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I EEE: EaRlE 2016 4F H46% H 1

TEFH 24K PR B[] P X6 3K 2 B 058 26 A P o I 2k £ A
A TR Aty At AS ) 0 3 7 1 R A AR S ) iR &
43 Hs (hypobaric hypoxia) 2 52 iy 4R X 5 2 F0 A
FAFHEBEREZY WBIRETHE 1000 m, Hlik
NS R 10%, B0, R 4000 m HiX
PN RS AP 60%!"7, 1 i ok 52
IR B> 2 T B0 Bk L S v R AR AR (I 4R
AN & Hypoxemia), 217 512 75 A 2H 24 1 40 1 4
PERIAS A, i 2 i = F AR PR AR BRI S, (RS
A I AN R 2 e EE R o) 7 AR, AT R e B 4
R, FReissh e iae " B0, R
S Hb LA S AR IR 3 [R) A A R e, AL AR T Il 7
LA R B OE . R ER B T AR
W= HEE T, ARIRI I TR T AR R,
TR IR B A SR FH 28 ek ARG IR 3G T a2
PRUFTE E B Re B AL N, 0 22 D) e 25 DR ZE AR IR NG 4
F i T EIARPY, ARE AR T LA i R AR i 4
R P2 IR U v v O S e Y )i
BT FEN. BN, SERAE R RE UV
EA BB RIAES, AR S E
A SRR R, R A EE 1 LA BRI
TR, RS XS P IR B I B A B e A K

B AL RN B 35841 S50 BE AR L IX 31 SOAE X K AR
B E B B 0w L, 2 — R 4 mT R A AR
P ZRES, HE AR RIKE, RAaEERE
(asphyxia) Al &) # H L (ischemia); |~ X b R4 AT B
RAEFKT . HUN SR B RS, BRI 4&R)
P J G 26 1 (stroke) < fifi /< i (emphysema) FH B i
(asthma) %5 I PRI BROR AP0 4R, LR RN IR B (R4
SR AR R A, Gn s RN AR BOR &S (BAR) T AR TE
RN AU Y, [FIRE, 1&g R T T
TEARE I BB B N BB R E N AR IRECR A, H
2 R ZE B 5] AW S 2 T A RS
(homeostasis).

WA X PR S5 A S8 1 A 3 e . 49 oA S P A v
it 2 10200 1 B/ /NEE P (8 7K AN B R 3 e (i
AR SR A R B, BORR AR A YA B ST iR
(acclimatization), B2 3 MK T F AN # %,
18 P AIK 4008 [V (adaptation), RIZEAN AT ARG A 45 4G
RH A R AT AR, R I HIC A UR B UK
FZ TS, DARRR IR COL/pH W RSS2 tnm
YRR A S5 Bl R ARV ) S R AR LR B

I R A8 VEAR S S, S P IR AR 2oL R v ) B fE
IR, AR, U BN U2 S I Ui
T BRI — R A S B AR R & E AT, R ERE
F S RAE 2 AT OB .

H L 21 85 1 A2 0 HE B0 e e A S A
W R EE . BRREMIEEEATPY, KA
¥ &5 ¥ Ty fig it fb th AR — & 198 #E 3 1 3t 6 M
RS BT, ASCREELL TN 4 7T RERE: (1) R
HASEHEREE AL, (1) 208 A REIE
JSEALAR A2y 5-BE AL S22 HES Mt Ak s vh b5 oAt
BRE AR C R, (11D PAMZEE AR LA =it
P2 RS SR IE AL 22 5, 2B T AL
HE S MESERGEL IR R, (iv) MALE A%
S SR W IR MESD ) R E LR RIS A A
AIAS A2 R 23 i I 20 88 1 32 A R HE B 0 e
POENLIR R, FEPPN AR TR R AT,

1 BREH -5 HHESH P IRSE ALY

B AHESH YN AR EE AR R R E B
(globins)i#8 5 % i) I 41 2 H (hemoglobins, Hbs). 4L
% [ (myoglobin, Mb). HR 417 [ (eye globin, GbE), Al
FESEACH L FE i 45 %% (reactive oxygen and
nitrogen species, RONS)AC A1 FH 1 21 g 7 T A 52 7Y
Ji¥i 41 2 [ (neuroglobin, Ngb)U* DL il 41 & B
(cytoglobin, Cygb)% 5 AN 710, #i # 3 [A) J& T 21
Z & 135 (hemoproteins)' "), & HE B 4 4 Py f B 2
M+ EWEE, FERAT RIS A A E D)
2431 IR S 3T IO B I AR 3T I ) i 7R T i AR
IS kA, Hbs Al Mb 62 54k PJ RONS iR A1
NO 55453, 7SRRI 1) 4H M fr o ke 2
YEFI®. GbE fr i A 8T S HIERA 0, Rk 1
oAb E HESI B R BN, 8 H AT R DU S SR
Fak, AT MG I A0 E 21 0' 52 4 4 i 4800 i A
I ThRED?.

JURMEARBTERE A Hbs 20 A FO SR RN 41 2k
Bz, FAAETBr T B UK #1.25 (Channichthyidae)
CAANE LT BT S M i 0, B T iAo, ok
RIEFIE Tl ErEgp™, Seikidgn
A i Mo B T v AN B 7511 ) DS = 11
SR g, fEix g b H AT RS ROS
Bt el NO 15 5 AH5C, BT PAW] R B A U4 A0 Al I B
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RAEAESE: 208 B 5 A HESh YO8 ML

I3k Zh R0 T IX AN Th B 5 HE Bh W i IR R
538 N 2 D) A 2124260,

IR ) S B P O T P R LR (1) Ifmar
A 1 (stripped, B SEB0 45 il i TG A8 74 R 4R 2S)
oA R A T 1 45 W 0 A8 #4 R (allosteric
effectors)BURE; (i) 2040 M0 A9 T AR 3R 55 (4 H | K
TR T IR FEARAR) O, R, 43T R K ST
B 52 BINUAA R G KT — MR TG B M, =38 3L )
RS R A A BE I O 7E S0 R 48P0, i1 2%
1 32 RIS AL R AR R G S o A, R 4w i R R[]
SE [ ) 3 L 22 S 388 0 U B oy 1 S5 A AR AL (BLRE AR
Rl ¥\ L2038 45 A A o B 0 225 ] 482 A T ) 14 4K 03 192
ML, T 2 2 ER 0 3 B 5] A R P A ()0 B AR
o — W B0 T 21 2 B AR T o A Hh AR ) R 9 R AR Y
S EE LA OO it 4T R A B R s TR
Al [A] B AR AR A 1 A B R 3G, 43 3 5] A i
SR RN S B ZH R SR BG n, A T ) A 6 X
T SER kA 2. AR ZE AT AS pH 4 F5P)

2 2L EARARGE B A - B

BHEY A EA S TR FaZ K (ol M
a2) FI5 46 B2 IR (B 1 FNB2)ZH B i DY SR AR 2R 1, afIB
Bt 7 A8 AR B (e A-H)AH (o B A
D 12jie), NAREE A BL(AB, BC Z5)fIaIkE, W52
G NA(S' S — AN R I8 i) A 88 B o HC (3 e 5 —
AE B8 ) T i 1 OF 5 R BE R AE = A S (B 1,
SWISS-MODEL servers'®*“71f1 QMEAN4 in

DeepView/Swiss-PdbViewer 4.1.0, templates: 1faw) ),

539 N R AR (0u By FlloaBo) FH 1] — B A (o B, FlTaaBy)
4 B %% (packing) B 20 (sliding ) 4 i [ 1442090 pg
RN R ERIL HbA T (aA/PA)FIE BB
o3& AR FEIL ) HbD WA (aD/BD), VA [EA & FKIA
T R SE & 7125 S B Rl R S S AL U0 1 R S
FATE BE, T B8 M T BE 32 B o S R AR 1L
ST i i 40 LA Th R 2 B R Hb
TR A, AL R DU ik I P 4k 2 R

B 1 #1112 (Parus humilis) 147 F HbA VOB /k5rT BB, = 4457 (B : 1faw)
A: VUTRIRGE R 2 Theth: 45 v B, Sy BB, S MM 048 B: Py W B1E, Mol 7 AMBHECE D M)
FIBHEN) 8 AMENELLRL: C: LT 2% 4SBT A HE B e 10 ML 41 35 45 4 oL 45

86



I EEE: EaRlE 2016 4F H46% H 1

FEFIAR QTSR N EGE R EL R T ghabh, —Lung
FLANY) AR ET B A R LA & F (HDF), Hy#ECE B
%, FINR W BT A LSRR IS MG Hbs, B
A IR 70 o sk B 1031,

MALE A A 45 G B aFE (A 2), Wk
21 % (heme) F i/ 1Y = 0 45 #9284k 5] 2 — JR A4 1Al 1 H
TN, RAFHWNREHGE, KAEZEEML
(deoxy)Hbs 'K 4 T(tense)# R FI4H 4k (oxy)Hbs F25th
A R(relaxed) I R B4, T8 BURAT S 2R &
Hb 2 [a] ()38 4 “F- i (allosteric balance) ™, K& E&
71 T MR EEFEME RS, R RN
R/T ARZS 815G Ak B 43 P50 45 1) 25048 e e 1 [ 42 2k
¥ (homotropic effects)Fl 73— 4H il 31 45 AL #4 K] 1 5
HL I 7 e RS (heterotropic effects)fE &, A& BIE 4
AN SIE B 7 DI A AR 5 A R SR A TR A T g AR AR 02,
BHES AN FEZAB B4 CO, HY/pH, CI'H
AU, FEASE EBE RN FERE 55 2 7 PP KA
T2 1AV AH ELAE FH W 58 B 4410 Hb TRRIR A, sphak
AHEAE TR R R A 2N e CO, il HY 515 pH

A
H CI”

CI H °, 0,
(mifm] | W4«
[ <1 — " +OPH + CI"+ H" + heat
s [m]{m] 7 [aH{m]
OZ

CI HOPHH cCI” O,

! R
B
T
................
4:"‘ / — e
o /
@ 7
':' stripped
/ ............... +Cr
— _ +OPH
0
0 10 20 P - _ |

Po, (torr)

B2 MaEAZHWFE THTEERES
(% B Projecto 2%, 2013)"!
A FEABWETHRE TN T SAREREA DA R SEEEE )
1] ) s (heat) F 4 I B: B 5 i (Poo) 22 AL I SR ML A
(satuation of O,, SONMIERE S B Fi 4%, SO, 1M (& Wik
OPH>CIf7 £ Hu ik Z (stripped) FH41) T OIRAs, i ZA R, 455
Fewalals

B A LR 2 SURE TECAUK B 2R 308 (Bohr effect), fL4
T P (pH6~9) R R Pk (pH<6) 3 /R AORE™7) AW Hy HY 5
S B R AN (Root effect), DA B I8 7K 280 ) i
P CIP i SRR ORI A IR BEARG, SMERIR 3R 555 v
AR EN Y, EMES LA B DL RO Hoep
B #8121 A ML BE O N o B 55 08 5 1 = B IR
(guanosine triphosphate, GTP), M = (adenosine
triphosphate, ATP), MM H J# & (2,3-diphosphog-
lycerate, DPG)HIJJLEF 71/ (inositol pentaphosphate,
IPP)7, Ptk EEH DPG Fl ATP, JE47KF A
JIUIE 75 % 2 (inositol hexaphosphate, IHP)F1 ATP, Ui
FREEY DGP, B2LE1 20N 1PP H UMLK DPG
GEE TR, A MR AR S T

ML 218 53§ B A 2 A A8  IR HE e 4 ()R
RO T RGRE hE R S SRR RS R
Yo#h Hbs 731K 2 B B MR o i B AR fR 7 1Y, 6
735 A AR AR A0 73 5 A1 78 F) W A AR AR 1 B
e gyl N TR AR WU A AR B O B 5 A A /D
HB(1~5 A ERIERR RS PV, HLAT e AT A HoAth
SN E A, A — @B BRI A TR B AL, BT
K2 B ) B 2 2 R B A2 D e P v .

I 2158 0 D g & P — AR By vk Ak A 2L 4R it
o, LT I G 0 R A AR e A R N [ I I
SECRA I UURE AN JT 7], JUH R AE e 4R O™ i
R SEUHR 85 1O A iy P85 A ME B 4 4 R LA 1
HIVAMELE RN FE R G AR 53 17K F R4k AN [F]
F 3 AL, e o [R] I 77 A 2 G540 Ao 1] [R] 33 4 A
AT S5 Ao m AR ) R S R A A, R 0tk DA R )
B E 7 BRI S AL 23 B 5 A 3 0 A1 S o gk
M BN B R G0 22 S | S i P 40 L A - T AN )
TR B 3 AN JZ T

2.1 AEFRGOKFE RN

B HESN W AR S 0E M AE 4l s B oy 3R
FRAER AN b, eI A B AR K PR 52
W ) B e k. el 7L 2 I S PR B 1) AR B e B
e BEOR ST, B &l SR B (hyperventilatory response,
HVR). iyl S Ay fORA RSy 8 3 Mk, &
PAEESER N, MR E . O3hid g, (IKEEHS
AR U B AR R AL 2 B A o A 398 U2 Sl A AR
e TR TR SR I A A I LA Rl A LD AR
Z. REFE S 4Etb. MaOEAEES L.
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RAEAESE: 208 B 5 A HESh YO8 ML

FALEER N, B JE AR TN 1 2™ KT
FORA 1AL, AT R R AR Ak B 38 A% e 4%
HEatfE M R E AN AE SR ANRRA S E
%E[gﬁl,gﬂ‘

5 208 H L 2L 2K T e A2 = i R A
FEl82801 X 51 F HoAh i I 3 P (endotherm), %K@ it
PAR 4 ANRFE AR BRI E B i g 4 2R AR R B 8788,
XAE AT RE - B RUE R Si(Dersobronchi-
Parabronchi-Ventrobronchi, D-V-P system) 5 #h & E 4]
M55 B A8 XX & Bi(cross-current system), 5k
BBV R ARG EE, AR A B EKESR M
FIXE FEI R G, BRI A O 4 =, Hbs
e SO B A I Bk TR I o= A 52 (R ik TR I
Hypocapnia, @ifEdk FFEI 38R Rk E G R, &S5
PR H B8 ) 56 il L AU i, IREAUR A S R H)
i IO 5 i AR T 52 6K Tt T2 L 1) P I oS 48 252 B [+
YRR, PREFIES ) AL S, BRI 2 LA
VLI 2 UL 2T 4 vy B 4 I35 5 B, v 5 PO ML
SR AR R ey v PR LR SR A, IR AU B 1 R
WS, 5 — LB WIS A A 85 AU #S E A iE N
FIUAE PR IR AR A 1 410 8 3 AR & IR U PR
BR800 N R FrsE & WA &, Hg#R
(Hirundinidae)f Jx, LL— PR A7 BE & 1 7 AAER IR
NHEINEE S IR H R A &, T B AR AR
0,

DL B RRAE dsE 7 B 75 A Ve B R i AL R
5019 g R A S B AR A ek 22 R Y
I A PR R 47 v e R AR R I A P S Y A T
FoXF G293 W hh 9 R AE AT R EARAE SR R
T L 08 SE 1) [F] B A 2R B o AR, A AT I
BE B 2 10 2 P T AR ROIRAS Y 15 50, e E AR
J& Hbs 1EH AT THAERIEERE®Y, 1y S 3 fn 7 4
R A U L R FH T i % R0 I 7L 2808 B R AT 1 30
F7 1009 19 R 7L 2 Bl AR SEOE B — AR HLE
AT G A AR B 2 L 2 30— 20 A R 4y - LA I
75 5 TR

2.2 MHKF-aE R

I £1 8 AN E ST AR RN DR R
H, EF BT EH 0y, HA CO,, I 53 32557
PR 7. BR T 201 P BRI 3 18] ) R R RORE, 2y
¥ 18] 22 TR AR 1 i 1 B A B T SR A R AR AE DM

88

PE H A % (cooperative self-association) [ [A] 2 %L
J7 8 R R B A LA, ST A I [R5 B2 IR
AN, B FEPESE AR S22 A0 A Hbs W pH. i
A WL RS20, [RIES 52 21 Hbs 701 A% & A8 04 (R
gAML SR B BURFE AR AL BT 4 7K
Ve R AR B H G E SR A IR 4 N AR R TR
0B R T A Th B TR 2= A1 27, Bin A AR b IR 7 T
5 Hb EoRA 1K, Bk g AR
SR, I 21 B o AR ) BT 1 3 28 00 7 44 g PR AE A
I 2% ) 5 A S 4 2 T AR K X ) 29761000,

125 Hbs 140 fE ML B o B2 4 2 11k,
B 7R R EE ML, EARES mEEESIY
FHEI R, o5k, A LGS BT A sk Py 2K
A HR, BRI SR, HT Hbs X pH 3
B, 2120 Mo mT DAAE I R 2% AR R AN JE R R
A VOB TR B X SRR, DA AR 3 g R K] g
AAMRAE AP, B2, FEEEASE Hb BB R 2
5T N, T G £8 2 (i £ (Dipnoi)) i) Hb A H
A GRS, R R RN R FE 5 N A RO,
M, BT KRB CO, 4 E1/10 T2 5)
WA EQRS T 237), % fi(Selachimorpha) 3% T-if
PRI B 599 R O, R i K 2R A
Tt Hb 303853 51 5 02 R A Bl 6 S i 227101, B
Ah, T 5 S PSR AR L AR PR R, BEOR
GRS AL SR S AL ) 5E 4, A HLEE I 4% F0
Cl U L M Yo%, JF 2 A3 % m ¥ pH
a2,

e kAHE, TRATRA IR Hbs 40 M 4% A
TN L — M A . G @AT IR T Bk = MK BEALAT
T, AU AT RE A A A I R I 98 DA 25 fi R
. HeBR T CO,4b, Hofn 218 Aot HoAth i WAR# R 1
JUFBA B, T CO, A5 T HAWE Mz A
HUBEF/E U005 19,2 Hb 3852 IPP A1 CI 3L [A 4
A, B3k ME(Anser indicus) IR E(A. anser)] Hb & 35E
HHRALE IPP FELERIAAT T 2 5 g1, smam
IPP A5 CI7(5 TPP [AJH H BT 44 Py 4l BA 5%
OB = B A A A S SE g o, RIS L
T Hoth 15, 10700,

W FL B4 Hbs BT SCAN AL IR 35 5 S 5 A s -
RKEHEANEREEE I, ZBA4+ DPG 1)
PR PR, T A3 (Ruminantia). 3%} (Felidae)
Y (Lemuridea) 1 E A I AR ECE & 71 R 1R



I EEE: EaRlE 2016 4F H46% H 1

O E A ZF| DPG IR & BRS04 Hbs X
5 AR )R] A A P R R B S AT 485 28U FH BB 4R 2
(B )b 5, DAIE I 75 A A Ui R A8 T 1) A TR AR
b, WNAREE 5 (Dryomys nitedula)™™, [5] i 35 JR R4S
3 3 v DUOR R A 2B A I A A A e, R
2 IR B ) IR AT B B 22 2 FH T e 20k e o 8k 1) 3 A
A RESES 7. SR, B T5 B 508 B8 AF X A1,
TRAMIR S ATI SR 2 B A HRAT N 5 R IR & TR
SN AR AR A i E R R M, S5
fiby S AN AL AR L, BEKE Hbs %655 & 711 =il
BUBAE S pH 3[R H DLE 4 Hb il AR IR AR A5
FE AL FE b B R R A

NZEAFLBIY) Hbs X iy SR A 0 41 g 7K 7
&N R R T 4400 DPG A1 pH /K HIAR
Ak, i At DR ) R TRk LD, 2D g AR AR R
£ HLIEAE T ATP, CI, Mg 2526990 55 —J5 T A%
1% 5 R F F i (hypoxia-inducible factors, HIFs)FAH
IR Bt 3% TR %o 24 O PR 5 i 41 B 1 R R AR A g R 4
HIFs {EAMRERSFMHRAFEAREGERKIE, 2
FENR FL2h 1) U 32 h b =1 AR F B 85 s R 1, HIFs [
sk HhR A AR A K PAS B 1(endothelial PAS
domain protein 1, EPASI, B} HIF2a)"'", Egl9 5K
HiE ST 1(Egl-9 family hypoxia inducible factor 1,
EGLNT)™ "5y (%50 R R 005 5 AR FR G A 5% 1 58
FER, S Rl I AR R, I IO, IR AN
BRI, 4UMRE, FE3 AR TS I R T
PRI AT R AN ) L G B A, el IR A RHAEG AeU i
AR 5 1 573 — AN I 40 B 1 2 R PR 25 8 AR RN
BRI

M, AHESHY) Hbs 4 AR ZKSF U 42 A AH 5¢Id
MAHLEIBE T RIMB B EMNRA KT R Z M, &
PRI T MRS ) iy 45 3 Ak I 72 Bl o 0 B AR A AT
RIE RN & —PENLA, RAF 2 7K. M
NI IR, 202 B AR IR BARAT N T A [
AL TR

23 GTENE R

Hbs 43 F-1& AL 5 40 K AH B, RILTE >
T KT 3 L 5 B A I P AR A R 4 A RURR S
PER DAC A 5 Rl A 1 1 DR T AOAS i A . A
BILFEM 7 A DPG IEMN &5 & 07 553 A RUEE AL £1:
B1Val/B2His/B143His I 1 A~ HHE(7 15 B82Lys); H/K

RN ) S5 T &5 67 i T o 35 1 =03 K 3y (ol Val)
AR H () B2 L OK 3 (Bl46His); CII &5 & T 5
al31Ser fEH Mol Val, 15 Bl-Val 1E 1 B82Lys;
CO, & TofIBHEM B HE R . B 175 ANKAM
[F 45 &R0 S AN, 1526 Hbs [ IPP i845 & T B135Arg
FNBI3OHIs™ 0. LA - IhAEE AL S5 i T Hb
VY 5 Ak o F0 B (1) AN [R) 62 B, BRI AN B R 35 % 29
Hbs M H: globins 8 F R KA, 22 KI5 E
PRS2 461077 A 40 A 1 B e 43 R TR W BR B B i A 8 R
i 52 3 hn B SR B, G R L E T Re A L

W globins 1E AFR E KK EAL FI VP4 1A
%, Goodman %5 NMHIER] T BRE AL B AR
PIAFEAE AR I MLER: 15 S A2 32 IR e B4 A i T g DY
TR LB B (A2, Gnathostomata F1PY £ 25,
Tetrapoda); #R 5 /& PARE 2 ik 5 OR A7 2 22 T RE B EX,
M ZE S (Amniotes) 21 5 RN 7L 1) 3E 4k 2 B 2 [
fiK; %44 M H & 2 (Butherians) M1 7. 3] R K £
(Primates) 3] 2% A\ J% (Anthropoidea), BR& A 7L Ik
I 2 A A dE MR AR, W RKIKAE)L Hb y-HE;
B8 5 BRI Bt SR B, BT, B HESh it
5 | globins #EALZRBEI B AZ4L 1K 4 NI B, 2B
T B UJLTEE R BT IR, A5
3 A P S AR 1 Bl L [ 5 A X 43, UF BH D) fig 5 R Ak
S B ARG BRI b i B A R AR AR TR X 3
A 2 DR R B 1t o AT 45 R A — e R 6 ST RO
Hkph AR (1),

GEG RO 1%, Storz 258 NU T HESh Mk
FEABKEN RS KB MR R A5 iER, IF
ZREREE & [ 2E b S AE AR, ) e 52 OR8N [F] R 4
KB SCE AR, D Re R AL AL 1 2 A b S, 2R
M, ZEE 00T B R R A 3 R 5 7 S
PEFEARSE 111 I E R0 Hb Al Mb 434 T
PR LR 2H S | F (R Cygb —i&AE B HESHY
LW GE S LN H Z W 13 R =), BiE 2
PGS R I B U o M BER B AR TR A, T REAS
[F] S A 2H il 1) 2 SR M 41 1, X R S DU SR AR &
(T R R T PR 1 SR 25 6 0 S g A 428 A A% o WL 1
#/ globins BT FEARKIXTE RK 4:1, 3:1 F1 2:1 [IFF R
R ARG kBN, WL RREH S H )5/
B [R5 ) T4 1) A o R A A 1

SR, 1E— 20 B SR Bk 2 BAR 2 i 1 R
PP, Storz 25 NPV IUIE B i FE A (the
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RAEAESE: 208 B 5 A HESh YO8 ML

“Adaptive conflict” model)!"** F1 - #7 i% £ 45 %Y (the
“Balancing selection” model)!"*>"201[&] i} sz et 4 - 3k
R & i) E D) e IR 8, AR ECE S 7155
2% 1. 41 F5 A 5744 B4 (isoforms of hemoglobin, isoHbs)H
ILREIE R T AL sh kARG, RINE)
Jik A4 A4 A TA]. TsoHbs ) &R 48 K B 4 3 MR IE
(3K 19 S7090.127-129) gy b ) SET130.131 g i e g
BRI HEE.

B T LN EH 4, Hbs RGIHLIERBAERER
3 (R ST AL 41 ) ) B A L AN 55 8 4 R 9
() () 255 AL A 4, ol o, W LR R R Ay 2 AR R
(Peromyscus maniculatus) ) 5 4RI R #0555 1
4 (Laurasiatheria)BER 85 (4 1A 25 48 e Fl &% 45 131,
ik Z R, B RERE AT A ST
DIARZR B R sh 2 & s Ak P,

ML AT 43 30 A BRI 20T B A 7T Rl DU
H, TR A D) Re B B AR B 1) 55 3k A0 AL ) R AR A H
BRI A AR AEBEN Y SR, 7R
G0 3k A 7T AT DA B gk — 0 3 R B R R
WS B A FE L. L8 Ao 1A SR
49 382 A% AL 3L AR B ATL Ak 1 A= L& I ATL A, 1B D BK R 2
DRl 20 R 2 A0 ) it B 28 5 R AE S A e v R R g A
oSG VASS N T 7R

3 ML E T AR R R AR ARE B

Winslow!" A Ay, X i ¥ 5 -+ 35 sh 0 138 i gt
W 2 FTUAA B L EEE: (1) MRRs)
PEE R INZE, S 5 T sr B4, (i) B—RW
SEHE I (A)FE A, AT SE AT RE A2 B IE N, BPEEL
o, FEFPLE Hbs 19 7o fb A, 3 —0 &g
PR JE S R B iE N LA RSk B IR
V) (14 3 [) AR S b A 799 A T 1880 B I 200 2 1 991 1)
PR AR A A3 N A KL AR

3.1 iR E R E S YRS R AL
iR L E ML KA EN TRES TR
Ja, RZAN PR EE S, HKIMRAEERTE
FRHLAR — Z2 B AN [R] 7K T 0 X [) 1 A1 B oz 122083,
5+ sh W K S0E S L HIAE B R AS [, AR
FL I H I 18] P TR gE N = R I S R R B, W]
Ae R I N 2K 2 5 JR W (acute mountain sickness,
AMS), A #5 = J5 it 7K i (high-altitude pulmonary
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edema, HAPE)F1Jixi 7K I (high-altitude cerebral edema,
HACE); 1 =4k L 2 At B s Y WL Ak o g8 R A4
— S ) R B I B, R RE SR I N RS 1
J5 (chronic mountain sickness, CMS), & @S &/~
AR AR B R MLSE (hypocapnia) | BRI 47 28 . =il
AR s T W B Bk Ik 48 5 B L &
(high-altitude pulmonary hypertension, HAPH), ZL4i
H 358 2 5] D I v 0 G 0 3 B O IR AL A T
2T, ik 3 A R B[R] Ak A R AR
BRI LML 32 T ek 2% v SR BE,  [R] B AR i
ISR S35 2,3-DPG BEAR . 25% & 880 i R
Hbs 197 AL EEURR B2 B (MR L2, i 32 AR R L
e i M 9 R 42 (1 283, R A e E 1) Hb 34 8 AN 2L 4
MLEL 2R, B AR5 5 40 40 Mt 386 o e o e ok 35 134, L
AV 2HL 25 5 200 i 6 % 1 i35 VRN B B L MIb I T
S HE— b B A R AN R, RPN =R
3 NHE CMS A REIR! ),

MR G KB K508, iR 528 HESh Y I
Hbs fI% 5038 B el 32 BRI (1) Fpy
KA B AR LA i 9 A WL R (28 TPP A
DPG) ¥ i (1) e A%, i 780451 7 & w9 4 0 Wi 7L 2K 102,
(i) Fp(a] 7K P 22 57 0 22 38 I R AN [R) 45 #6 A T e 1
isoHbs & B, T¥ A [R) A= v 5 55 & SR ALUR & B B
TR SRR ARG S R, W TR
15 K BOTO LI L KRR Bk Z 4h, AT
AT T R e R 2 B 5N S = i 0k B (R AT
p BASLUSIRG BT b B I L 2 RN K S N ML
s A% i A kAL

BEF M AL AN A {1 B 144 145] 0 McCracken 4%
1336801 £ 22 45 T RURR BE A% 20 M7 7 10 R B 2
7L K E T H (Anseriformes) 7K % [ Hbs [6] i FE7E
SPAT HEA AN BAPE B AL, EAA PR AE MIE R T,
FEACL 1) 2 24 R0 o o e AR AE ) — JR IR BB 4+
ANFERAHAAIE. Ak, ANEER A ER B it
PRI 9t 285 SR B 1 2048 25 P S ke i R FH 0 1)
GRAR YR 1010y e R R 52 0 R Hbs 43 F A
S A0 AR 1 B BE B, i T 9 AN 2K Hbs A%
U N BT AR N R OA R AR SR SR AL T
%ﬁ$[35,147].

(Y1 el 21 E RS (S E Ry AL e X AT 3
|48~ 100 s S AR 7E Hbs IOV HR S B 3E MR L R, ez
471188 S (Oreotrochilus  estella) 8] " Hl 4 A+ %
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A2 R RE I PYTHD 47 AR 8 A7 2 1 B AR RS B
R BIFNE A L. PR AS [R K P 1 b 7 S A 5 P L
) 22 2 RIUAE, W )R ()42 5 (i F THP 25 & 7 A2
SO SR A AR A, DR DA B AR 1 AR A R R AR
PR F B AT 5, DN AL AR A 05 D IR R R
LSRRI AL, 3 [7]— 0 JE AN 2 A 1 kAL i
AR (] 3A, R 1); i AL RPN SE AL R
FRIFII 5 R oIV FE 55 2, 3 B T HIBIEIE 12 4N438 5t
RE s 2 BRI AL A (R 2), 28 o ot I T 4 B 4
(K 3B), XHECEA IR HLENS K N R AR (o)
A = BRAAR (o)) A J55 ) B ik /3 (B DB sE 1) T-R IR
AL, DRI, Tl B PR AS ) S0 28 1) 2467 o5 B R 2R 21
B 51 B A T 5 8T IR R R R A S
MR AERT SRR (K] 3B A 4). AREUE S [EIRT, =i
P LU AR g 45 P AT %2 (A B P AR
SEAL T 5 AR R IR S N HR 2 A T 8 A SR LT

A GAL SSia
GG wa
4
Y GS;II/HA
GG/A e GS/N ane

FRL I, WAV B % 4 % Angiog-
enesis) Al 2H 23 5 A F (A % 68 R H A4 i 4 1L e
Jp)lis,

SR, SR RIS N X A, AR
TEHE NI B 2 1wk O B A & N PR, BT
J& 3 3 (exaptation) 513 41 g 58 B 2% (Camelidae) [
fa1 Hb 05 & 1 AR T3 N Ja % 22 565 7 o ik ) ik
R, T2 Z BT A P L VERRAE, UE B AE SE AT R
ARG 20 Fh, T AS A2 38 P E Ak ) 45 310 T
Rese T H S L2 R R IO A B w3, T R IA
£ PuR S A s R P I AP A i v A A W VAL
WX R R G R G RAEE AR E 2 —, HI&
YAk s 50&E R ) R R

1KY R NG I AN g & BN N R R (A SIRP =R )
LA el AR S = S e b7 R RS AR
25 BIAS TR S g 1021 b — e e i R - 25 B (o K R

B HH-L_ HH-H;,
HL-L
A
a-E2 .
LH-L _JLH-H
a-E3
LL-L, T—# LL-H

B3 RIKERDFFIFEENE Hbs And FALE M i 2 R -1 1 25 [6) &30S 2 (R 165038 5k B SCER[341R9[73])
A L0 1S I VT i ] ) R DR B -2 B s I W/ 4L (T oy AR R 1) IR A R R R B, WA (T Sk R o bR A R B
YEF F BAGEHOE B R Hb B3R E. FAR+/—RR Pso THR/BRIE, TR Anc fORMEMR. Rk 50 Bk 32 BRI X(B83 H bk
B L E AR, MY (PR A S B R Z(B13 AR B AR) MR IR A R B AR, Pso R 7EMMERS3 5t IR (SR 1); B: MIEHIATHE
2 1R BRI IR HR B 1) () B R R SR B 23 ), AR +/—3R 78 DPG BUREF+ /P41, R fEo-E2 FI B3 A — R AN E R T, BRENA
[ 3L R A (HH-L, LL-H, 205581 X 50 & A w5 A B0 B A(DPG BURFE L Pso FFK), Ho-E2 Fla-E3 H 0N HA BUBH R
R R 2), WEWNE A FRHSFERR, RN KA

F1 ZEWLESR13p83 FiE &K R F B- R EMER X B REHE R G ([73])”

A I 415K H (rHb_B13B83)

F KA 71 Pso(KCI+IHP)

%*qjﬂﬂi#é@a\%wzmkﬁ
(L/M/HA, &/HAGHER)

GG/Apne -
GG +Y 19.38+0.41
SG~ +Z 10.99+0.06
GA +YZ/ZY —
GS/Nppe +X -
GN +XY -
GS™ +XZ 11.76+1.09
Ss* +XYZ/ZY 16.31+0.90

MA
LAYY/MA?: fH 23R
Null: ¥ H[a] 24

LA: 5k H A

MA

MA

MA/HA?

HA

a) B13 FRAF(Y F Z)%f B AR IR HRGE B, B83 B AR (X)X B s v 44 3E 97 ; KC1+THP AR 3 & 354k Py 3R 55 [R] I £ 78 S AL B R AT DLk
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A o04r
035}
03}
0.25F
02f
015}
01f
005}

Alog P50

HL-H LH-L LH-H HHL HHH

rHb

0 1 1
LL-L LL-H HL-L

B 04,
0.35}
03}
0.25%
02
0.15}
0.1F
0.05

Alog P50

HLH LHL LHH HHL HH-H

rHb

0 . .
LL-L LL-H HL-L

B4 BERNANEHR RN SREIRE R R PR B (R G HIE R 5 [34])
DPG #U [ (Alog P50_KCI~ & DPG stripped)3 i, Xf M4 E JIBEAK. A: MR oEF AR, B L BRAR MR M AL, KA F
Wk FalEFAL; B: Brodk e 1) R MR 2L AL, HH IR BT o 58 A8 1) 2 R 24 s F DPG Uk B 38 (2 v 34 48)

£ 2 NN AR RARE R R AR R AL R IA R SR B SCERI34])”
S B HEHIMLEA DPG U (AlogPso) HoEA T Pso
rHb(oE2E3-B) (KCI"+DPG) 1k 4k 2 1 (KCI'+DPG) & 4 %A
LL-L 0.262 10.46
) LL-H 0.164 7.65
Sign-HA
HH-L 0.117 8.63
HH-H 0.348 10.13
HL-L 0.246 11.21
No sign HL-H 0.316 11.36
LH-L 0.247 12.51
LH-H 0.308 12.83

a) KA 5T WEdERbs & 5 A0 B (Sign-HA), R4 & B-H/L K H R X DPG BURE (AlogPso) s AR AN 4235 & J1 38 I (Pso
AR, o S A & 5E T I T i 3k bR & B ME(No sign); oE2E3-PACER S 2, 3 41 & T FIPIL 3 & 1419848 (rHb) 3 I BLH &

(Cavia porcellus)FIBT 3k JE)iE NS AR AL A A,
N R AT B (1 JF AN 3 B 35 4% Y AL o570 TG A Eh S R
FIE KT AE A SR AR Bk R N PO G 5 A vy S
SE(HEHR DPG 7K A8 46 Rl R 6k ~F- 17 (51 4K Bohr
RSO R, R T SRR AL, AR
BN KR AU R E, AR AT EE £
VR Ve T AR 2 & AR, W HIFs K L
?ﬁ?%(EPASl %)[84,111,112,134,155]. %j\%&ti&}\—‘%—ﬂi
W, 1E Rk IR (<3000 m)FET L4+ ) DPG
T ARG I, R A T BRI DL 2 2 2R TG
M 3000 m PA b B SRR, EORE g N
P35, 2R IAE ST fi 2 58 I BE Ui DL R i S
&&%[156,157]'

CL IR FE 45 SRR 0, ey St S 0 I B8 o o o
B HE B WK SO R A A R AR AT X i
JE R ZN AR Ak ) A5 A R ACE B RN R R R A A
& RO A LS SR AL T AL, JCH R SR
VAR L 2 P (B S8 P ) TRIG S AR B S B AT — 8
25 S E A R 1) SO R R S DRV I T A AR B IR
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Dean 1 Thornton" >R A [7] 1y 347 B v 4R PR 885 ik
25 XHIANTE Hbs AT AR [F) A R 38 28 1~ 47 312k
T FR TN ZE = Fhia R 4k,

3.2 Mn4rEE NS B YE N AL

LI £T 25 (A (o . 225) FTULAL 25 1 (Mb) /7 51 22 57t i
BRI P - 19 AT K 4 2t e, RIS IeAT
FKAALE, LRSI RN M E AT ZE R BN
(U PR 7 255 DR 22 540 B S5 3 1) T2% 0 73%), 33—
25 WA FRAR R IE 25 A 550 7 A J2 U 4 A i AL 2SR 1
KR AEALEE, UF B 5 AU AR 2% A0 BR R (3 K R
FLIN 1 350y 1 /K1 [ 3k Ak 1) — 5 gl 700 AR e 11601,
L R 7L 25 Hb — &5/ 1 X 3 R BLAE : BV BEAE 1
K IR E V(RS T H R4 T H 32 2 IR BE 434k )12
FRITIRG SPL 2 (16 35 IR 30 2 VT ol fof 1 o) B s 32 DR 28 7
FING 7 AS [ O AN [ 3 FR A AN 7 i A v ik i
TF1) I35 ) 222 S 11021,

PL Hbs HIEHMEZIY R Gtk NS 5, B4 e
WAl TS NS F AR R R R R A b 2 R
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M BA AR TR FERBALS, B R/T RER
. isoHbs )4 f 2 S AR R [R5 45 & 7 s 1 A2 4k,
IR R R B AL R AN [R) i 38 7 A 1 30 2 4 1] Ll
B, Rk E . %5 ¥ E (Chloephaga
melanoptera) FIKIFAR K ME, HT o119 FIB55 &
AT ol BB AR R fdE R B T AFEAR LA T
SR TR T OSSR P 85 1 Iz % P B Sk B
(Larus ridibundus)"*"F1 A (Ciconia ciconia)"*"5 %
5 3 HE R (R AL s BSS, T8 T AR R 5T 1) A [R] 2 e R
B AR M JL % (Gyps rueppellii) f1 %& 2 (Bos
grunniens) <= [FIFERIEAN [F %55 711 isoHbs LA ML
55 90 Rl AR R 2SO I LR (e 2 RN R A4 B
YA ST H M ETE B ) [ 48 5 A7 55 B2-His,
3 BV RS LSS G AL S AR = SR A
() [ 2 A 129.90.1641

BE— PP DL R Gk B 40 B HHE T 5 HE 3 4 1)
& [R] BARAL AL R AR B A W R A AL, o |
A% 5 KA B ) L 25 5 AL SUB2(NA2), fELLR
TG 2% JRE e R AR SR /K 2 2R IR His B A ANl B far
b e LR BRI B3 (Elephantidae) &y Asn. Jffi
AN Phel'*S 88 25 (Artiodactyla) iy Met. 521925 H1
#e2X(Hirundinidae) v GIn'*Y. (&7 KRG kA, ML
& R RAS R AEAEANR R B NBAERE LLA R 23
YIRG ) HbF, RKIANE P KR & R E
TR T AEXS AR R ESE A 77, AT F T 08
i AR 45 BRI i 21 2R AR OO0,

TE N JE BB 22 A0, R 5k (R AL AT e A AR 3 )
RESES, EZ R REMT T AR HIF % iH% Hb
TP 5 I AT B Y 2 A DG ) Rl B, AR SR A AT
HE—UE T Hb %R A 1 5 EA R A
IR FE R AR SR N ) 22 5 S 3 e (89,142, 106-168

g b, WTH T MM RS K E o b R~ it
LAIRAR:SSE S (S pYi N Yen APy DA Cbei R o)
H AN (R B 23 38 AL ) 1) 22 A5 1 AR A7 R P
() 3 e 7P o AR A

4 IMLZLE H 5 P MR ME 2 W) 3
PEEAL

19 148 30 4EA0, AZKIMALER (11 AR FE L 5
45 S B VE T R 11 R 1 R R S 3 B
FO A A A, K 2 Mo 1) O 2 B AR D

YRR, REA SRS = R EMER
HES L TAR FE AR AR 7O e b T (] &2/ 172
G R Tk 3 1) 2 [) 5 A I 4% 4 78 BT 8K B3R 1 IR
S AR S 1 T S RS 11 A g = By Al VAL N = cBel
DL TR TR 7 9128 A HE W Atk [FUR ) M) Hbs =2k
ShA TR, 0, P HE I A BT b A4 45 4 [ YA
P L4 HbA (U 25/ (B 1.

SRTIT, SE 25 & 5l I 40 8 M R AR A [ 45
FISAE B MESH P AL 23 R JRTE 8 . X 4R a2
S HTERINOTA ] Hb B RIT MR A B & IRR, £
Ao BV S ) AH EL B A () AR Ak B EEA (R 45 A4 3k 1)
LR, Goodman % N UIHEWT H a1 B2 ¥ 242 i T 437
ROAR BALR T 51 A% S 2 BN DY Ak oy 7 P 35 A 26
1) 4 £, Malpl FoE Bl A 55 R CLEAS 173
AR SR AR SR, SRR R Tk AR TE L
i 25 (Lampreys) FI i i . (Teleostean) 1) Hbs(o/B) 714
BB, ol P12 fih i for AP SR AR 22 02 1 35 T 26 1 B 435,
alB2 VB AR R A BAS 7P AR 7 R
—gle),

Hopkins 1 Powell "7\ Sy AL ESE & 71 Hbs
1) s LR B AR LT #8247 3R 1 AR SFAL R (B T
NAB2f7 50), 7l B AR KA E R G LLIE InsE &
FaE K R LRI E TE W URBRIES 1. BT &
RN RILETEHLHIA, REER R R A
A FIAERIHLE], AT e 5 JHAE 2 Tl 22 BT 2R B 310 ik
iE¥EA R BRI, Storz 2 NTOVR B ML LT &
STE A 22 1 2 BR e (A R A R] 1 A2 = A7 A
I B 378 Sy I 21 2% 1 48 0 4 fih T i) 11%) 5 A% 4k B %) &6 4
Ry e i P 00 BRI, 4L A 2 g T2
[FI B, BT 8k M40 28 45 A S IO TR, B DABE
FHiRE R &, K2 BIP R ESREE TR, i
EAECEA IR LYE T-R RS H AR
e, filin A4 H #4 (Thunnidae) ™. {H2 8 54T
GERIHA— X N R E R, fla, BRE
W FL2E Hbs 13 MU &5 607 5 A B 35 TR 4 A = 1),
A RAFRZ, SRAEFGE -MEERE M
IR &5 & A i, FF T DU R AR v e O B4 &
AU I R @38, 1T 1 o S A 28 [ 1 g R ST A6
Lys99o(5 A2 HbA HIR)E BIZ I L 1 5 — iR 45
AL i 5 A IS B R AR SR AR BRAE OO, WK EE
Bk 1 B A R RS (Stercorarius maccormicki)!,
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I, Hbs B[R AR 80N S T PR s i A 2R
TERE SRR Ak, X B3 BV T B A SR

SR, o F 45 M A7 E R Dh e BEAE A — B0 45
B, 4 Revsbech 2 NU73d R [F] 4k 43 A 44 BB
(Sciuridae)f¥] Hbs IhREFI A PERF T, KILLFRE T
RN 55 B I R N B % 1) o R R ik R AR A
I B 200 7K T3 1) A R Y R S R BRI
1) 37 ) 2050 7 B 22 o K BT I R 45 SR

5 itk

53 T3 BV AR A 2 21 /D BT g AL AR PR D,
B TR M A AR R A — IR R A R
AN, I K 2 HOR R KT 3k A B3R A T BE AL
AR ML 5 AT IR, B2 2 IR B 3 1 2 (A ik
FEEF, X o £ 50U I A — s FIIG 4E00d B T e
BB A Y, (B AT RE AL T 5 SEUE B B A R
THAEIRNTO) AT 2% 1] 434k i 3 BTSR[]
U AL Y L ISLITONS00 RS 2 i e H AR 7] ) kA R AR
(B 3). A, 7 PR S B T RE AT A BRI T 4
T AT I PR G NP SR, R R G A R TE] R
T Fh AR [A) & B B BC Hbs [ 3E 44 1 ] 5 1 3
B0 ZE AL b, P A SR A A B A
RIETRAT A7 S0 Hbs, Flan, w5z + 3 At
By, RPN ERERAELZREEAST
P T 35 () 2 ik g, DT A v A R4 A3 2 1) 4 IR
AR L 5 R PR A R S SR LR
RERSEAM LEERMELS S, EAREKANRIE
A, g N AR AEE B Hbs 1T B 45 2 0 FR 2
Hbs W FE 2414 S ZAN(H (1 2 25 18,

SR, A HE S0 IO ST 52 2 0 i PR AR AR I £
PO (AR A MR A AR T2, FERE T 4 AT &R
GKTVHIThAe S & SEOL. R B Z 41l &R 4K
P CUn BT A9k 5256 (1) Th e S B 36AE, L2 W PRI
I3 T AL A JE DA AR 400 B gk A0 1) S PR L, R
TV 068 1 PR 91 17 KK S 45 493 AFF 70 38 ARk i FF 90 7 S A0
PE B A SO, fEk R X b, B ThRE R WA
HE B 40 (1) 8008 3k A AL 1) B A% R A 20 - WL 1 e 4
o IO (1) 4T B BN s B R Ge KT AT T REALEE SE A,
Hbs 8% HIF i 140 B K-F IR L], Mb F1 GbE 1)
YR KPR ML S 88 B R S I O R AR, [N, B
TOXF RLRE E Ty e 2 DR 4y IS UL A, O R 1% R
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JE AT MES) WA S0 b ) R R e B, AR
B b 5 35 50 0 g A B R AN (R SRR S 1 3 R A
BUEI I 7 RIF R B A B R,

FH 73 - 1E A R A REAL I AT WL, Hbs BERT DR
SFHb I B — 8 TR HESI Y I R G R, AT A
PR IR 53 HE A AR B ()35 3 AR R LR, R RGJE N 2
34V Rl 2 B 1A AR B A A7 PR FH (B
Bk, JUH R LR iR 1 2 S R A
JE& BN Folr A RO ) 433 AL 55— T, i
PRAR SIS BB 9 75 BB TE SR R 4 K B A
FFRHE 7 52, DA R B N PR 58 I BARRE L, B, 2
45 i R 21 M G [ S I ) R T R T g
1 RN T 22 B8 T N O 25 75 18 ) 5 12 ZE 48 LU T & 5
T (IR T8 PR ) as A 7 22 S R R DR 2 — T30, fE A
REH, A FET)AE SLI6 A R Gtk 4 BT 1 45 A 6 A
) e DRLE M AR A B B R Y

TC V8 TEAR SEIE N 3k b A = R = 22 A 70 A, %)
ML E T A AT SRR EE AL AR
= JR O R 5T 7E 3k R 4H 5 (genomics)- ¥ % A
(transcriptomics)- #b & F 44 (exomics)- % ¥} 4 %
(metabolomics)- 5 [ Jii 2 % (proteomics) ¥ “omics™ i}
RATY SR & A 56 4% 535 1K 500E B WL B &% 3 3 4k AL
| L0821 A R 2 P AR A% AT 1 AT DAIE
PRI IE & B U SR R, A — 8L 1 5 R MR
TR RS N 5 J 0 N 5 48 B ) b N vy i ik A vp
[ ATE RORZS 2 A AT RE R AE CMS Rl AMS 1 Fih s 21
R, T LG AR AN R g A 1 5T R R 3 AR
TR Ji N AE I8 Bk 2 w43 ol H PR o B A 5 B
(maladaptation) JEELRA, KIH CMS HIEFEAN
JRU3Y A [ 3 ) e R = 2 N RS AR R R, 1 %%
FABATTAS 5 1845 15 5 (g e A 1P e & O
FEUSh 2 A e, 37— 25 B9 3 4L B 8 (coalescent
theory)!" V3 H1 & B R 5 - 40 v iR N 11 s g 4T
FEIF A AT CMS 73 B R B A Al S [F e 12 &
HA CMS R A [ oA, B AN [ 22 20 #8 et 3d o dt
it R ) — AN, RS ] DL R — o
5 3 USURIARE 76 R ST SR PR A

BT P 78 7 VA ER A R PR, RIS 2 BT
M ZHAR, R ZEVEFNZ B ARRE. PR
AW 3k F2 1) [R) 1 e 5 TR 22 0k iR B ). [ ks,
ik 14 5 BRI 7 v 50 N 288 v T 1) T 7 FR v 97 A 4L
LW AL B S HME"S, TR 78S
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0 A 22 s I 1) O 0 AR B I A X 2% 14 e 3 3 [
WIHIF . A S R G K E T7EE HE ik
B DRI AT AR A U, R B2 PR TR A B SN
ZH SNP 2[R 78 5 34 i 08 22k [T 4L ik ik [X 3 P b 78,
IF 34k A= W 2 0 s i 35 A PR I8 (the most recent
common ancestor, TMRCA), &% K & W IIFH 551
PR, oA [a)FIAE 2 PR HE T, 0T DAB € =i 4R T
B R AR I ) Je 32 B ) H AR IR BN, FRiE— D
b 52 e 9 1 R DR A IX s, T DAk Ak A i B AR I 4R
iR 3RO o 35 A I M AR R R M o R R ERL, A
T R A AR A T R A R FE T, R R

AT AS B SR (U AR IR A 2 B HES)
AR S0 LATE T v Ji 15 2 ik 7 Y PR A A T

8 A T T B S B0t R A AL IR B TR R A 1,k
—IBRN T T AR IR, SRR R, B
o DR A R AL b 3 S A Y R, R R ) S
A7 5 PR SO SRS B T B A A B 1 84 SR RE A
R 73 5 AL Ay A B AL R AT RE G2 — T (A — Fh ik
WL, 7[R A 2 AT 7E 3 0 v T $A0E N S5 A
Tk R e R O AR A T B B L, B R R A
[ JZ T i) W T B, T g R AR it
AT R B 4 T PR R R T SR
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Hemoglobins and High-altitude Adaptive Evolution in Vertebrates

ZHU XiaoJia'?, GUAN YuYan'? & LEI FuMin'

1 Key Laboratory of Zoological Systematics and Evolution, Institute of Zoology, Chinese Academy of Sciences, Beijing 100101, China;
2 College of Life Sciences, University of Chinese Academy of Sciences, Beijing 100049, China

High-altitude environments provide a model system to investigate adaptive evolution of vertebrates that live in
extreme conditions. In vertebrates, the key role of hemoglobin in respiration and oxidative metabolism received
significance attention in both evolutionary biology and high-altitude medicine. It is difficult, however, to
comprehensively understand different adaptive mechanisms of hemoglobins without a phylogenetic context.
Additionally, functional adaptation in hemoglobins also results in the spatially varying patterns within and among
species. Here, we review case studies of adaptative evolution of hemoglobins from both the ontogenetic and
phylogenetic perspectives, further comparing distinct adaptation between highland residents and short-time migrants.
We then systematically compare convergent and divergent adaptations to high-altitude hypoxia in birds and other
vertebrates. In accordance with evaluations of relative merits of multiple molecular techniques and a common genetic
basis of molecular evolution and speciation, we propose suggestions for future studies of adaptive evolution to
high-altitude environment and high-altitude medicine. This review highlights the importance of functional evidences
in adaptation studies and the significance of a phylogenetic and phylogeographic framework, emphasizing the
integration of molecular, cellular and systematic studies.

adaptation to hypoxia, globins, hemoglobins, convergence, adaptive evolution, sign-epistasis
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