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Abstract

Glucose is not only the main source for cellular energy and biosynthesis
of biomolecules, but also serves as a “status signal” that can modulate
key signaling pathways for control of metabolic homeostasis, including
the master kinases AMPK and mTOR. We previously showed that AXIN acts
as a scaffold for LKB1 to activate AMPK on the surface of lysosome, which
concomitantly inhibits mTOR signaling, uncovering the switch mechanism
between anabolism and catabolism. More recently, we found that glucose
starvation—induced AMPK activation is mediated by aldolases, i.e. it is
the decline of the aldolase substrate fructose-1, 6-bisphosphate as a
result of shortage of glucose that causes the activation of AMPK. The
unoccupied aldolases “physically” participate in AMPK activation.
Surprisingly, the glucose—starvation—induced AMPK activation is
independent of changes of AMP levels. This has caused a major shift of

paradigm in the mechanism of AMPK activation.

Keywords: AMPK; aldolase; lysosome; glucose sensing
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1. 1. 1 AMPK A2 W44 A f5 35 22 1A 5 AR AS 10 7 1

R WU IR A BB — o HUAREE S R R GBI AR
HHE AR T P A BRI I LR P A QI A 32 8 ok 4 R AR
Ao RIZETFEBIR, PRI R AR, SEUNRERE, O 5N,
JhE S 2 R AR E BRI RAE, R E . K, B, 2 E M
AR, [N, RS IIREY LG S8 Sl RS E s, RN T R
AR RS 1R R TR 2 o] W AU 5 0 1) S B AR DN A, A TSI AR R A
SR AU B8 P 24 7 1) B BT 4

AMP S0 I 2 i8S (AMP-activated protein kinase, AMPK) , /&#L{A
A2t P S R B KT IR T AR AR S A L 40 T AMPK J2FH a o B AT y
SN B — A RIE =R AR, UGN AL T R ZRAS T, AMPK g 1
TG R A TTROE ,  HEIM R 2 FRM R AT, BB — R iR
Y SR EESE T 2 AESEME A SO8E, M5 — R A0 A A
A, LA P I 200 o E R =R PR KA s (B U BRI 38  1 g J R  4
AL ) IR 7 R R L e A e DA B H vl = BR AT R, R R ) AR S
S RO 220 B (BRI LA B o ™ L RIS B A B 20 ah P B 2R LA SR S5
F A B U A O R R A A R A X e
FH 25 S SEAN R P 1 = REARA I8/ N AR REARIAE, T IA SRR E 1K 1A e =
FKPIPER . dEFFRe BASIOMER, CRUEZNM Y 1B A4 ari& 3l .

AR TE I ToZI AN TE I &P S B R BB R I R AN ), VP2 AR B R T
SEPEREE BE B BRI RIS LI R 2E . AMPK 75 R XX B ARG L, AR AR
AR S T EEMIER . B, WK E R REZ P2 R R a N ], mlk
NI AMPK @ 1R a 2, SEGERMMIEARER . MECHBETFARS, &
HAAIG T C VR CHA T AT TR ——F R R 2, %l A2 S BCO LR,
SEALBERACBEIREL, SIS E A RERERZ"" . AMPK 7EIX — I T2 o BB S5 S AN
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MAERF O BEE KT, fRYOIZERAZHHE" ¥ FEF ARSI AMPK
F T 77 BE B R ORI ES Co JULAH JE HO PR SR BE 3 385 , T - Co FLARE 256 M T KRR T
FARMBBINE™ . FEARIE RGN T LT, AMPK ZEYUHCIRES T, @
ARSI, (et HUR R EE R, DLYERFHLIA I BE BT .

VI 22 IR I R A AU 2 ALAT A S DI IR AR o R DK R A B8 5 1 4
SUH LI — > B R AE A A I RE A AN ], i Jim gk — 2D At 1 iR i A
FURFE™ ™ o i T MR LA PRI B A B 97, IR oA R — N E R R
ZHOEREE, XK 51 R LS Y AMPK (SRR . TEAIMKSE b, O8H K
(IR ST ) AMPK ()35 AT LAE S 1 a3 mTORC T A2 & (Al 78 200 At P 5 JlA XS
i, ATRE L HAg ™ Y, R DUE AR RE p53 ¥ ) 51 R 4 i e A K B
FHORIE T, DTS00 1) e 200 M P 2R A0 TR, E 22 AR 4L AR, G B A 3R
FUBRSE S AR LR, AMPK FRIRIB B iE PR SR M, Xt — BT
BT X SR A 1 AR 2 A AR T P, DnJe) T MR R R
IR A B0 G B 4 14 AMPKC PR U B ORBHLLE 1 fe S S BE M L ) 734k
AR B LS S G K1 BRI, A2 Ak FARBRAR S AS BE RIS I R RN, A
TR 1 B S R B ZEL R P TR AL R K, A R 1 A K B AN s 4
B 7R, OB PR R — AR IRACI AR S R . FRAELRR . A2 2k, fE
AR /IN BRI 1T TR0 FR 9 3 A (341 R ZEL 2 e, AMPKC 1975 717 B S A ) ™ ™ . 17 AMPK
ROV RE % I S UL I Hh P T B 08 B 11 GLUT4 S5 R B4 M i b ™, 3 L ey
SR AL 5 2 R RN A AR, AT B AR IR ™ o [RIRN, AMPK FRIS0E S AR
W R RIS BRI AR W K A AT R T R SELAL ™ @ o ZEIFIE TR, AMPK PT L& R 1L
CRTC2 (175 A\ et Jm & i A%, B il iR ik 25 Z BEALRE HDAC4/5/7 175 3,
et FOXO1 [ A%, IX P52 10 48 A0S S T AR S 2R AR, Pt
L ATE N, ATTEE N AMPK X ANATTRE IR I A “XPE RS
JREUAS T —E IR o R PR /S BRUALS AMPK FJ3807% 71 ATCAR 7T DL 25 1
s DIRIEFR, JRERHERBRE " e YT T RUME R h R e A8 I 254
—— . FOOUNIC it 38 S i AMPK 22 48 I I FFF 5 B ARG 9 R XU

PR () 3 2 0 PRI — SR AR 7 (K 4T B AN SO, AR e
ibFE, MEERHG. MFLHEH, AMPK AR A" . 25908




i AMPK REHS 035 I K Z RS s M A . MR, TERERERERR AMPK B 1Y
[FIVEY) Sip2p 2 SRS M 45" . thAh, HEl 282 ME K5 a im0
R—— “FBHEEH (caloric restriction) 7, Bl “/biz” f—AEEAHL
il g A I AMPK TS MU RE AR I I K™ ™ "

G TT L,  AMPK SEALAA P9 i B B R R ARAS MR 1 2, & T REFI K1)
A SRR DI BT AMPK RIS AMM BE BB IR Z T fN LA R = AR AR S 1
TAEHLH, SO BT B B % 5 2 A O AR P AR AR B R, &N
V58 e Pl N IS R P B K9 DT R ) 2

1. 1.2 HEIFE A TS AMPK (B 2L &R

an BRIk, AMPK RETENLAARE BBk = MRS NS . BB T, ABE
B Z AR 1) — A28 AR o B A B KT 1 T P 6 T e AR R B A L B
B RED R, BOUKP R e BACHPIRAS A Sl BT BB IR . Beoh, H
GRS IR) =) SO LT T & AR i S S SR AR R . T L, IRk
SEIX W5 PR 7K P S N AE R N P 52 o AR DA AR AR - 1R SR AR D e
AMPK F3& 5 Wil JS2 AL A4 181 26 B /K P 224K, JFRAE LK TN B B IR aiis —— 1L
HITE S P IAH AMPK ) LA A i FEOR 1, AN BES AL ) W38 D R B,
R B AR AR DUE, O RS R B R SG, H L & B
B ARG L, K2 #R 4 LU AMPK (R S0S VB N PR s R, B
W I BT AMPK AR DG D e ME SRS, #1523 dE 4T %60 460 B R R B P A 3R W 4%
R — P IOUE 4518, X MIUTH] S e 7 %67 46 B8 /2 15 AMPK (22 i 1))
YEN AMPK 1) B, B ACTE IS AMEZE 3, T B WL YU, 183055
AR 2 S EORAR B2 B WA A AT . ZE R BIREZKT R B i fi
WO 1) AMPK BB A% I8 I /TR — R 51 5 SNAE R AU P AT LA 1) 15 AR BT RE . 451
an,  YUVEREES 51 S 0L VRURT ZH 20 PR R T B P TR B, AMPK 7RSI A0S
REMTAR QNI S5 2H AT i) B 48Uk, A2 g ) P IR i I LA i 2
SR, AMPK & fE e AT AR BRI R (ketones) ™, JiF it i i (145 Ao 0
LABEFI R IRR A, DO IX AL MR TR . V2 RN AR B
T (circadian rhythms), X380 7 IS AREIR I AL, S8 1 ALK A
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EIREKF R B ARG™ . AMPK B0 RIX PP AR (IR ERFN LR BE RS
F3R, AR AMPK R 2505 2 [HI 3 DB R, B TV 2 29 SR ASLADL 30 4 i
R IR SR AMPK, G yA B AR U 8 2 BB S 2-DG, 5-TG 4™ ™, i
LE 20 ) e i 1 oL BEL DT 76 67 A QA SR AA B0 AMPK B H K, I 8 S 6 e £
GIE DA ks A

g5 BRTIR, FEREACERIR NN T AMPK IS B X E 8, BT RS
YEFFHLEIZ T “HHRL” o SRT, AMPK J2 o Je i ML A4 2 26 1 /K 1 I s L
HEERA I, HRAFTEE RMRIX . a1 F SO ARBUR TR0, H a7 A 1103
WA B AR R R R “Re R, TR ET AT B BT 5 R
RN I B A L BELIBT RE B B ATP (977 A b ——CEIXREAIE BN, HLAR P (¥ ADP
KRR, Rk N IR TRIEEE (adenylate kinase) {4k ADP 42§ ATP Al
AMP, ATP W] Fil - T-ft e H- bl ik — D JH #E AL ADP T 4% 10, 17 AMP NI —D AR R,
512 AMPK FAI38IS «

SR, X LELE IR HIE TR AP St H 8 AR TR 00 B A HEDN, SERRAAE BE BN
] AN A o a0 R SRR 0, AT AT AR R I, R A R R AN RE 51 R4
HAIHLAA A AMP 7K P (b T —— 35 B 31 2 B K~ B BT G “ BBk ™,
eI — PR RS — AR T RE SR (SR B R 4% AMPK BI80E . FRATTZ AT
CLERRIL T — A N 67 B 2R T 0TS AMPK IRV 1A 1842 (1ysosomal
pathway), B IR T PIUR AMPK [RS05 IR, 7EIX —STsdT 1 SRs i St ™
P FEIXARREERE L, FRATTHE— SR AT AMPK S ST BEAZ I R 2 B K T
Wod . FRATRRT S e B T A R AR B —— B 1, 6- kR
(Fructose~1, 6-bisphosphate, FBP), JF3&E| T BERIX— “fSf” (1) “/&=2Z
W7 —— Y4 (aldolase). IRFEX—EEEM “55 RS , HERHAEY
TEN—Fh BRI S, T AMPK FI30E 75 2 BAHUAR AR RS .

BAEIIR H, EARCT RAUAR —Fh “REB(ES 7, LIS AMPK M
T U P AR 1 S SPA o FEARIIUH rh, FRATTRELE AR B KSR B K S g — 2P 58
HFIX—F0, WHFURNE 1, 6 ZBERRIE N “HENHEE” ThRe, T RIRE4ERE1E N
“HITREIRLAS IR R SO, A4 S5 I SEBR R F SR B BAR . SR
HALAHE . FRATEAN LIRS ARG ——J0E 1, 6 0o hty, 4ka% e RENS BT
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AMPK )36 67 IS S A0S 5207, DT 1 Je 57 5 4 R NE P L AR L o A o
P o XL TARAMER i 1 A AR A YERr A 70 LI« A QIERIAR 5 LS b
HIZpE S 2 AR B AR A S, IR BT O N SR E O Bl VR S 4
AL, N TR AR A

1. 1.3 BUA AMPK BUEHLH A BRI A 2

AMPK BESR G A G S ZE R T Re,  FLBOE HLHIE 72 B SR A2 A i i —
R, “AMPK” HIX /N4 F IS ORI T IX AN R I I 330 A2 16T AMP
(1. KT, AL, XS5 LRI P SR e 1, A —EAREE
HAE B SR RO IS BB SR FRATTR LUE B, AMPK [ R A 4 58 el 2 A
AMP TEREANESIN: SRR FUR B, A KB &) S Ao ATP B ADP, AT LA
A RN P TR A s ) DG B —— 3R B -3 FH BRI R B R A 1T
Jil (HMG-CoA reductase) M ZEEHRE A #ALEE (acetyl-CoA carboxylase,
ACC) FA¥E 73 AT B ZU4M B M PR AR 7 A ™ JE— DI SR, X — 41
T SEBR b B AMP 2 M, HLARH T A A R i) B g R f AL S ™ o Dy T
FEXARENA)E F NG, 730 =X K441 D. Grahame Hardie S5 %% KB,
R ST IR AT T A B R alifh,, JExF R e B: AMP i ACC FZH 4 JEAT T 3T 4 -1
MBI, ZTTE 1989 MG RIMEER, HE) T —Mlmaly o B Ay
I =A KA 9 63, 38 A 35 kDa H)NEAZH Al e = 5844, AR Hogw il
1R R 054 AMP S80S R A 44 4 AMPK™ o pIbE T 0L, AMPK F 2 B SR At —
B A0 AMP JE 52 AS SIS o T 2 5 AR S4B 7~ T AMP (T BB 7E 1R 7815 AMPK
M. AMPK ) o SefiEfirdE, B A1y WLRIHATIEAE. o MEIEHNGESE )
C Ui ARG AID Z5Rssk, iS5 M3 PRl 45 A e 4 i3, ] o i
IS 1, 1D EERR 2 N L] Cautoinhibitory) ™ . AMP BEf8 454 T AMPK
(F1 oy WEE, FE5liZ AR, f5# R o WA C oRuf i RIML A RIM2 4544
B ATD S5 R, (o T R ERR 172 755 (T172) i pa sk EE
K, TEAR Sk R 152 ) B8 2 4 b S LKBL (1iver kinase BL) BAmRIL “",
M, ATP HIZ5E WAL N H]IX — 1L FE ", LKB1 XF T172 {7 ARERR k(£ 3 AMPK
(I A7 100 /LA "™, DR S 30 AMPK [ B AbR S, 8 TRoR
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AMPK FIOT 7K F o e BERR AL IS 1) AMPK 328 7] DAk — 25 il AMP A6 35 . 7E 44 4h
TN AMP 7] LLiE— 25 5| 2 BERR AL 1K) AMPK ¥ 4-5 5 183 S Fhw™ 7, 38 ar LARH Ik
T172 A7 ZBERR L™, AT ERRRE AMPK 1 = i 7K o

1E 2R AMP 1 AMPK & A Wtk B Z 4 AL, & — B DR {E/E
9 AMPK ME— PGS 5, FRRA NG, RERFEE . SR B ST BGR AT A
BH, BTPIRER, XL 2 R T RAETERIMITHT AR SE IR H .
IR TR B, AR FRA A T AMPK S AL I ¥ Fi, X R AT
PN THI PR 1) 7 <

55—, AMPK {EAR B BGE A HUFE 22 AMP, 2009 4E, Bruce E. Kemp SEG %
ORI, TEAMIAN, AMP f23E ) LKBL XF AMPK MBS IRIL 55 4L G TR 28 B
FE A HER E R EERE (myristoylation) BAGSHEEN . kS 2B
1) AMPK AN BE 0] S5 267 B UL s o AT 5200 = R BN VA R AR i 42 48 T
T AMPK 7EAR A BTG “BRLR 7 7E 2013 4F, FROTRIL, FE/RIAN, FAHEL
PREAE T AMPK (B0 75 B B (1 AXIN (92255, Bk T AXIN I A% 5L R AMPK
SRR o PRAMSEIRE— D UE B, AMP fE H M5 S AMPK Jias 5 AXIN FIAH
YERL, %A PR 5 AXIN S & LKBL, Hml AMPK () b3 it Ae s ik e 1k
FEBOE AMPK™ o IX 2 JSTE 2014 4, FoATT S8 ik B BE U A2 1) 75 AUA3 2 TR AXIN
FEAEH B E E LAMTORL, i HAER %8 A2 REE R Z 1500 T AMPK H 380
T S LAMTORT s — >4 78 AE VA g 14 5 R 1T 1) 4 11 52 & 44 Ragulator MY B,
FEGRZ LAMTORL )/ R/ 20 M, A& B8R AN Re 51 AMPK 130 . 3411 — 20
R, {ERANERZ IR, R A e A AR 1 (B v-ATPase
RAEASH, i HAR EAE I Ragulator HAER A — B RIAT KA, JLF
fieit AXIN M5 2 AH B AE ) LKBL iE#% BIVA BRI - JF 5 Ragulator 454, &5
FEBLRGE AMPK™ . He4h, Dario R. Alessi SEUG %KL, LKBL 45 433 fir (¥ k
ARRINE R IR HEA (Fanesylation) XF T HIHE AMPK BA B CHZEMIEH, %
BT Re 3 T LKBL ey, Fril 15 H RIRE e AL AE RS IR AMPK,  AATf {2t T
LKB1 % AMPK IBERZIL™, X5 Bruce E. Kemp 3625 DL K 384115256 25 % AMPK
Wom R E RSN S 540 T avE. 0L, 4B T AMPK FS0E T
AIEFE AP 135,
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B, AR, WOE AMPK FTIER “ReEskC” RES, ARRSEFE T AMP
WTkE . a0 BRTIR, AMPK mA R “RERERC” FPIRESHEBE . REIEMRI
AP0 AMP R 8 25 UGS AMPK, 125058 77 VRN L A A 1R AR BRAT LB AN 15T
Fl—— NIIBIERI Dy, “ReRhR” K2 EUY ATP 17 tHiskeb, ADP RAEF R,
T e AR R 5 5 AMP 1A SR AT 512 AMPK (R38O « IX— 2518 BRI |
BB, R ELEST ADP I ATP, AMP /KPR R 2, Kk
MIEEE B, AMP #SE R DIE N “BERER” B AARE" ™. RIS A IR
e DA R RO — “REERER T MG SRR R, FRATHRT I AR R I,
VAR B 2 W K P BRI T AN R 5S4 IR S ALK A I AMP 7K BT —— 844,
AMPK FEIX MR N “ RER BRI HTE LN BIBOE A RESE A T AVP BB, I8
AL A S R SCRRX AN G, toln, B AR — Pl R Re sk ok
(K2 A B, THRENS B S50 AMPK [0S o JRTITIX — 2518 (115 2 i
TIZ BN 5 IIVLP ) AMPK 0I5 7 B2 i 45 20110, st 2 7EBE 2 AMPK 438
AR AMP 7P T 13 B0 A IR RS, AR LA ) AMP 7K -F3EAT ELHE N
B MM, AR E R T LA R AR KR, RIS e A AN REE
SUR NI LA If AMP (7K F BT o AN FEzs— A AMPK B0E 70 7
SUNCRE I Ay 2 28 B PR 3 B R BB AR ™ 51 AMPK U 1 25— — 1A 4 sz
I B FFOBUMICRA S5 7] AR S 54 1IR3 0, $8 B HED, 30K 350 ATP 7= Hh (198
AT B, 2SRRI, A M AT — FOUIRALEE,  7E 5] #S AMPK
(RIfRI, JEAS SIS ATP/AMP [RIZKPARAG ™ ™ AR R R R0, BB IR A
HRZG 26T, TE R IR TS5 10/ B P HHREAT = WAL ], 76 51 62 AMPK ¥ |
TURE MR [FIB, JEAN SIS ATP/AMP [RI7K P65 B fg ATTRIL, TEfsh —H
XUNCHN I S A T IR S R 2 R A A P 7 32 6 247 B8 R ) — R OO Jse g A
B, L, “RERBVR” RBEAR SR A AR T AP K, AEERAAET
AMPK IR AN — 2 A1 AMP 5 58 3R

UBAl, AL b REE A ) SRR A W AL S AMPK ZE )Tl 8] v BE LR 5
AMP s AMPK i) 15 0 FE AN R SF ——IX 5 AMPK 1] [ 51 267 W 2 08500 P 0% P88 0 <3 T ok
TEEIINT LG . 20 30 SR BRI AMPK [RIVEA Snf 1 FIAE ) 1) [R5 A7)
SnRK1, IXHFhEE (EANGESZE] AMP FOTRAT ™ ™ HA)iE UL, WIS AMP ¥ JF

14



ANJE AMPK I g, AMPK S50 FRIML 34 178 VAT 357975

LB 07 78 0 SEEH,  AMPK (9380 (1 R AN A A SR 06— 67 B BLE, T
A& T NE RN AT “RemsBhAe” (ELRRHLIE AL T A0 VB R B X
MR AT S T RS ST IR ? A& S 2] AMPK? S0 58 U4 T %
XU A BRI 2 12 A BRI S WA (RRFE 2 —— A0 RN S i AR X B R AR
(Rl FRATBETCVE AR AS b7 i AR AR (0 3, ST A R SR ) 1)
R RSO NE R REIX — S 0L AMPK I E S AT, AT “RERHRT X (3
SEIE S IR, BB X AMPK S AR B AR

11,4 TV AR AR 6 257 40 1 SRR IS ATL il

U E R, AU IR R T T AR R R AU RS B AR 2%
BB, BT HALEI B 78 R B AR5 AT — KA. SR 2

TP, SRR BSZ LR 0GR, RO TR . IR
PRI S, XS MR FE, Tt R AT AMPK G (14 82 A1 ) 767 R /K ST Fr AL i)
WH7E, B BHIVB B X 5T H AT T — % a&Ae, BIRTTIA4A i i
v-ATPase-Ragulator Ji% AMPK VARG IAIRAE, THEUWIAIRIZEEH H—DT
JiF /& mTORC1 . A1 AMPK —#¥, mTORCL 112 25 S fry ) 5 ] 2467 W 7K ~F 4 1835 10 491
SR T B AMPK ELEEADIH) ASR, mTORCL tA5 HAR K, AKagT AMPK FrImi 57
R AP0 1 7 20, AR @ Bk v B 44 _E 1K) v-ATPase—Ragulator
BEEMABVTT. 2012 4, David M. Sabatini SZEGZ UKL, %5 Fl B R AT
LL51 S mTORCT M VA4S [ 40 AT I . AN T AMPK (B A% Hege s ™ A4 O
A 1T RAEERRBSZ LB AR, A A FEE R SIS T v-ATPase #E 1
81T Ragulator i RAGs 3X —4E¥F mTORC1 5E A7 7E VA B b 3T 843535 J1 () 548 4y
T, BAFHnTORCL BSTFVEREAA AN bSOk, BATLI =X %
IRAROE AMPK 77 THIMH 1 AH 24 RS2 1) AR AR I T v-ATPase—Ragulator [F]Hf
2 AMPK 75758 B R R RIS 0 T W08 T 0 75 (R IR 1 o 224 780 2 R 0 2 [ 5%
v-ATPase KHEH), H A Ragulator MIAHLAEFIEE, —3F3LEEN— “oF
&7, M5 7T AXIN A5 AXIN A EAEH I LKBL 854G, FEt—D0eit
v-ATPase-Ragulator-AXIN-LKBl & &R %E, %ZE GkHE—BWIE /- mLER
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B BT ) AMPK . FRATTHE &R B v—ATPase—Ragulator AN{EL 0% i o 75 45 Fi /K T
BAR 51 2 AXIN-LKBL (1454 LU X AMPK (RBERR AL, 1B RERS T AXIN (454,
— AN Ragulator X RAGs 1) GEF & JJ AT AN TR 12155 0L T mTORCL (R, 45
IR T A AR 5 o AR AR SR L ™ EARTIUE 1A R AR IR TR 1R 5
i _E it —— R N T R R AR b, e R TR R (T RS L IR AR E R IE
S0 v—ATPase-Ragulator [, &M T v-ATPase-Ragulator FIMEFIMET, M
33— 5 AMPK 7% mTORCI ().

1. 1.5 BAMEERER RSES” WERAKYE

G HIAIR L, HE AL E W R EE FR T — R, BB L — AR R R
T AR AR AR S o o (B A = AT AR, AT RE L fiten & A RS
RIThRE. SR, AR AE MR AU AU B IR T B E B 5, did
B AP (015 5 TR P, A 3t U R 0 7 A 4 L T R SR S 1 Dh R ——E
X H A, A AR AT AR A B B 51 R N8 45 5 A TR A o ) 4 B
FTADD I B U AT K P IX — OREBE T BN i, FERAR
AR E A H -3 -k ER i U8 (Glyceraldehyde 3-phosphate dehydrogenase,
GAPDH) fEVFZ MR mRIk, CREBAER AN SRR RGN N 44
mTORC1 f) 5 B2 5 A 7 RHEB, JFI0% RHEB M i3 mTORCT (RIM0E ™. iX—Hl
HR AR MR 2 2, A E R AR B3 Warburg effect i@id mTORCL i —3
IR EORE B OB 1 — AN EZERRE . 55— A= O T B BRI
Bt M2 230 (Bl Pyruvate kinase isozymes M2, PKM2) ff), %M H mifnE—
CUEN I EE T R R A rh B 2k i ARG, B2 m] DUE 9 22 AR &,
SR RGN AR DG WS R I, A EASE RE AE J BR  A AR
WP KR B 26 1 77 e Warburg effect, iSAEWHE ERKL BERRIL, FH7E%
B BRI IVIE DL RS 1, 6- RS St — iR . NAT AR
HIF1 %595 2SR (54 S (R Thide, AT BB I R g (R Fe ™ o bbb ml L, 0 260
TE MR LA b K Th R LA — P AR JEURLASRE 7 8, T2 06 K B R IS 51
SRR o AT H T K I A A R AR (R TR o — R M 4
REWS 4G & actin, JEEWTIRBEAEREIE M) NI EEFHLN T, BAREITEL
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