A0 A A 1) 3 M AR DT/
# PMASO (LEA2), PMA1959 (LEA1) H:PH7E/KF
3ok 2R T B I A v e SR DR R R AE T R AR R
SFE A RAR R E R,

ARk, APPSR RERE . RIGHT 4
A YA SE LEA SR IIGE . W/NE TaLEA2 FI
TaLEA3 $:H (LEA3) FERERE By 26 35 n] 42 = e B
ALF TS . TR ICEAE 1™, Zhang FH
Vil i LE4 J& N (LEA2) K K& HyAI A
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(LEA3)3 3l ATEEE o WEBRTE] LEA 2 A 735 B
36 R AR E AR 22 5P ARSIV B IR K
WA AR R4 E LEA 3R A B TR ER ThAE o Weks ok
. PM2 (LEA3) FEPIFI PMI1 (LEA1) . PM30 (LEA3)
BER 4 AL R AAT A . o i3k LEA A py 4
FRITE = £ T 770 S 8 o T R 2, ml O,
FERN R AT B 4 28 T 1 S 9T 588 LEA 2K (P o)
RERY I PREE . AR R .

4 LEA &8 8 R EH R

EARMZH ST A BV CR . EERD
WFFE 4 7R LEAI~LEA3 2 FA7E/KIE W b & 4T
B IRE (Unfolded state)®, #Rifii, LEA & )75 H
W REAFAE S L 5 fy o, Ikl , 7€ LEAI~LEA3
EEAPELB T MENZAT PP MEJE (Polyproline
IT helix) Z5F728, 3 Fh PPIT e n] A 57K S 4%
A, AN LLE ph R RO

LEA HEHMEHELEA A WPE, £ SDS #l
TFE %% T, LEA & A i o-20¢ . (H 2%
BR¥EWCT R SDS Al TFE J, LEA 211 Pk E T8
P&k BoKbE BT ES—2 LEA &AM o-
W25E | B T S Fy g it 72820 MET T DHN1 2
(LEA2) 5/NHZAEFK (Small unilamelar vesicles)
WA AT, o~ R INCY ) LEA B A A S5H AR
AIREA B TATAE AR D RE . SR, bR gl R i i
Z RN S 1 SR o

5 LEA & o # R4y R

LEA 25 54 YAkt 52 38 1Y 68 1 B UTAH G,
{HHARAHLHITIATE R o M8 A= V015 B2 0, LEA
EHMRPIEN EEA RS EA R SIEE A
M EAE FEE NG 1 2455 8 T R I DNA 70 155,
51 LEA ZEMERRMFRIFIERRENF
511  FUEEFH ) 7 T LEwE (Molecular shield)
1B i

R R T8 5 S A K AT S B L R I Sl .
SRR S | A A 2R R T N S IR T R B
R GEAER  LEA 85 AT A PR 4ok S 4 1 M
A I 40 e B 4 e e g /U122 g i T il
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FEBEIR G U T T R A R mIRT, A0
T F B SR E A RS FIERE &Y,
BH 1R A 22 A5 1R AR Ak, TR PR Bl %5 T FEBE &= ATP,
LEA £ 1151 o b )V F- T PR AT IR IR & 1
R, BRI, LEA B OGBS M 0 AR B A T 220N
#E ATPP?, W[, LEA SEAXEH (#) Myl
il 543 F AR LT A A ]

Tunnacliffe &) LEA 2 R4 8 H BT 53 B
il (Molecular shield) fi&i.: Joifr& LEA H 1Al IH
FFAEATS 20, HIET ZHNEE, 5
DT RO AR AR A T AR,

5.1.2 &P G TEH]

LEA ZE [ Al 6 i 2 25 1 0 i) A A B4R R
BEBE M. T SE Y T MEm6(LEA1)FIZ
M1 AaVLEA1 (LEA3) & FIE MR o 88E, 55 7T
504y AR VR 8 T B K LA AR, R ERRE
FUR AR, g4, 7 F LEAI~LEA3 &%
THI 1Y A2 - PPII 4544 7] 5 AR F B0 45
A2 (1 B 0
52 LEA ZER 53 FTEMREEIERIKIBLERE

290 T 34 3 A A TR I 40 T 8 7K T 3 1 — A B
LR, TEMMASIET, IR NARE R (ke
BRI 009G BORIA E R, T BB AR
[, 20 K 26 5A 10 LEA 2 (Al 2 5 4Rk J5UH
1435 3 AT B AR P 7E TR A R, LEA B n]
TR a-BRBELS K, AR BUMET 24 . SORUCH B T
H8 iR 200 L ) HLBRCER A8 P L B v A0 B 3 A )
B, SR AN M BRI, T E S TG
OET: G
53 SYWMBREHNEE R ENEEER

30045 T T X 24 L ) 47 3 2 B AR 4 L PR R e A
V)RG> F4580 . B SCYRUFHE # I — 48 LEA SR 1]
TENLAERREE A 46 1 X8, 7EfRSN, LEA W5
NI SRR AR B T, T A SRR SR 5 R
N, HRAE HVAL FEEPPKRES TRk, 4
BB VERRAR, R ERIBN HVAL 8 H Al R
P AR S A AR ST R D A, e R A,
LERLURSE B ) LEA R [ m] SR 4 2ok A i),
SR, WAEAES ) —Fhr g, H) LEA & 7EfR S
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SR Y L RIS, A HE 52 M e R AR P 1 4 Ak 1
R fbid e
54 HFEERET

ALK R BN B BT 085
EETWwET S, LEA BAWEGSZMET, W
BB TEE XA BE S LEA & A — B aERs,

AR, FERME ATA SR K LEA &
S i H, LEA2 8 (Y 22 2 W b i AR 1L vl 45
B Ca™, o IR RR LY Ca™ 25 Ak
PERY, BEAh, LEA EHEATSS A Cu*'. Zn®', Mn™
M Fe 4 7% MiH, LEA2 AP &Rk
T E& R AR,
5.5 {®#° DNA

B S E5 R K  , MG Citrus unshiu [F)
CORI15 & 7€ Zn*" {EH F A5 DNA Fl (RNA &4
JEFF A EAER . LEA R AFA T E A 4 28R
IR A LA AT BELE 15 DNA TLAERE SE8E ] . A
AR CuCOR15 2 H AT BEXF DNA/RNA A — &
A B E FHET . AN, Wise 25 F A= W45 27 i
LEA A LIEALIZ S DNA 454, HAHE
FH LRI RERY

6 —f LEAZHWZ b (Multi-

function)

eI ol W N @ A OB S A & S i £ 0R 0
T, BB AN LEA 3 EA WA R 5 %
A, AIPEARUNAIE] L DIRERS B PIAS LEA HEH .
Horp— A BRI FE SE A A T BHLE — 22 S B 3R
B, O — R DR A SR AR ] RS T ) S B B
7~ —Ff LEA 85 H ] BE A ZIRETE . (RSP g 45
FAUETAE COR15 MU A&/, BB
A 9" DNA/RNA SETREPT, SR107, “LEA &A1)
ZUIREE” R B 22 00 S R R SR

AU A R . BEREFHERLIE R T 5
P K Em (LEA1) 1 PM2 (LEA3) EHMZEA
AR AE AN ERE X S5 A T ASR Y “LEA
A FTE A% 40 A A% A 0 v m R R A AR Rl it R
BLHL” 33— U B AL T AR A2, AR LA 4 3 i

Em 1 PM2 2 H 15 PR 5F P51 (0 20- 208 0 547
11-Z IR 22-F IR L7 ) A Eh I RESE B, I
I, XIREEIE—Fh LEA 8519 (KT PM2) I3k
AT KA B L T RHIRIR . RV L RIS L
AN TR ER o 38 A T 52 0 UG A AR SRR TERT T —
F LEA  H 1Y Z D g fetE,

¥

LEA SEEX YR 40 &% AWK 05 R PR
PLEATRC R TR EZ VO, A, 1ElR— Lk
W LEA & FA Z B AR B AAAETCAR - AR AR 5920
RERTA S ENZEESEA IR A
2. REA DI I LEA S H /e Ak Bk a] i e
PR A GIRAS, SR LEA S H R4
LER I R S R I RE SR R TSI A Z L
LEA S ZIIREREE L LU LEA T2 548
[7] A2 ) R 01 B DR AR P DL B G 5 22 52 B0 IR 41 1Y) 52
o PHIL, X LEA 3 A RABETEN T45 75 H1 ) B
AW A 38 2 A BILBEA TR S
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