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1RQFRYDOHQW IRUFHVY WXQH WKH HOHFWURQ
IHUUHGR[LQ DQG VX0 RSMH RIH G XHQV|DR/AWMLF D F

-X <DHQ .ORVDNL .LQBOWIRWEEK .XPH7 +DQRRIVKLKLNR 6XJLNI
-RKQ ( /DEEXKRMLUR .RDINPRLVD*,NHHIDWIL . XEKWX *RWR

7TRVKLKDUXDHDWHRXQJ +R /HH

,QVWLWXWH IRU 3URWHLQ 5HVHDUFK GVDWD @¥DYWHUVLW\
-DSDQ

I&HOOXODU )XQFWLRQ ,PDJLQJ 7HDP 'EYLYRRILQ@J %LR1IX!
&HQWHU IRU /LIH 6FLHQFH 7THFKQRORJQHV .REH +\RJR
KOXOWL ORGDO OLFURVWUXFWXUH $QDO\NVRVDBRLRQ B HQWH B

OLQDWRMLPD PREXXRLRRFKREH +\RJR -DSDQ
''"HSDUWPHQW RI 30DQW 3K\VLRORJ\ BBDDY B USWL WD \RH2 VX/IH
*HUPDQ\

36FKRRO RI OROHFXODU DQG &HOOXOMHGWKLBORJI\ 8QLYHUVI
*6BWUXFWXUDO (SLRBI\QHWILE X DWW ERIFAXA R G RI HGIBH. FORONR KD P [

8QLYHUVLW\ 6 XHKLUR FKR 7VXURBDQ®X <RNRKDPD

7R ZKRP FRUUHVSRQGHQFH VKRXOG EWXONGHE URHY ¥ H 8 WHRIQQI!
2VDND 8QLYHUVLW\ <DPDGDRND 6 KHLOVHDS KRADHN D

)S$; ( PDLO PU #SURWHLQ RVDND X DF M



$%675$8&7
$OWKRXJK HOHFWURVWDWLF LQWHUDFIWUR®GREHY Z )G Q DQ
SRVLWLYHO\ FKDUJHG VXOILWH UHGXFWDOH KBLEKO LKIKYWH &
FKDUDFWHUL]JH FRPSOH[ IRUPDWLRQ HFKHD BB WU OHNG UQHCPVD )
EH IXOO\ HOXFLGDWHG
‘H KHUHLQ LQYHVWLJDWHG LQWHUSURWGEHGWRR®G HVU R
FRPSOH[ EHWZHHQ )G DQG 6L5 DQG WKHRUXYVHQD W IDRIQRK
DSSURDFKHV RYHU 1D&0O FRQFHQWUDWLRQV EHWZHHQ DOQ
)G GHSHQGHQW 6L5 DUFRWLHYD N GD DV B HO\O RXKDYSH & LDVAW DY
PD[LPXP DURXQG PO 1D&0O DQG D UHYRHVH EB 6 WKDBW
DIILQLW\ OHDQZKLOH LQWULQVLF 6HWEE® LYYIRD\R JIHQ FGHDOW
DVVD\ H[KLELWHG VDWXUDWLRQ DERYH VKO 1B&OW AKX
LOQWHUSURWHLQ LQWHUDFWLRQ LV FBXEF LIDFANVLYLMRQWUROO |
&DORULPHWULF DQDO\WVHV VKRZHG WKHWRRQRMRIQQAIFWE HR
LQFUHDVLQJ 1D&0 FRQFHQWUDWLRQV OGLVNOLRHE LVEW 8 UISI
DIILQLW\ REVHUYHG IURP )G GHSHQGHRRW I6L5GD6EMEL FRW 5 DN
IRUPDWLRQ DQG L QIWH UZSHIRWW K® DA RLG)/Q\DHPG. FED CEQR\WEKG MW K
DQG HQWURS\ WK UHREXDK G @HRRON K@ N PABMERE/QAD WsL ) H\DWBEKHD E
105 LQYHVWLIJDWLRQ RQIDGDEWQRQ RG ®M6 WIRH YDULRXV 1D
DOVR GHPRQVWUDWHG WKDW D FRPELRDWLRIOF RR H BHIWF W WR
WKH FRPSOH[ ZLWK VLPLODU LQWHUIDFHY DQG PRGXODWHG
2XU ILQGLQJY HOXFLGDWH WKDW QRQ HOHFWURVWDWLF |

DQG PRGXODWLRQ RI WKH )G 6L5 FRPSOH[ :H VXJJHVW V



RSWLPL]JHG IRU PD[LPXP HQ]J]\PDWLF DAWERQWLYHRQVSKVVDR

E\ VWUXFWXUDO UHDUUDQJHPHQW WKHRRIRWRQYW URWHK® F



6800$5< 67$7(0(17

6L5 DFWLYLW\ DVVD\V DQG ,7& 105 LGRB¥WQNUIDMRER QW UH
HOHFWURWQRDWL.GFHBWG RV W DK MW DE WO U] BI F W ¥ RHQBY CFERRVE O RI Q
EHWZHHQ )G DQG 6L5 DQG RSWLPL]JH[WKRY KRIKHUX&LEWD RW L

QHDU SK\VLRORJLFDO FRQGLWLRQV

6+257 7,7/(

(INTHFWV Rl )G 6L5 LQWHUDFWLRQV RQ 6L5 DFWLYLW\

.(<:25'6
(OHFWURQ WUDQVIHU FRPSOH[ HQ]WMHO DWW Y DW/\L RIH URDHX

QXFOHDU PDJ@EHW VK QIHWRIQDIPG X FWD VH

$%%5(9,$7,21

'GELQELEEV IUHH HQHUHALRKBQQIB IL@IHQW K HOSKE KW GLA G L Q
LQ HQWKDOS\ IRU 'BOR&KD HHRMGH Q W URSSAL ¢ & K DELIHGILQ K H D
FDSDFLW)\ IROs EdrR@&HMQJIJH LQ KHDW FDSDFLW\ IRU JOREDO
VKLIW GLIITHUHQFH &' K&LUNX@RFU DG IFRQ FEIREPWW B Q VWV (D Q VI |
JHUUHGR[LQ )15 )HUUHGRXPWMI3BVH +648& +HWHURQXFOHLI
FRKHUHQFH FRUUHODWLRQ ,7& ,"ARWKBWRIMO WH®SDWLWR X
OHWK\O YKRORUFIKDHOLY FRQVWDQW 3&$% 3ULQPLGIDO HRPS

UHGXKMBAXHUQRYHU QXPEHU



,1752'8&7,21
7KH SK\WLFRFKHPLFDO DQG VWUXF\WRWDR®HDVESWHW \RR | RIDIGH
DUH WKH UHVXOW RI HYROXWLRQ\ZD & O REDIB DQNFMULIRRALD ¢
RI SURWHLQV > @RI 7XKWRSWHR.SH VU YEIBDE H B FWURHU DL 8 UH@MX UL Q J
LQWHUPROHEFEXO D W HIR® WOFRWWL RROUGS BRVHDYALIRAXW IOR D\OK R IHKG )
LQWHUIDFHV RI SURWHLQ SURWHLQ FRRMYQBMHV FR Q \FIKDWEK
UHVLGXHV DQG SRODU UHVLGXHVOW @ QWHIUBFWLRQ W Ki
DQG QRQ HOHFWUR \DW BW.IQRG L § S/HHQBPIVRA IR Q@ B UFQAW H U S

1RQ HOHFWUR\RQNWILEF DYW HQ D FSVRIO DD W B G D K VBLLRRB\K KKDLY,
VKRZQ WR FRQWULEXWH WR FRPSOHPRJRIPDWAQRQVRI3EHB RN
DEFRPPRGDWH K\GURSKRELF FDY LW LS SAXEKWDY ODRYG D@ G \
IRUP FRPSOH[HV ZLWK K\GURSKRELF PROARDIQAMM RQ B FU
UHVLGXHV RI SDUWQHU SURWHLQV EXUWEXWHG GARRP MIRID KDOV
IRUFHV > @

2Q0H Rl WKH PRVW ZHODWQR ZIQQ \W B VB BMVRR QY HL ¥ KW K BiH [F
LQWHUDFWLRQ EHWZBHHG@ SBRWW L QMMO\QREK BVKH G HRIDMARLY J U F
'1$ > @ O0DQ\ VWXGLHV EDVHG RQ VUWRBH WIUDHAWHG R XWWDDW
FU\WWDOORJUDSK\ DQG 105 VSHFWURSBRSAHY QM H'QWR G YW |
UHDFWLRQV VKRZ ORFDOL]JHG FKDUH SROPORPH QD RIQO V XDUN
HOHFWURVWDWRR 1 RWSRWDIEWHQQVKRIRPI PQ@ (H¥RESOMRRUP
3RVLWLYHO\ FKDUJHG SDWFKHV R Q@ Q\\G U RWH QUDH G XF \@D VGl W
QHJDWLYHO\ FKDUJHG VXUIDFHV R QHRRIQMVGRDMWH G GV K CHVSW
VXUIDFHV Rl )G DOVR VKRZ FRPSOHPHWQK BMKHH®DRNEMAURNDE

UHVLGXHV RI IHUUHEBBMNFRNDVEB )15 LQ WKH FU\VWHED VWUX]|



'LVUXSWLRQ LQ DWWUDFWLYH HOHFQUIWRY WD VP IXFV DO R Q DG hy
(7 UDWH DQG SRSRPBWHRQ RI WK@& FDOMIDQIOWKEGILPSRUWI
LQWHUPROHEXODU HOHFWURVWD VHLR LKRPISOBIEFMVLRQV LQ IR

OHDQZKLOH GLVWKG®FW 8DWW HLHWDRHMHRIQH DWW WSRIGR WRIL (
EHHQ REVHUYHG RQ FKDQJLQJ LRQLAK MWRNGUWHO YRU( LQ\
F\WRFKURPIBODVWRF\DQLQ\AHPWHN \ZH &/ R DPR'S KB QEQD WK B
WKDW IURP E\WRFRWRPAHEHWBRH.GDVH RU |URPRFSW® B ¥ WRFE RPBIC
LQFUHDVHG DW ORZ VDOW FRQFH Q@MW BRQRQYWUDGNG ROV HD
VLPSO\ H[SODLQHG E\ WKH HOHFW URS/R\SDXDW ERQ W UK I XW
ELSKDVLF FKDQJH ZD HI&HR HREN FHW YARGasna)® Q0 CHMR ®R[R Q
)15 DQG 36, > @ ,QWHUHVWLQJMW\ R&H IBKD@WH WI® KNE U |
IODYRGR[LQ LQIOXHQFHG WKH LQWHUYPRROHFNOQWO \ (T HDHDH
HQKDQFHPHQW RIRSKRIEUFDRLDLAD K) \GHIFQHDHDICGH B FIVQ.G LGV R
VXOILWH UHGXFWDVH 6L5 UHVSHFWLYHO\ > @

$00 WKHVH ILQGLQJV UDLVH NH\ TROWWRYPOWQRW VRIH H\R
HOHFWURVWDWLF DQGWLRQRSKR HERPBDWHRY RHWZHHQ RSS
FKDUJHG UHGR[ SUHR WHIQ QW LORIG/ RICS VE K RV HDH)E A-RP| SO F |
XQGHU YDU\LQJ FRQGLWLRQV VXFK DIV VDXL HWYWEHV KB IVE |
LPSRUWDQFH Rl HLWKHU HOHFW U D\QWGDOR. 5 RW K\ G H B SK/REG ¥
EDVHG RQ YDULRXV DSSURDFKHV QRW MXVW (7 NLQHWLFV

,Q WKLV FRQWH[W ZH KHUHLQ VHOHFWHG WKH HQJ\PH 6
SURWHLQ )G DV PRGHO UHGR[ SURWRIPQW K HRADK JRIl KD F K30
LV ORFDOL]JHG LQ FKORURSODVW M LDHS >F DAV D6Q 5 HB\O BAR/HDU M

WKH ELRV\QWKHWVK @WXWLPRQDWWLRQRP DO RQYRDIALFGVXOIXU



LQ SURWHFEWLR ©LM\DD QW R WKW HVERALLRAK RV K/EK @ ILLRAXHP X QDS O D C
6L5 VHTXHQWLDOO\ UHFHLYHV VL[ HOHGN WKQWR X UR RV KWHK HJ
IRUPDWLRQ DQG GL)GVRFLDRRERQHR | BVH® KNM\M Y ROWHW R UHG X |
VXOILGH $ UHFHGWDRWD\OWD® YRRAPISKWK RW 6 KH DR BDH V L
DQG VWUDQGYV UHVLGXHV ZKHFKGRHNI H/G® WK M/ RV H U
UHVLGXHV DQG D ORRS RI * $  DAR WIDIK@OX W2AR LEHGRY F@
>)H 6@ FOXVWHU DQG RQH VLURKHPH IRU LQWUDPROHEX
FRQVHUYHG F\WWHLQH UHVLGXHV &JDWLQJ & KH DQ)®I & @ H
DQG VLURKHPH DQG IRXU FRQVHUYHG UHVLZKHNK D\ BH
LPSRUWDQW IRU VRGE VIHIDHN WWIHFEFRABQUS BIDKOR ZUHHBY K DBOLHRES K R E
K\GURSKLOLF VXUIDFHV LQFOXGLQJ SRVLWLYHO\ FKDUJHG ¢

2XU SUHYLRXV VWXG\ GHPRQVWUDWHGQW KH DLFF/SLIRRIQWD & R
QHJDWLYHO\ FKDUJH® QGH \BLROXNWL YRHO N & KD J6HG URIY LISRP S (
IRUPDWLRQ DQG 6L5 DFWLYLW\ > RI @HORWDYH QKD Q BIKW
SXWDWLYH LQWHUIDFHV IRU 6L5 G HREBHDAWHIGY EWQGLQJ@ E+R
QRQ HOHFWURVWHW.ZFHFHRQMUD 8 S WAL QWRE |((RUPPRGELARHY D Q G
DEWLYLWS RRBOXWIQIBHUVWRRG

'H SHUIRUPHG LQ &BSWKQBELRERSIR\Y HF DROMWRIGH 6 M FRAQU W/ K
QRQ HOHFWURVWRXM A DROFFARNQEFEWQUWEBIMWRR QN WRUFRQW K
SK\WLRORJLFDO FR@GSWV ARRQ\6 DGV DO WMWY L PNWD\VIRU WKHU
FKDUDFWHUL]DWLRQ RI FRPSOH[ IRUP[DWLRE VDK}HG ELLOG GASHF
PRGH DW WKH UHVLGXH OHYHO :H HOXFLGDWH LPSRUWDQF
QRQ FRYDOHQW LQWHUSURWHLQ IRUPHVKPRQWDRO\ WWKHU P

FRPSOH[ IRU 6L5 DEFWRQL MK DEHSHNVQCWKID WDRQ FRQFH



0$7(5,$/6 $1' 0(7+2'6
3UHSDUDWLRQ RI SURWHLQV
5SHFRPELQDQW 6L5 [URP WKH P D LHdh@ieh tall DW IRIVODE H SQ\H V V |
DW  7& XVLQJ /XUKP % H@W®PQCPHBHYIHIRURXY ZHWRWLRQ
IRU KRXUV $IWHU BXOWHKDWLQUHRMSHUDWXUH WR 7
WKLRJDODFWRS\U DIVR\DL GLH) 2D VF B G EAHIG VEBID\W VRZIHBH FROOH
FHQWULIXJDWLRQ DWLQ DIWSIR IIKW Q KRHYH B @ DIVKIW DKL Z H L
VXVSHQGHG LQ PO 7ULV +&0 EXIIHUDS©® PPRIJWROLQLQJ
HWK\OHQHGLDPLQHWHWUDDFHWLF DFLG DQG PHUFDSV

$IWHU DGGLQJ SKHQ\OPHWK\OVXOIRQLRQI GRARULBMH DWW HD F
VXVSHQVLRQV ZHUH GLVUXSWHG E\O/RGVBBI\YVRRQRYDIVFAH Q@
DW USP IRU PLQ DQG WKH VXSHUQDWDQW ZDV SDVV]
'( UHVLQ *( +HDOWKFDUH 86$% 6L5 SURWHLQV ZHUH U
IUDFWLRQ DQG |UDERI RENWHGV E\FBRBE R Q WXUD WX R QD/WRH E H \
DQG 7KH SUHFLSEZWDM MG DBRARMCH DRQUALMQ V&0 ERDHU S+
RYHUQLJKW DW 7&

7KH GLDO\]HG SURWHLQV ZHUH DSSOLAK® QURI FRGX IR \R ¢
+HDOWKFDUH 86$% DQG D FKURPDW RBHYHXRSHBGL QUHORU JWR G
LQ PO 7ULV +&0 EXIIHU S+ 7KH BUN IDOFOGILHRE W F
SKHQ\OVHSKDURVH FROXPQ *( +HD O WHFHLH/ H8 6% Q HIMWG JH@
DPPRQLXP VXOIDWH IURP  WR

5SHFRPELQDQW )GV IURP WKH P D LEktheridibel calitv WHIMROSH U H [S U +

FHOOV DQG SXULILHG DV GHVFULERGOBSBPHUHBXRONKOS5 @



PHDVXUHPHQWY ZHUH REWDLQHG E\DEXOWRUQOBXWKMHHEDX!

FRQWDL® KQJDV WKH VROH QLWURJHQ VRXUFH

(Q]\PDWLF DFWLYLW)\ DVVD\
)G DQG PHWK\O YLRORJHQ 09 GHSHQGHQW 6L5 DFWLYLW
HOHFWURQ WUDQNVKOWMGWH® WK ID WBHURGHK F WK HR QJ HRD FRV Y R Q
FRQWDLQLQJ )G 6—06R% 09 QOP VRG®IHXKP RXO2 DFHW\O VHL
PO DQG F\WWHLQH V\QWKDVH 8SEQ PDWVSILHSROHR
YDULRXV 1D&@RGRQBRPWWRNL PO DW &
6L5 UHGXFWLRQ ZDV LQLWLDWHG E\HRDQIURMW NG PR R HFK Q|
UHGXFHG® E\ ABGXFHG 6L5 VHTXHQWLDOO\ FRQ¥YHW\G WE IV\KHD |
LQ WKH SUHVHQFH RI 2 DFHW\O VHUG8H 7 ISK RIGHDFFHGL R QV WHI\
LQ PLQ DIWHU UWGKFRDGGLBWERQ Rl WULFKORURDFHWLFE DF
YROXPH YROXPH 7KH VROXWLRQ ZDV USWPRFSW O P IEG W
—0 RI WKH VXSHUQDWDQW ZDV FRWORM¥HG DBQWHU B
QLQK\GULQ UHDJHQW WR WKH VXSHUQDWDQW WKH VROXW|I
DGGLWLRQ RI —0 HWKDQRO WR RVXRIVRUXWWMLRE IVRORH HP
E\ LQFUHDVHWLRQ DEWRHLS/LW\ DW QP
,Q RUGHU WR FDOFXODWKt WDKHG O\ X KJ IDHRR¥: bt GBRIGPIEWRIEQWD L Q
DW WKH YDULRXV FRQFHQWUDWLRQ—R®I )I5QG 1D&O
DQG PO ZHUH ILW WR WKW LRF KD FOLW LIHD W H C

kFDW6@(@
‘e, 0 RQ (Txd



ZKHUHQGLFDWHY WKRH IL QKWL BDWDHQ WE EWWHED B B/QIRE> )RS @6 L

LQGLFDWH WKH FRVWQB B W 5 D\Q IGR IQFAMR.IRE PQ [WEK K H HDHV S H F W

,VRWKHUPDO WLWUDWLRQ FDORULPHWU\
7KH LVRWKHUP D RLERUR P HINVW RFOWE 8@ E XPIH DU IS + FRQW
1D&0 LQ WKH UDQJH RI PO DQG PO ZD
,7& LQVWUXPHQW O0ODOYHUQ 8. DW f®@RUD&T & YDA L QJ
UHDFWLRQV ZHUH LQLWLDWHG E\ DWALELE )R LQ WHKH EE QX
DW HDFK 1D&0 FRQFHQWUDWLRQ 7MHFWLWQDLR® BRI \}SDFR
V DQG VWLUULQJ VSHHG RI U S PR UPK HRIUQ MBIFKV L R ® HYFRV
7KH FRUUHVSRQGL@XWHRY RI MKW LB Z W & WWHG WWKRH FERXU U

%LEGLQJ LVRWKHUPWEXKHWKHDWYRBRAORUBIBWLFDO FXUYH RI HTXD

[SIR] pind 0 4, [Fdlk .~ 4 & B L 2é A[Fd];
7 [SR], SR, SR, SR, SR

(TXDWLRC

ZKHYPQ@®UH WKH WRWD & KQIGMQ B RQWRHL.G W LRSS WH WV R H FGV 5 ¥k
'HeLot QGLFDWHY WKH FKDQJH LQ HQWHKDO®\WRH WEKGXPHQRI
FDORULPHWHWPGHO®H WRWDO FRQFHQWUDWLRRQVORIGEL5 D
S>)@@HVSHFWLYHO\ DW DQ\ JLKHQ® S REDQWHXW K& JGW V WRI DL
ZKLFK LV WKH LQYHUVH RI KK H KH/ WRRDBHAVKL BIDR & Z GI\UWD Q W
REWDLQHG EDVHG RQ D QRQ OLQHB UG HWL YADRV HR (& DRV LHRTOX D \

SURYLGHG LQ 6XSSOHPHQWDU\ PDWHULDO



&KDQJHV LQ *LEE\GHbHHMQ B QHHQB¥ILHRRS\ ELQGLQJ ZHUH FDOF)»
XVLQJ WKH NQRHQ oOREEOMNG RVKH WKHUWRRRB QYXRISK WEQOHT X D

DQG
"GeLoc RT OKXLoRT OKX: (TXDWL
'GeLoc'HELod 'SELOG (TXDW
ZKHROBQ®UH WKH JDV FRRVI/\DRWHD Q& WEHIFWLYHO\

&LUFXODU GLFKURLVP PHDVXUHPHQWYV
)DU 89 FLUFXODU GHPRXRIHWPH@WNY RI  ®L5 ZWUHBODUULHG |

PO 7ULV +&0 EXIIRQW®+QLQF 1D&O RIDQIAMDWUIRPf& WFHDYV
VFDQQLQJ RI 6L5 IURPY DWRR SH&IRUPH&' BALB & R OW FDUNL Q
D UDWH RI f& SHU PLQXWH 7KH O8SDDW Q@M VPHOMLQHGW
UHJUHVVLRQ DQDOWIW GMDEW DV RERWHMWIRNVWK B JVRIPRLGD
XQGHU WKH DVVXPSWLRQ RI D WZRQWBGWDQQ R ONGUHEEQ VWU WRY E }
QRWHG WKDW ZH SHUIRUPHG WKHUPRGXQDPQELRQDFRO\GHY Z

LUUHYHUVLEOH

a *€; b AT o
REV H;ordpo OCSJO%§EO+ T
R —

HfE—F— @ A TORG

dT;

(TXDWLRQ



ZKHWHLY WKH VLJQDO LQWHQVLW\ PRQLW®G HGJEE D& H DK I I\
GHVFULEHWG EQGITT Tpr DRGQGLFDWH WHPSHUDWXUH WKH P
RI GHQDWXUDWLRW DUHY I B ¥ W IRCHAY BVAKKCHO BK DROU MVIK®! JOREL
RI 6L5 LV UH SWHO&HEEMEHWE KB F K FQ SHD QWK H.DOAV 6 REHGWED L O V

Rl WKH GHULYDWLRQ RI HTXDWLR ® D\BH H LIDYOD L8O IPEMH X Q HePXH
SHUIRUPHG ZLWK DULPHWSHFWDRERCABSD X LXWK. QJOLJIJKW SD
&' VLIQDOV EHWZHHQ DQG QP ZHWUWIG X¥H SHOIY VSMEL B VWY

FPGPRO7HPSHUDWXUH ZM\V D HI7X0 DWW HE& OKFR. W D SID\Q

105 PHDVXUHPHQWYV
$ GHWDLOHG 105 VWXG\ Rl 6L5 LQ VRODWWLRQAUUMNPBLIH GL
ZKLFK FDXVHV VHYHU}M $HDAN REYURDOEHSBWLRO X W KRIQ IR D W H
VSHEFWURVFRS)! RHWKHRQXFOHDU VLQJOH TXDQWXP FRKHUF
SHUIRUPHG RQ WKQWMRDOOHODEHAHG N® SURWHLD DEVHQF
SUHVHQFH RI 6L5 XVLQJ DQ $9%$1&( ,, WK SHFWURMQNRUSH
%UXNHU *HUPDQ\ +&0 EROIAULG+ FROWDMEQ L QJ

‘H VHOHFWHG 1D&0 FRQFHQWUDWLRQVWWKBIQRRYW IGRPDP I
FKDQJHV LQ 6L5 DFWLYLW\ ZHUH RBWHU @ HIEG GQ WLRIQ/ RRRQ P
GHWHFWLRQ OHYHD® & ERDSHOWUYUDWLREVH BRY\H XV HE0 DV
GHFUHDVHV VHQVLWLYLW\ ZKHQ XVLR XE BVFEDNRIIH G /1S3 RE H
VHOHFWHG ZKLFK DOORZHG XV WR SUBPSWQSE KW HKWD QL
LQWHUSURWHLQ DIILQLW\ L H \W({6HB/IB DN DWW HRODHRLGRR SX
HVEDSLQJ VHYHUH SHDN EURDGHQLQMHRYHZ RXGIGFENVREVPRNX

6L5 /DUJH PROHFXODU ZHLJKWYV V XF&HRU WK\DW WRK HV YK H Q)\GL



UHVROXWLRQ RI 105 SHDNV 7KH SANRBWHPQ QAVRVPEHQMW UD
IRU )G D®GIRU 6L5 'DWD ZHUH SURFHVVHG E\ 1053LSH > @
> @

&KHPLFDO VKLIW GLITHUHQFHV &6' RI )G LQ WKH DEVHQF

RI 6L5 KHUH GHVIDIG)\DNWWH GZ HQH. W BIOOFQOO\DL\R BG XV L Q J

&6" "/oyn '/+1 "1 u (T

ZKHUMK, DQ®G DUH FKD®JBIQGLEKHPLFDO VKLIWV LQ SSP UH\
ZHLJKWLQJ IDFWRU RI ZDV XVH® XGRH D GRM XWKWH VD IR H GUHH (¢
FKHPLFDO VKLIW UGB JH/BW® QWRKHPRFDO VKLIW UDQJH

,Q RUGHU WR FDOFXODWH WKH FKHWYLFDWXVIDIWWGY B B H5/

GHVLJQDWH G WAV QZ M H\OHW WKGIVERS LG H@XDW

@ev GuHH GrP GUHH> )W & >WGC @ 6W 5 @+GRrr GuHH> )6 e >WC @
>6 L6 @ > )@ @b @ RQ

ZKHGEHD QL QGLFDWH WKH FKHPLFDO VKLIWYVSRIHMH Q® HWKIH
6L5 UHVSKBEWHSHAG\WHQWY WKH FKHPLFDO VKLQWW IR ID)FCRXQ W

RI 6L5 7KH WRWDO FRQFHQWUDW LER Q\WER@ ¢ Gw BUQIGAS H 5 \B UHH O

BULQFLSDO FRPSR QMHKHNWP IDARPIDO VKLVWVRISHUW XUEDWLRQ
BULQFLSDO FRPSRQHQW DQDO\VLV 3&3$H 20V FXHPIIRRLPAH G/ K

REWDLQHG IURP WKH LQILQLWH D QDK \&I6V MWDV IB DZHHKU HDWEHOS B F



DV D VLQJOH URZHY¥HHMWRRIU V KZHIQ MR HE&L WHROQBE/XLIRQ® O PDWUL
WKH URZV ZHUH WKH LQILQLWH &6' GDUWWDEDHY WKHVIKR OL
FRQFHQWUDWLRQ 7KH PDWUL[ VL]H; ZIDN UH @QW OPRIDE BRIQUF H

DQG PO 7KH &6' GDWD RI HDFK UHVLGXH ZHU
FHQWHULQJ DQG YDULDQFH VFDOLQJ ¥&%D WDV WIDFRUWU ISHD® V¥
JRXQGDWLRQ IRU 6WDWLVWLFDO &RPBKM IREWKXKMVMIWSES HAZH (

ZHUH H[SUHVVHG DWLRR QWU LLEXGN IYARE $IDQ QW FRBIDD® QG 3&

5(68/76
1D&0O FRQFHQWUDWIKP® GHSHQ GHYWFWLY LW\
6L5 DFWLYLW\ LQ WKHDEIDQZIPYV PHPYXUHGZQWWX WZRDGV
GLIIHUHG LQ WKH HOHFWURQ GR@GR D @R B9 5 HBLNNGHQ VG RSB
DVVD\V )LIJXUHV $ DQG %

6L5 DFWLYLW\ ZDV ILUVW H[DPLQHGWKYDQL[W&H R® BHIG\WN Q
6L5 DQG )G )LIXUH $ 6LKLIKRERGQYH@/IM MR BDDIEQF D Q G
LQFUHDVHG LQ DFWLYLW\ ZLWK ULRQ Q)X U V&M & RHDAHHYDMWLR\Y
FRQFHQWUDWLRQ GHFUHDVHG 6L5 REONZVW\R XKKOD FWPYOW
DW PO 1D&0O )XUWKHU LQFUHDVH WRLKLEKEW QD & 8 FARHDAH
$W PO 1D&O IROG ORZHU DFWLYZ\WV VREN® UNKIBW )RW F
GHWDLOHG LQIRUPDWLRQ ZH SHUIRUPR@ WRILWHYHRQJDD
FRQFHQWUDWLRQ IRU PD[LPXP DFWLYLBVAWLYGWY\RVFRH WUKIHF
FRQFHQWUDWLRQ 7KH EHVW ILW UHQX\OWM W QRSQ FIDW H & LW K

PD[LPXP DFWLYPODWHODSSRR[ZDEOH



1H[W WKH 09 GHSHQG\HIMWY BLZ DV \8 NODIRU P B &ODMRYKHQ W U
JLIXUH % 6L5 VKROZAH B FMASALMA LD W RD@FH @ WW B W LIFD@E\D H[DF
LQFUHDVLQJ 1D&0 FRQFHQWUDWLRQFIWHRPPY H® FS U R JROH \A\LI5'
ZDV VDWXUDWHG DW DSSUR[LPDWHOLW)\ PD\Vl PRO H6WD WXQ DA
KLJKHU WKDQ LQ WKH DEVHQFH RI 1D&O

OLFKDHOLY OHQWHQ NLQHWLFV ZHUHHQWUHDAWILLR Q WRH G GE \Z
IL[HG 6L5 FRQFHQWUDWLRQ )LJXUH & B5HJDUGOHVV RI W
FROQFHQWUDWLRWQYDIOQFJ RDWHE WREKN YLHQF UMDNR&PWKHQ GH
ZLWK LQFUHDVLQJ 1D&0O FRQFHQ@WUYD®XRQ 7DEFOMKRZQ KIH
FRQFHQWUDWLR Q viZd; & B VWEHHV WL JIKW VWR DSSUR[LREMWHO\
LQFUHDVHG ZLWK LQFUHDVLQJ 1D&0O ERRQGH QWWW MWH R Q Q\FRJ
1D&0O UHVXOWHIGhivQ BHAHIHDVH®/WLQJ UKWVEDW WV DJHF B D ODHW
DSSUR[LPDWHO\ PO KP&O 6TBEIRW )G DOVR VKRZHG 1D&O
GHSHQGHQFH RKHNPOKBIVRG IURP WR PO 1D&O DQG |
FRQFHQWUDWLRQV URVH DERYH PO Y PIOIXKW HZD'V BHPIQL
DSSUR[LPDWHO\ PO 1D&O 7 KKitdwDWDO RV VK REZIHIGF I0H QEP L
FRQFHQWUDWLRQ GH S H®G B @&wBILRKLD H B[R PXRDMWVRD SSUR[
PO 1D&0O 7DEOH RW/ I & RAXKODBWE RIWEKDH UE H. W VIK @ A WU RGP\D W W

LQ )LIXUH $ DQG '

7KHUPRG\QDPLF LQY QVWHIIDWRVRIOL R | L D VQH P® FWQLGR B\ 5E B W Z

LVRWKHUPD® AMDIORWD WHW U\



7R REWDLQ LQIRUPDONLRRHRIP KQ@DPER ERQW UQ E W MRZH H Q
6L5 ZH FDUULHG R)QW HDQVHIDHW U R @/ MR/ WQID WAL R\ KFHDUPRWDL P H
YDULRXV 1D&0O FRQFERQWURWHRQV DQG
'XULQJ WLWUDWLRQ RI LQFUHDVLQJILXG WIRHELBR HYPW KH W
IURP IRUPDWLRQ RI WKH )G 6L5 FRP SPHQ WH\M LRREDMH B ¥ MG
PO )LIJXUH $ XSSHU SDQHOV ,7& ARIQH bIBRIWDW \ REQVHHD
PO VKRZHG WKH GHFUHDVHG PDJQLWXG ARGV MACHWQ M BIDWILW |
)G $W WKH KLJIKH)G PRRO B U5U DWK HR, [R& \SWHIIDIF KOG HQR/H O H Y H C
DQG PL[LQJ KHDW ZKLFK LQGLFDWHGLREY BRWP SO RW L1 R |
DSSDUHQW KHDW RI ELQGLQJ ZDV WRR VPDOO WR EH REVHL
$QDO\VLV RI WKH ,7& WKHUPRJUDP DQLGN ERQG LW K HRARN
HTXDWLRQV )LIJXUH $ ORZHU SDQH®R GUGRLPIDO BB UW R H VXK
)G 6L5 FRPSOH[ IRUPDWLRQ'HEKD @IHN 1885 QWIGD OBHH HQHU
'GeLocDV ZHOO DV WKH GKY VR LR G LFRIQV WRIGEE H R P HAK b\
ELSKDVLF ELQB ILQJ W KR VDR IDQZEBVRE B VAR GO ZLWK WZR LQV
VLWHV ZKLFK KD Y®JGLINHUHW UHXEEW LW K FUKPHR GLQ/DWP LF ST
JLIXUH $ OHIW XSSHU FRQVLVWBIQW ZLWK RXU SUHYLRX
'HeLo DOXHVY REWDLQHG DW WKH RWKHUWID®RHD CFQR® P QM
PDJQLWXGHY GHFUHDVHG IURPLWK MQREUHDMEQO WRB 1D&O
JLIXUH % 2Q WK HSR\WKHUXKD @G UMHO®RVLWLYH ZLWK UHOD
NFDO PROQJ REVHUYHG 7KH ELQGLQJ DID@QWE HEFHPAH |
ZHDNHU ZLWK L QFEQFHDY\M Y DL\ L\R RKR F LDRM@HBMFLLDXO/M\ LQFUHD
' DQG DFFRG&GIEHIFUHDVHG PRQRWRQLFDOO\ LQ PDIJQLWXG

JLIXUH %



$OWKRXJK ZH FDQQRM EH[E OW G W K\DKH RSIIE BIDR © DEXHAM BH
E\ WHFKQLFDO GLIITHUHQFHYV EHWZHRHU® ,G ENHDG W & PWHAKVAW
DULVH |UR PKAYD XIHDVF WEWIXIDDMG IURP ,7& UHSRUW DOO
LQFOXGLQJ SURGXFWLYH DQG QRQ SR GNOROXIHWH RERP S I0QHH G
OLFKDHOLY OHQWHQ NLQHWLFV UHIOHFW WKH DIILQLW\ R
HQJ\PH DFWLYLW\

,7& PHDVXUHPHRW W BRMS BUDWXQEH\VZHUB QGUWKHU SHUIRUT
SUHVHQFH RI PO 1D&0O RIJRHBIDW LBNM D&IBBHVHQWLQJ H[
UHDFWLRQV ZHUH REVHUYHG DW ERWKHWUBIRBWUQ@IWW K H W HIPJ
IURP WR ®&DQBVXOWHG LQ VOLJKW LQFUHKXHHY HIQ® GYHH
YDOXHMNelRRIJTCSeLoe) LIXUH & DQG 7DEOH 7KXV WKH WHPS
'HeLoB QIGSEL@ZHDNHQHG LQWHBRRUBMWHLIDY LIQ @ MAHP SHUDW X U |
GHFUHDVH LQ W K3tLBEURPL W X G\H BR®/gR R\DR NFDWg® RO

$W DOO 1D&0O FRQFHQWUDWLRQV DQG&WHWKHD DWKUHAD V
DSSUR[LPDWHO\ ZKLRKR VXBUE 8§ WHG \BMRIZHH @ PISWQ G 6L
VROXWLRQ +RZHYHU LQ WKH DEVHQRH VW UDWB DMKB RRI
>)G@ >6L5@ aORKRIUH@KD@XH RI DSSUR[LPDWHO\ DQG WKH

VLWH DW KLJKHU & RMaDILQGD WD W B G aRPR |

&KDQJHV LQ VWDWLFORWD®FGNRDRVFIVQRSl 6L5 DW YDULRXV 1
H[DPLQHG E\ IDU 89 &' VSHFWURVFRS\

,Q RUGHU WR LQYHVWLJDWH FKDQWXWHE WIK6LY VL RQW\ KHD 8
1D&O IDU 89 &' PHDVXSHHPRQRHG ZHW HY B H QRXWD WILEK® ¥ RJL J X

6WDWLF FRQIRUPDMALRAY HRO RBRL5 B ARZMEBIUN UWW XIFQWXHMIW L J



UHVXOWYV REWDLQHG LQ WKH IDU 8% DFWIHRQ ZWWK R %W FMD&D
RDKHOLFPOWUDER G VWUXFWXUHV ZLWK PLQLPD DW DQG
IDU 89 &' VSHFWUD RI 6L5 ZHUH REWDWQRG\DW RY DULR KM UL B &
WKH FKDQJH LQ WKH VWUXFWXUH RIK6L %S DINRNFKIMQRH &DVS
LQGLFDWLQS RHKD W RIVD &HF R\Y B DE \WWKBUKFWXUH R

6XE JOREDO DQG JOREDO G\QDPLFV RHWEZWHR QR @G W& DXV
ZHUH H[DPLQHG E\ REVHUYLQJ &' VSHFMWIWRZLWWKR. Q FfusH D\ 1)
% DQG & 7KH PDJQLWXGH RI ZKRO H &M IV Bl @ DLADV WEKHE WHHP\
IURP DSSUR[LPDWHO\ f& DQG ZHUH WRERW XWXWHG%URG @ALFS
FRRSHUDWLYH JOREDO XQIROGLQJ )LIXYB H[KLEKWHE&
FKDUDFWHULVWLF SURILOH ZLWK ORZ &' LQWHQVLW\ HYHQ |
LOQGLFDWLQJ WKHGVKWDRMHORN &LCH RORE RO R VFBNVAMR @ AVDE \ |
WZR VWDWH WUDQVLWLRQ PRGHO RIXWKWHEBREDI® EQ 8 DWPHLE
G\QDPLFV SURGXFLQJ DTRHRWLQJ & BPSHDQ WRWKDOS\ FKD
XQIROGli€#R DSSUR[LPDWHOWVDE®RADO PRI® DGGLWLRQ RI 1|
FRRSHUDWLYLW\ RI WKH WZR VWD WG WKHU P D OGS 8@ M L RVIL

7TDEOH DQG WKH WUDQVLWLRQ EXKHUW ¥ B ¥ SIUWD B DK \Z Y/ W

LQ WKH FRQFHDANWUDWILRIH R &

5HVLGXH EDVHG LQYHVWLJDWLRQ RI 1H&6 URRQHFHD WQWWUR
E\ VROXWLRQ VWDWH 105 VSHEWURVFRS\

,QIRUPDWLRQ DERXW ZHDN DQG VWUR®JD L@WCH ER R DOEF
VSHFWURVFRS\ LV HIWUHPHO\ XV HIXWH. Q H¥ EOR B WQ D & RGKH

LQ VROXWLRQ ZKLGIK IDBXORW W RUWEGHWHHEGMY BY W KH U KV



6KDUS 105 VLIQDOMEHPIHG )G DORQH ZHYUHLZ+6@ & GEMPWU B X
DW DOO 1D&0 FRQFHQWUDWLRQV H[DARM) HA VIWXE EF DM HQY
LQWHJULW\ Rl QDWLYH )G+ :H #6KEQVIHFR OO OWMCH )G LQ \
SUHVHQFH RI 6L5 DW HDFK 1D&0O FRQFKHQWHOWLRX WHKE\DG
6L5 DW PO 1D&0O )LIXAKHV¥K $L@EGLFDW HRY I1SEHRPXUE B VI
HQYLURQPHQWY LQGXFHG E\ WKH IRUPBWWRRVRQJ W &H6 19
FRQFHQWUDWLRQ IKRPFGHJWHRH RA0S HIYM & KLU HQBUHQVHW
VXJIJHVWY DQ LQFDMRRI) IR) WKH BRSK® FRPSOH]

7R REWDLQ GHW DL@G G XITXOIQMOL\W/LDYWHD D@ DRAIPY M/E RAK HZ A K H |
GLIIHUHQFH &6' )LJXUHV ' DQG ( W®GDPDSHICR YAKB\ (GHHWA
FU\WWDO VWUXFW X% H@R | : HGX Y HIX WHHR/ & Bl @QLOMDHO D/Q G LQIL QLY
VHOM$7(5,$/6 $1' 0(7+2'6 6LQFH ILQLWH DQDO\VLY SURYLGHYV
)G 6L5 FRPSOH|[ SRS2\0 D®/MH K L LW DINELTREI RH W HR U G RW P D W L
FRPSOH[ ZLWK 6L5 2Q WKH RWKHU KDQG LQILQLWH DQDO'
ELQGLQJ LQWHUIDPHORN RF FAKSILAHGHEN WK BPHD OWR B W XEWOH
LQ WKH ELQGLQJ PRGHYV DQG UHODWLQJ UHVLGXHYV

J)LQLWH DQDO\VLV WKRZ®GPEKD VR |IEBMAKE 6'X HRWY EUW K KIDQ G
RYHUDOO &6' YDOXHV GHFUHDVHG ZLWKLQGREFDWIQYI ZIHIDEH
LQWHUSURWHLQ DIILQLW\ +RZHYHGH GH V&AW W KWK H GEIRAULH/
UHVLGXHV VKRZLQJ &6' ZHUH VLPLODU )LJXUH

0DSSLQJ UHVXOWYV VUR FEODYLWHH G QKD WFR D QY HGH J BWILH V
ZHUH SHUWXUEHG LQ WKH SUHVHQFHKRIZELH D QSROMN VGG
UHVLGXHV DOVR VKRZHID $6G O MKW RD WIMBPWILEKR® FRAXKMWH $

UHVLGXHV VKRZLQJ JUHDWHVW &6' ZH3JHE RR\KWVWON UL YBE 9



WKH FHQWUDO SDUW LQGLFDWLQYHGKDW FRERISDHH [UHRIWLRW |
6L5 UHSUHVHQWDWLQHWKHK 1DQWBUPLQDO SDUWV $  (
DQG < DURXQG WKNMWHUHDO® FO ( Q WHKBGL7WHUPLQDO SDI

,QILQLWH DQDO\VLV )LJXUH ( DQG HDISBQ8G WOHRVROWN
GLIIHUHQFHV LQ WKH RYHUDOO ELQGLQJ LQWHUIDFHV RI1 )G
KRZHYHU WKH UHODWLYH FRQWULEGWHRQ ¥ VRU GIDB K VELIGXGHL
IRUPDWLRQ DQG PRGXODWLRQ ZHUHWXH IBUH®M \ NKHHT KHQ W/
FHQWHUHG RQ WKH > )H 6@ FOXVWHU VXFK DV $ ( *
VKRZHG WKH VWUR QUHHMW G 6 H WX B EDWHIHRYD 8 Q FRQIFIH VWL Q.
UHVLGXHV KOHUHH®D IWMDEEOL]LQJ UHVLGXHV ZHUH WKH PF
PDLQWDLQLQJ WKH FRPSOH[ VWDWHRRQ6WRE RRWHKUNKN@GQ
VXFK DV ( DQG (HUPQ Q\DKCHSIDWW DQ®& .7 (Q WKI@ WHUPLQ
GHVLJQDWHG UHJGOIFWHQ Y HIGH RIQG KQE URHRDQAHGWUIDIW LR Q L
GLVWLQFW ELQGB®R8EBRBGIHYV VHH

,Q RUGHU WR REWDLQ PRUH LQIRUPDWLRQ RQ WKH FKDQ.
6L5 GHSHQGLQJ RQ WKH 1D&0O FRQFHIONVDW 3RS %D VQFHSIR
RQ WKH LQILQLWH &6' UHVXOWYV VIH¥FKRELD QE DHOXFIXD M
GDWDVHW WR ORZHU GLPHQVLRQ WRRILHYPDQ\ KREMHFQV VQ Wt
GLPHQVLRQDO 3&$3&ORWFRREQWWG IRYDULDRIFWRWDRUH )
LQGLFDWHG D KLJK LQIRUPDWLRQ FROWWQW IRU VDKHZ3&$ P
1D&0O ZHUH FOXVVWHUHNG RGIMRE QHRXWIKH 3& HRZRHIYH R |
1D&O ZDV DSSUR[LPDWHO\ DQG SRMUWQ¥HOL @R QRMOW EQW
EHWZHHQ PO 1D&0O DQG DOO RWKHU DR&O FR@FHmMEOU D W/Q

WKH RQH KDQG WKHQIXQ VDLV BQWERIEMH G UWPDKV IYRQ LEDHUFZHH H



PO RU PO 1D&0 DQG WKH RWKHU DQ&O FRRQ F BI& WFIRW HR/
DQG PO 1D&0 ZHUH FOXVWHUHG DURXQG JHUR ZKHU
ZHUH DURXQG QHJDWLYH FRQWUWERW L RH \CBHGE W L S R @ L W
3&$% SORW UHYHDOMWR®&HFRQGEH QW UKD DK HVK LRU RN UGBIQ1

EDVHG LQIRUPDWLRQ RQ VRPH GLIRHUKBQPFRE BMb WKH ELQGL

' 6&866,21
,QWHUSURWHLQ LQWHW BF\SHRG H R WH 6LEHVBR M/ LYWW LROYWHL F D
SRZHU RI 6L5
(Q]J\PDWLF DFWLYLW\ LV ODUJHO\ FROQWWRRQW G HEW ZLHHADH |
SDUWQHUV DQG WHKHNID@WW DFP R O B B Q\BW/RIOW K IBQMPHFW H G
FROWULEXWLRQV WR XQGHUVWDQG®R RWISHINOR B ES DEFMNY RW
WKH )G GHSHQGHQW DVVD\ ZKLF K SACRVHY R ODCDMHHU TV FK\M LHRIQR
6L5 DQG LWV SK\\RR GRIDFEWD QGH MHFBN@ML HD ¥ 9 DB H S K QBKH UH 10|
LQWULQVLF FDWDG®L VE GDH HIBHEMAUTRRE \ VAP DWW HYHWD PR X Q
LV QRW OLPLWHG E\ LQWHUPROHFXODU LQWHUDFWLRQYV
7KH VKDSH RI HOHFWURQ WUDQVIHBQLS JVWL\M B XK KDWY $
WR LQWHUSUHW WKH GHJUHH R AROQWHURQ RIVWHLYHLG) G UFIDN
@ $ EHOO VKDSHG FXUYH VXJJHVWHG UHDUUDQJHPHQW R
DQ LQLWLDO FRPSOH[ LQFOXGLQJ \MKIK HIWRRKQWHH FRR O™
JDWLQJ IRU WKH MEREMYBIQ WD @ MOIHE F PRIRWR QZKED OO\ «
FXUYH LQGLFDWHG WKH DEVHQFH RI RN KHR PBQIHR[UP/D W IKRXQD ¢

VKDSHG )G GHSHQGHQW 6L5 DFWLYLWY SYRRIXOHVRWYHDQXD &



GHPRQVWUDWHG W®DRN MW HRFSQ\R EIHENMGHLIQOV HE DRVEL RIQS/ W F
6L5 DFWLYLW\ LV FRQVLGHUDEOH

7KH LPSDFW Rl 6L5 VWUXFWXUDO GRQDFSIDFRL W DWW W D QMR
FRQFHQWUDWLRQ zZDV FKDUDFWHULMGV\ $ REDMWDALUIHGL @Y W X
GHSHQGHQW DVVD\ ZDV FRQVLVWHGW@HMWRKLD XIDH& O FRRKEWC
LQGLFDWHG WKDKHWRN UQ® V HD DM AH)YWWO DRV & SWHRD W KH VX
JOREDO G\QDPLFV SRVVLEO\ GXH WR LRXX Q LWIGROF\W GD @ RROY
FKDQJH LQ VHFRQGDU\ VWUXFWX#&B QX XKH P®H JE\WOQGEH) HRD
'HioreoloD EOH

&RPSDULVRQ RI WKH GHWDLOHG DMMNIRY GWV\S URFW BV \RRAY
FRQIHUUHG LQVIRWKWUHIW R DWKLHQ IDWWWDO BO51DEW@LYKWOH L
)G GHSHQGHQW DVVD\ 6L5 H[KLELWHG REDQUPADLG- D W0/ Y L W\
FDWDO\WLF HIILFLHQFF0O DD&XQmBQG GHFUHDNV HIGL IIXHWL YL D&
FRQFHQWUDWLRQV9 BPWHG LDWMVIDQ MWXBIFRVOLWH®/\LQHER®E H UHI
SODWHDX )LJXUH % )RU H[DPSOH D KLJKHU )G GHSHQGH
1D&O WKDQ WKDW DWWH RQWD&QVAHKVEBLE IDRAVOL DEWWXD®O\ E
ORZHU WKDQ DW PO 1D&O0 ORUHRY HYUL WOWHWRXU® H® EDM
DFWLYLW\ DW KLJKHU 1D&O FRQFHQWUDWR® QD &0 HW KW K)H5 \E
DVVD\ VKRZHG PLQLPXP DFWLYLW\ GXWHWR D/ILDQLWW DTDAEC
UHVXOWLQJ IURP WAHIKOHH BW/WRHVQYKIDWLILR QORYVHUDFWLRQV

7TKHVH ILQGLQJY LQGLFDWHG WKDWHRJERRR 68IDSVD RW V YRV
DFKLHYDEOH WKURXJK RSWLPXP LQWHUWWKWWROQYWHRWRBH
LQWHUDFWLRQ LVDPWRWH @GHRROW NWOWKDQ GIBWDEWVYE 6L

FDSDFLW\ XQGHU SKRWQIVR /RIH MDKOHAAIR Q@EB8BW/12 EW L R Q



,QWHUPROHFXODU QRQWHKHDFRGWDPREBA®\L5F FRWEAB[ )C
IRUPDWLRQ
,QWHUSURWH L QXIQ@BMHUW K WL RRGE\Q KAWH QB Y WIR'GDBKLF OR:
E\ EDODQFLQJ WKH WHRo®QEBYBQJIzIRUFH® 7KHUHIRUH ZH
WKHUPRG\QDPLFDOO\ H[DPLQHG FRPSOKXYILRUPD& RRE EMD/I]
1D&0O EHFDXVH ,7& UHSRUWYV GULY D@L FRIDG BMRERKL BIYU RAFH\MR Ui F
> @ ZKLFK ZLOO EH DOWHU WGV DWH 1VDW O HQIG K HRQ FIHC
DWWUDFWLRQ DQG ULQ\DB WD F\RDEG QW DBANR @Y WHMPLSH @ QH
LQWHUDFWLRRH KEXWR SKRDLRULQWHUDFWLRQV

‘H SHUIRUPHG ,7& PHDVXUHPHQWYV REOMGIILANDL R R QR H)G\WWF
ZKLFK LV D ODUJHO\ XVHG QHXW URIGG V\Y O RVQW K.IDWF B D OW M\QR
> @ (QHUJHW L F DQHI\DMDIYREK UDEW KIDHO REEFKH D QH BV DXH WD O C
FRQFHQWUDWLRQV %) IDIXG HMWEP D QG KRWHRH W KW KGU BOL Q J
UHIHUUHG WR K HYULHDI WRHWF B \S /KW FAAKR ¥ H Q JWKIORV OLP R X Q W
DWWHQXDWHG LQWHUSURWHLQ DIl HQWR CEQ S3 HFFKLCHDIHLM J) W
7KHVH UHVXOWV WEFWHWHW AMRDWH FWRAMIHHU DFR/GL RSQR\O W L7
K\GURSKRELF LQWHUPRQW R Q& X B/RNGL WILRY HRXP ZQ M/[K | RIQRV K D O
GULYLQJ IRUFH DQG WKDW ZHDNH®XH WRDUKH 6 QBGWSRIEDW) |
LRQV RU HOHFW U RWW DAVRIPFS N © V B WONGJER A HQREEJLHD VIS HAU D F W L

&RQVHTXHQWO\ HPWHKODBWE RDWQWIIFNVDQQ\VSRODKH G Q WIHQ
LOQWHUDFWLRQV DPRQJ K\GURSKRELFQV¥H®N B RWLER\D X Q3 W
KDQG HOHFWURVWDWLF LQWHUDFWRRQ Y DMQH MKAHR X\IKH OFR

HOHFWURVWDW L FHWUWW HRWH @GHFUHDW HWKDIITLQLW\ DW KLJK V



IRU WKH GHFUHDWHG PIVAKRIFH. D W IVRACH RIPW@VH QUFDPVWRQ R1 HO
LQWHUDFWLRQV

$V ZLWK 1D&O FR QHFBI\DMGU VW P8 8 U D @BOUIHR ¥ G HEQ HEUHFQ®I\D V
LQFUHDVHVY LQ HOHFWUR VW DWHMS B B\ @X HZXR 'S K RVKIHF K R D WH
FKDQJH IRU GGLQ&GIZRIFK LV D WHPSHUDWXUH GGsStHEGHQW |
WHeLoE LV DOVR DQ LQBREGIVWREXVWRIR W R FHR/Q VER YROR-SMDW
IRUPDWLRQ EDVHG RQ WKHC¥t.@ DQG P®JQIRWX\GBURWHLQ
IRUPDWLRQ VWXGLHG E\'CZ&LYKREVF D VQIHI W WIKIBAL FV K R QHV U L
Rl K\GURSKRELF LQWHUDFWLRQV S SRVMDIWO HGWRHYUHILF WOREG W
LQWHUDFWLRQV EHKKWIZHHG BSRRMWILWMODFSHDUHG PRUH REY
IRUPDWLRQ RI WKH )GCkl&EoFERPSOHFDO PRO> @ WKH
SXWLGDUHGR[LQ SXWLGDUHGRLLE UHGCFAV.BRB ER PS@G [W K H
3 FDP SXWLGDUHGR{EQFRPSGHDP PRO @ 7KHUHIRUH D Qt
'Cs eLge FDO.PRI®U IRUPDWLRQ RI WKH )8 PS5 FRFESIH|[ PO
GHPRQVWUDWHG FRQWULEXWLRQV IRRPOKP®U REIHXEIDF RIQ W
WKH )G 6L5 FRPSOH[ FRPSDUHG WR IRURDXWIHROWRI DRWRH
FROWULEXWLRQ RILGWMBUDKWKRQVH CKLBEK LQF@HDVKHVH
WKHUPRG\QDPLF ILQGLQJVY FOHDUO\ LGHPR®W YWD BWIHR @K [\
LPSRUWDQW IRU )G ®MWSLRRPBSQE[ WRD R FOIR QWARHUDRCR-E) @ D IFRL
ZLWKVWDQG F K DFGHGW ULIWY. B QWD © B QWHHDRHSHIBHIWA K UDHG I & W R XVILK

(QWURS\ FKDQJHVY DOVR GURYH FRPS®HXHVUPIDRQ U
FROQFHQWUDWLRQV )LIJXUH % DOWWRXJKIIMEWHBSE\ZWKH

FRQFHQWUDWLRQURY NMKXIRIRUED SXKRIWG ) IQIKDMD VEGIWANRKS \ S O L



D NH\ UROH LQ VWDELOL]LQJ WKH P& Bl SWKRP)SO H[5DFVRREQH{
DQG WKDW HQWKDQSH LD PWHRRIU W KIIHTF BA@MLIOR S QW@ HAURSQ R W H |
$FFRUGLQJO\ WKB JSHNLFDIOR BVQBHRZMHHIH ® S SRY QW HQ@ 6
IDYRXUHG E\ ERWK HXR{FWORFW DRN\W DI K RX\IHU B AWK HR)
LQFOXGLQJ WKH EHRDWL RUR RIRDDAEPQ G VS IBRMRIEDE G\ DOVR F
WKH WKHUPRG\QDPLF EDODQFH IRU FR PB®G [HIRHPDWR@ QV E
SDUWQHUV GHSHQGLFPIRQ REH FRIGGDWQRGQVWKURXJK WKH JH

FRQFHSW Rl HQWKDOS\ HQWURS\ FRPSHQVDWLRQ

2SWLPL]DWLRQ RI 6LGHDWWQY QW \RE\W K IQ W& WHIEVS URF ALY K )
SK\WLRORJLFDO FRQGLWLRQV
BWDELOL]LQJ UHVLGXHV ZKLFK VKRZ KUMK VHTHYHHDFOH G R\
LPSRUWDQFH LQ IRUPLQJ WKH )G 6L5 MRPIWHKGH KH &GHFR
UHJXODWLQU UH® D®XHWZASRE © UZ KA\ VIDRV [K! L L RRIQ F HIQA/OU D W L R
7KLV UHYHDOV WKDW WKH UHJXODWLQJ UHVLGXHV SOD\ D
DIILQLW\ DQG ELQGLQJ PRGH 1HJDWLHBIPL QKD \$DHIGV UZHMLIG
LQ KLIKHU B@DQWMXDWHE 6WDELOL]LQJ DQG UHJX®BWLQJ
VSRW UHVLGXHV ZHUH ERWK FRPSRWHG X VF KRR R G VIVQU®D \q
HOHFWURVWDWLFWLEGL QW& UDCAHWFIVRIORN WIBUH HVVHQWLDO |
DGMXVWLQJ LQOWHUSURWHLQ DIILQLW\ LQ JRRG DJUHHPHOQ\
,QWHUHVWLQJO\ WKH GLUHFWLRQ XRJHSHDN. @ KILKW SRUH 6 H
6L5 YDULHG ZLWK 1D&0O FRQFHQWUDWYRQ ZKIUMHVKKHVRS K
VDPH GLUHFWLRQ )LJXUH $ LQVHW QH®XELIQIGE FDDNGHY "W

LQYROYHG LQ GLVWLQFW ELQGLQJ PRGDBIW LGRHS HEENVQ WR & W



DEWLYLW\ FXUYH RI 6L5 FDQ EH DO\X® @HFHDQWKHOBLHIBQ
EHWZHHQ )G DQG %UDOL UHD VWXFVYAKQWK HDK KIS SFOUW H G
JLIXUH )

7DNHQ WRJIJHWKHURIDCGEHBD) GKO®BSIBQSHQW 6L5 DFWLYLW\
RQ WKH DIILQLW\ DQG ELQGLQJ PRGHH )LDROHFRQBMQWRD
DSSUR[LPDWHO\ PO 1D&O LQ PO 7ULHW +RO FEXIHH UV
SK\WLRORJLFDO FREEOWURSQUDMWERBRQLF \OWUHQIWK
PLGGOH GHOLFDWH LQWHUSURWHEQVKRZLQDVWLRD[ RBXPLPQ
VKDSHG DFWLYLW\QREXWH WHIVG Y6KAD ERKIHY Q LRVOAL.MRZ ARBPBOW X Q L
SURGXFWLYH FRPSGRQ LW K DWLHR @ HIRW FRQLRU PD VEL EQ UH J
UHVLGXHV ZLWK QRFWERWQNOH® W LIQWE WWOREDIIL PHR\G MK H G L
DPRQJ WKH DSSDUHQW O\ KERRBWIHUXYRDGY LLGD MUKHD VARV UHY X O W
VKDSHG GHSHQGHQFH Rl WKH OLFKDABQWBRQYVROQWH $W K
VHYHUDO KXQGUHG PLOOLPRODU IIXVXR® P DU IQIKPL W FARKOD L
RI WKH VWDEOH (7 FRPSHWHQW FRPROHRDPBWERBURD 8 H R
FRPSOH[HV GXH W R DIHRPWVRU LVFKFHR B@QGR QW KH. WHVHQFH R
UHODWLYHO\ HIILFLIRQW BRPE& H [ KM KQmI VLA HEX R D OIVR QR
SURGXFWLYH FRPSCOHDPRZ @ IRQR \D WEWQ G L O SWINGBI \PD[LP X P
DEWLYLW\ )LIJXUH OHIW

7KXV LQFUHDVLQJIDDIQQGL®N FHRQIGY ZIOH B 8 Q RMW RIOD HRSU |
QRW DOORZ PD[LPXP HQ]\PDWLF DFWHWLPR\GLQDWHEWP V7RIR N\
DQ DIILQLW\ GXH \DR/ MR RD W\M ®X/MREQ)REZ DELY \RRIFIWKW LR Q RI

LQ WKH DEVHQFH RDVDBOWM QRY KoWH FNX BEHIXW L RQ A URPRB R (



PRGHUDWHO\ SUR G BWKLHY HE HARW STRHJ | MOXIDMW KRQH> WR® ZHI
DIILQLW\ LV DOVR QRW DGHTXDWH IRU HQ]\PDWLF IXQFWLR!
&KDQJLQJ SK\VLRORQREDRUHDAHFEWRRR VERLFW HR IQ 8 LW R/ 1SQ F W
RWKHU UHGR[ SURBMIDLOD V KIDESRHBGEL VKB D W VB Y RE\QGHWWUH W H Ut
)G )15 > @ DQG FPMRRRKBRIFUMR[LGDVH SODVWRF\DQLQ V\VV
RZLQJ WR VXEWOH FKDQJHV LQ ELQ ®IFOWRPRGWM KD WWKMHUL S
HQJ\PDWLF DFWLYLW\ VXFK DV PHWUMH H8+\ PHQIGQ MDHULRAVRIC
FURZGLQJ HIITHFWW DQW DROV R EW B RQNVWWD R GLHHIS RIU WKIKQHG M H ¢
EHWZHHQ SK\WLRORJLFDO FRQGLWLRQVOH QBDHRQRPROBFW
FURZGLQJ HITHFWYV RROMHRQOD $ DRRRWHDWLRQV WKH\ DOVR
DQG PROHFXODU GLIIXVLRQ GXH WRVWKHFHKEQBRGBGPHRO XP I
FURZGLQJ HIIHFWVPDQ CFIKDRW RS R B VOFEIWG LYS WD\WF XDUHR XV
FRQFHQWUDWLRQV €0 VKDIS\H® JD FWVKENRE\H B XR Y HK MIK HY 1
FROQFHQWUDWLRQ BIQZL G&W K KIQW K® RI3WRLIPY] MG FXQJYRDWLF D
QHDU SK\VLRORJLFDO FRQGLWLRQW U aDQ VEHW BH E\Q VWKHKIH D!

NLQHWLF DQG HQHUJHWLF DGMXVWEPWMIORM QY RQ FRPSOH[ IRU



$&.12:/("*(0(176
‘H WKDQN 3URI ODVDWR 1DNDL DQG 33URIYKBWRW YL P-MD\8 D G UIIR

YDOXDEOH FRPPHQWYV

)81',1*

7KLV ZRUN ZDV VXSB® BWE GREAFRIBRON VWYV W QG

DQG *UDQW LQ $L6HWRHWDEAFK @QVNLILF+ /HRUDQG 30DWIRUP IR
'LVFRYHU\ ,QIRUPDWLFV DQG 6W UXAWXWD CR / L(IGIX & DIWHIQRFH

6SRUWYV G6FLHQRRH\DQISDIQFKRAUR&® .RMLPD

$87+25 &2175,%87,21

-<. 7+ DQG <+/ FRR WGLXED WHXS VZ KR W K WHKSD B Bl §HWO O<S U R W
SHUIRUPHG PRVW RI WKH H[SHULPHQV PB.DN®GHP HRRQW D DI
3&$% UHVSHFWLYHO\ $00 DXWKRUV 0 QBION]HGQ VG HY MV XRX

PDQXVFULSW



5()(5(1&(6
'X%D\ . + %RZPDQ * 5 DQG *HLDWOUIROQV3IZLWKLQ )&

SURWHLQV LPSOLFDWLRQV IRU WKHUP RBFR BKIHPDRBVDOOR

:RGDN 6 - DQG -DQLQ - 3 U RWUHRVQH P R GLXQDWA N UD
$GYDQFHV LQ 3URWHLQ &KHPLVWU\

/LQ = B6FKZDUW] ) 3 DQG (LVH®REHE@DWXUH RKHUI
VXEVWUDWH ELQGLQJ - %LRO &KHP

XPH 6 /HH < ML IODNDWWIXRND < «®PWRJIXFKIQG ,QX
7 J)LQH WXQHG EURDG ELQGLQJ FIVSBELSOURNWIJIRBDP
VIQWKDVH IRU YDULRXV VPDOO OLSRSKLOLF OLJDQGV )(%6

.D\ % . :LOOLDPVRQ O 3 DQG 6Y®FE Rl EHLQJIKHIRF
WKH LQWHUDFWLRQ Rl SUROLQH WIKF W RIRMUL PR 1 Q DWL B QERORM)

3ULYDORY 3 / 'UDJDQ $ , &UDQH 5BEPGIWIR '&3 B!
OLQHWWL & $ 'KDW GULYHV RURRWHILRRY HYWRR WE'H-P I
%LRO

6DNDNLEDUD < .LPXUD + ,ZDPXUD.XULGRLWFRXQG +D
7 $ QHZ VWUXFWXUDO LQVLJRWR IL G WR FSEDIFFW H QMDD €
IHUUHGR[LQV ZLWK QLWULWH UHGXF\WDWWDY? QRMHDSKHE E
%BLREKHP

6ULYDVWDYD $ 3 +LUDVDZD O0OMEKDOGD -RKQ@KKQJO

7TULSDWK\ - 1 5XELR [/ O O9DFFDURO % 6 XERORD QRID (R



FRQVHUYHG EDVLE DPLQRUBGRGM LG H SHIQ G BQ QL \& \DBXVRHE DUFH
%LRFKHPLVWU\

'LQNOHU 0 .XKSBIGWW 06 DOIG +DSSH 7 &KDUDF
NH\ VWHS IRU OLJKW GULYHQ K\GURLRQ H&KHOPXWLRQ LQ JUF

XULVX * . XVXQRNL 0 .DWRK (. <DP®DIDNL 1LPOWD
$ULJD < DQG +DVH 7 6 W U X FW R R PISRIHW E H W DHHHQV UHRW
DQG IHUUHGR[UGIGXBWDVH 1DW 6WUXFW %LRO

+XUOH\ - . B6FKPHLWV - / *HQ]RQG&7RORAHY ORUHC
&KDUJH UHYHUVDO PXWDWLRQV LQ @ DFRMHIGREG D FDGLB VB\
HQKDQFH HOHFWURQ WUDQVUHG XFR DIV UE\SRFONHHLBLS U R V
RULHQWDWLRQ ZGMXULR RMRFAS OB W HBWEK\V%LRFKHP %LR

6KHLQHUPDQ ) % 1RUHO 5 DQGVER@MSHEWYV RI (DU
SURWHLQ LQWHUDFWLRQV &XUU 2SLQ 6WUXFW %LRO

+RSH $ % WOBBWIHRY DPRQIVSWO BVWWHRFKDRPE |
SKRWRV\WWHP , NDQHWRWVVIDLRGE KIHPFK%LRSK\V $FWD

6FKUHLEHU * WXGLABWWLESVRWHBEQ LSRIRW KX UQ IV Q
%LRO

IDGEXU\ - ( DQG :LOOLDPV 0 $ IDFH TRHDMKWH QG H)X
ORFDO HIIHFWV LW HLLIRPPRIORFX ODXIILRCRSLQ 6WUXFW

6DLWRK 7 ,NHJDPL 7 1DND\DPB OQGHADKMH D7 . $N
105 VWXG\ RI WKH HUWD ARWIRP[ \R U B @HBW MHOUUWERJHG XFWDV

WKH LOWHUDHRWURQRYLYHY RILRO &KHP



OH\HU 7 ( =KDR = * &XVDQRYLFK 70J 0$Q \DLOHG) WRIDLOQ }

RI HOHFWURQ WUDQVIHU IURP D YDULHW\ RI F W\SH F\WRF

7ROOLQ * +XUOH\ - . +D]]DUG - 8% HDRIGODHAHU Q|
SKRWRO\VLY WLPH UHVROYHG VSHFVSWRSKRVOR PHVEU L QMRU |
HOHFWURQ WUDQVIHU PHFKDQLVPV %LRSK\V &KHP

&UX] *DOODUGR , 'LD] ORUHQR ,ODLBRMBXLOQWDQD $
7KH F\AWRFRERORFMMWRF\DQLQ FRPSOH[ DV D PRGMOEMRZHWHWRG\
UHGR[ SURWHLQV )(%6 /HWW

=KHQ < +RJDQVRQ & : %DEFRFN 6 7 DQG)HYUWVR
RI WKH LQWHUDFWLRQ GRPDLQ IRU BDWHRE K %R R KH R QF D\QV R

DQG NLQHWLF FKDUDFWHUL]DWLRQ IR KWRGR BB HWHUN B Q MDD/

F\WRFKURPH DD - %LRO &KHP
+XUOH\ - . )DUR 0 %URGLH Q@D %0 +RRFBUGRUHQRO!
DQG 7ROOLQ * +LJKO\ QRQ S UR GHXMDNVIMHI ARBRS O [HW D

VWUHQJWK DUH LQGXFHG E\ QRQFRQNBWY PO Y HLQP$QRED
IHUUHGR[LQ@HGWFWDVH %LRFKHPLVWU\

ODUWLQH] -XOYH] 0 1RJXHV , ROGUR D %+XODWUDO.
6DQ] $SDULFLR - +HUPRVR - $ 6WBWNRYLFK 05ROHORIGD
RI K\GURSKRELF UHVLGXHV QHDU WKH )$IHRRUBBWRLW) 11G'$Q

UHGXFWDVH IRU RSWLPDO FRPSOH[RRHPDWGRQLDQDQG #HOR6\

1RIJXHV ODUWLQHD ¥ROYR] -0$%$ $SHHRNQWHURYV /

5RVD 0 $ %URGHNM -7 % 7TR®O00O0Q UHORPHK] ORW DO S|



K\GURSKRELF LQWBYRBW LR \P HQ L BXHMIE BHUO HHFRWPURIQORWRB V \ V

IHUUHGR[L@HGBFWDVH LQ $QDEDHQD 3&& %LRFKHPLVW
1RJXHV , +HUYDV 0 3HUHJULQID 5R¥D 10Y®DUURPH]
ORUHQR & DQG OHGLQD O $QDEDWMQPQ I GDYRGR [L Q!

SKRWRV\VWHP , WR IHHG KB\R PLVH 1 $'B @H \RU G OMW RIGRFIQR W H L
LQWHUDFW LR @ D@\A HHD HAEMRFR® B VW U\

.LQRVKLWD 0 .LP - < .XPH 6 76DNRDWN.IPHDWD <XUGX
* NHJDPL 7 +DVH 7 .LPDWD $URRBKKPLEWODQDW XU B R\
FRQWUROOLQJ IHUUHGRXRVDD V$f 3D F WLIQM. M/ SEORRBNEHRLIG L RVWQ/Y  Z
IHUUHGR[LQ %LRFKLP %LRSK\V $FWD

IDND\DPD 0 $NDVKVH77DQG 30BIGWFWDOIHWPROHF.
VWUXFWXUH FDR® Q@ QWL UXDWWRE Q@R B JI HWGIURIFKR{P Q

<DUPROLQVN\ ' %U\FKNRYD * )OXBXO |3 WBHQGHGDXFLY
SURWHFWYV SODQWWRIDEQWW ¥XDQW 3K\VLRO

.LP - < 1DND\DPD ® DRIRWX * DQG +OWHXRFWXUDO
PXWDWLRQDO VWXW@UBQ\RHDG RPSOMIHRIQP B X|FMWADXMMH DQG IH
%BLREKHP

$NDVKL 7 ODWVXPXUD 7 ,GHJX¥KX 7 7DOMNUMEKL |,
+DVH 7 &RPSDHOWR QY IRR WWKIHAQ FV E HO\GXDI.D K WRH M HRU U H
WZR IHUUHGR[LQ GHSHQGHQW H QJMRH\E WIBIWH HDGRS L\DX D$ L3V H
%LRO &KHP

'HODJOLR ) *U]JHVLHN 6 O9XLVWHUDQGG:%DIKX * 3|
1053LSH D PXOWLGLPHQVLRQDO VSHFSIUDOLSBRFHV%QRP R

105



/JHH : 7RQHOOL OH\DQG/ ODUN 105)$0 63$QKDQFHG
VRIWZDUH IRU ELRPROHFXODU 105 VSHFWURVFRS\ %LRLQIF

$NDJL . :DWDQDEH - +DUD 0 <HJXINIXFKL &K L DX
+ 1RQDND 7 :DQO\® QNHEMD PL LR@ RO WKIH FDAME VW U D W H

UHJLRQ RI WKH FKLWLQ ELQGLQJ GREPOQDY HRE6W UHLRFKPI\FFH \

.LP - < ,NHJDPL 7 *RWR < +DVH,QYHVNLIBWLROC
3URWHLQ 3URWHLQH,QWHERIEQY LRQE RXEOQGWH 5H GXFMWDNV 6 R
&KORULGH &RQFHQWUDWLRQV E\ 105 63W ER/Q RMFRESY LPGIG/
OROHFXODU 3K\WLRORJ\ DQG (FRSK\VLROPIANRNIRUEXUY OH
5HQQHQEHUJ + 6DLWR . DQG 6FEQXQJKHU HGWHUS®WLRQD
&KDP

OL]XVKLPD 5 .LP - < 6XHWDNH.DPIADQRNLD7 DN D QRN I
OLVKLPD < 7DMLPD 6 *RWR < HODWREQ RI WKGE LFXWHDDT
HQGRQXFOHDVH GRPDLQ RI OXW/ ZLWK GLYDBHQW PHWDO L

%DK $ O9HUQRQ 5 0 6LGGLTXL £UDR]HBPLONNR @&
BRQHQEHUJ 1 .D\ / ( DQG )RUPDQ .D\ - ' JROGLQJ
SURWHLQ E\ SKRVSKEWORWLRQLIWFB UBWXUH

20VVRQ 7 6 :LOOLDPV 0 $ 3LWW : 5 DQG /D
WKHUPRG\QDPLFV RIQSWRVDH MO RQ JID@KEWWWR IARYUD W/ILRIQ G G V L
%LRO

JHH < + NHJDPL 7 6WDQGOH\7' DQGGEIRVWKRIDL . +
%LQGLQJ HQHUJHWLFV BHGKXFWD/RI[IZQWE' BHUUHGR[LQ DQG |

&KHPELRFKHP



-HOHVDURY , DQG %RVVKDUG + Q5 FDORU LWPRWHKH UL
GLIIHUHQWLDO VFDQQLQJ FDORULPHMAW LD D WHR P& KOHH AHHICHIL
ELRPROHFXODU UHFRJQLWLRQ - ORO 5HFRJQLW

9HOD]TXH] &DPSR\ $ DQG JUHLUHHQ@RPLF HU® LQ WKIHF§
%LRSK\V &KHP

IDGEXU\ - ( .OHEH * DQG )UHLWPHWULF GHED VPR &
PDNLQJ LQ OHDG GMIVFRIHW\5BYKRWXJ 'LVFRY

5RELQVRQ 6 3 DQG 'RZQWRQ : - DQG PFHRIRIM\GLK FRY
RI LVRODWHG LQWDFW FKORURSOWDWY RQ IUHOBWYREY V&R A
%LRSK\V

6FKURSSHO OHLHU: *0DQG .DRQHKR PLHOR N MMIDRA R SXOQ G H U
VDOLQLW)\ DQG PLQHUDO GHILFLHQHDYH,V ®OREXWKORR@SHOD
VSLQDFK SODQWYV XQGHWDOLIDRAWRWODOW 3K\VLRO

6RULDQR * 0 3RQDPDUHY 0 9 $DH * (8!HFWG RIUDRI

LOQWHUGRPDLQ EDVLF WHRIQRWRIUH@MRFKHRFWLRQV LQ YLY

1LODSZDU 6 :LOOLDPV ( )X &+ 3UROOLPRX 0& $ 3D
IDGEXU\ - ( BWUXFWXUDO WK HQRRGADRBW L R Q\H O0Q WLKR-
$73 ELQGLQJ GRPDLQ RI +VS - 0RO %LRO

$RNL 0 ,VKLPRUL . )XNDGD + LADN,DKDVKLVRWKGE R
WLWUDWLRQ FDORULPHWULF VWXGRHQ R@®R WE'H BXWR 5DRW
UHGXFWDVH DQG 3 FDP %LRFKLP %LRSK\V $FWD

“HXNHQ / - &RQIRUPDWLRQD® LUMH® U SDUQR. WML

WUDQVIHU %LRFKLP %LRSK\V $FWD



OLQWRQ $ 3 ,PSOLFDWLRQV RR P BRURR\PHRIAHDB X O B
&XUU 2SLQ 6WUXFW %LRO
:DQJ < 6DUNDU O 6PLWK $ ( .URLV $ 6 DQ

ODFURPROHFXODU RURY SWDEDQIGWSURWP &KHP 6RF



),*85( /(*(1'6

)LIXUH 1D&0 FRQFHQWUDWLRQ GHSHQ®GHYW LE)BWD BWWY
DVVD\V

$ & 6L5 DFWLYLW\ REBWDRGHGI BH)THQGHQ W XMWL 3 DWW IV
DIJDLQVW WKH 1D&0O FRQFHQWUDW L RQD HAX HE \F RGQMMLAXIRW R E
$ DQG VLQJOH H[SRQH®WLD O/ KRIZX DAWR RMIW KB DMWQA®J SUR
UHVSHFWLYHKE\ VWHDG\ VWDWH NLQHWLFV RILKRDGV DIFDA&LOY LW
FRQFHQWUDWLRQV ZHUH SORWWHG DV D IXQFWLRQ RI WKH
WKH FXUYHV |LW W& DE-DOLH/G ORIQ WVHKE®I URTX EW U R @ HAKHH CHY HU D
RI WKH WKUHH LQGH S H'QIGeH.@W WPKHHD \OXHUI MRHB @ MW K H & L DKQAG D
EOXH UHVSHFWLYHO\ ZHUH REWDLQH® Q8RPORWWK B BOD ¥YD(
FRQFHQWUDWLRQ RI 1D&0 7KH FRQWWL@X®X W R XWR H V¥ DDV |
Kc YDOXHVY EODEN REWDLQHG IURP ,Z& P DWOMRHBERWW H G
OLQKGIRW GUDZQ DV EDvPHEVQ DK B LGH | W kBfde \L. QU W& HD Q IGJ K W
EOXH ZHUH SORWWHG DJDLQVW WYHOF RDKH W Q VW Q R R XV

ZHUH REWDLQHG E\ ILWWLQJ WR WKH *DXVVLDQ HTXDWLRQ

JLIXUH 7KHUPRG\QDPLF FKDUDFWHUL]DWLRQ RI ELQGLQ

XVLQJ ,7& DQDO\VLY DQG GULYLQJ IRUFH SORW

$ ,7& WKHUPRJUDPV Rl WKH WLWUDWLR@®G)G WR SDB® )
® DUH VKRZQ LQ WKH XSSHU SDQHO W\RH 8 DI HGVKH W |

UDWLR >)G@ >6L5@ LQ WKH ORZWHGSRQHDJ FIRQW/E QGFROUW K

& 7KH YD OHeHIEWRU L DQIQREEUHFWD QB3R theVBB®E UH ZHUH SORV

IXQFWLRQ RI WKH 1 D& 0 FR QWFHRRM UMWWXRIBWKH VROLG OLQH



ILWWLQJ FXUYH ZLWK MKHGWWYDQJIKRUGHQHORW ZKLFK GHVF
GULYLQJIHERGBFRMGESEL oD Q&G Lo¥ DOXH IROORZLQJ FRPSOH[ IRUPD!
FRQFHQWUDWLRQ DUH VKRZQ 7KH GR®RUHG VEGRLRQ@HOWO L Q |
RI NFDORRO PO 1D&0 EOXH IRU NPDOLPRO PDJHQWD N
IRU PO 1D&0O JUHHQIRU NFDQIP&RMD \HOORZ [RYG NFD
PO 1D&0 UHG 7KHUPRG\QDPLFDOO\ IBYRGUDEGW LR QNVQIR XC
FKDQJH LQ 1D&0 FRQFHQWUDW LR QHXUJ B UQREAVF DWHH/G HE K\ DX H

WKH SDQHO 7KHQF RIGR UIDEQ B OURYGL PDWEVWAHFUHDVHYV L

J)LIXUH ,7& PHDVXUHPHQWYV Rl )G ELHPEHUIDNXNKHG6L5 DW
$DO&,7& WKHUPRJUDPV RI WKH WLWUDWIRQ RO )I® &R BW5

$ DQG g % DUH VKRZQ LQ WKH XSSHU SDQHO WWHUBDOL]
DJDLQVW WKH PRODU UDWLR >)G@ P¥UY@V DU KN KHKORLZWM k

FRQWLQXRXV OLQHYV

YJLIXUH *OREDO G\QDPLFV RI 6L5 REVWURNGRB\WKH IDU 8
$ 7KH IDU 89 & VSHFWUD REWDL@HGRWWH & FOQIQH ORQH RE
LQFUHDVLQJ 1D&0O FRQFHQW @D TKIR QDUIBRR' WSRHIFWBD RI 6L
1D&0 DW YDULRXV WHPSHUDWXUHVHDIWUQFYKRYE® ZRWKH®ISHW I
WR@ LV LQGLFDWHG E\ WKH DUURZ DQG FKDQBEHWPBROR
VFDQQLQJ RI 6L5 WK 8 UIN\DHREMBRHE EFDXWLLYH) &Y IL\Y WHI\Y QP
LV VKRZQ 7KH FRQWLQXRXV FXUYHRQLY&HFWWHRW K MW LIED O Ht
0$7(5,$/6 $1' 0(7+2'6 7KH LQFUHDVH LQ WKH 1D&0O FRQFHQV

E\ WKHDUUKRZPHOWLQJIJTWHDSHYORWKWHG DIJDLQVW WKH 1D&



FRQWLQXRXV FXUY H LADW LROEWDR QH® IFRBEVWH[BQQ HQWL@D D V|

SURILOH

)LIXUH 105 VSHFWMURINERSHRBI1)G ZLWK 6L5 DQG FKHPLFDO
DQDO\VHYV

$ 7KH VXSHUSRVILWAARQVBIHFWUD RI )G ZLWK EOXH DQG Zl|
PO 1D&0O LV VKRZQ 7KH SHDN VKLIW RI @J RQ 6\EKH RDGE®
FRQFHQWUDWLRQ LV VKRZQ LQ WKH EQXHW \PEDJHRZW DD Q
PO JUHHQ 7KH LQFUHDVLQJ FRQFHQWK B DMRIGOR Q L DL&IW LV
FHQWUDO UHJLRQ RI WKH VSHFV&UBHDIWKKE WDWY IRW L F SZHKUL W/
YDULDEOH GLUHFWLRQ RI 105 SHDNRXWL6W5R IUHG Z IGMIS HBDGX K
FRQFHQWUDWLRQ RW U D®Q@RQRRVRBRADHORIGUWFWLRQ RI WKH
LV LQGLFDWHG E\ EQ0BKHRLFRIOVVKLEE GRITHWHQPMKH SUH\
RI 6L5 DW PO 1D&O FDOF X00PA HGI IEQ LIW®I L(REA DDVQ B O RWHW H C
DIDLQVW WKH UHYV IVGFHR @GIPEH ¥ W T K RWHYXOUPH. QHHOEH PBIRORY W IGHH
VWUXFWXUH 3'% *$4 > @ DUH G L VRSSO B DHEW @ L WHKVO DE0 PR
DQBVWUDQGY \HOORZ DUURZV DUH VKRZIUJHGI D\WMVYB®H \
UHSUHVHQWHG EQ QL HD\WQ GU B MWFBNELYAHQL QJQDQG UHJIXODW
DOVR VKRZQ ZLWK VWHGHNG & FMW HHHQG E DMKV DREDBOG RIWVESHX W D W
VWDELOL]LQJ UHJWRQ LIKMUIPAK EOHPRY WO YBHBWLIQBWLF U]
HQKDQFHPHRRVGLPHQVLRQDO SORW RI SULQFLSDIOHFRP SR
RI WKH LQILQLWH &6' UHVXOWYV REWDIUHHR DW \EO®RZ DU

PO 1D&O UHG LV VKRZQ



JLIXUH 0DSSLQJ RUH\QMVBE BN FRV L)@J | R UF 6 L\BV\RBQON RWWKK F W X U
$ DOG7KH GHIJUHH Rl WKH FKHPLFDO VK ULV BWHM® H Q FIH LS|
&6' DQDO%VEW HDFK 1D&0 FRQFHQWUDWLRQ ZDODWHPRISBGI G F
3'% ,' *$4 > @ 7KH FRORU FRGH IRW WKHROD@IRYN &FBH ® Q
RUDQJH&6 \HOORIZ &6 7KH FRORU FRGH IRU W
&6' DQDO\VLV LV DV IROORRWDQIKG6'E6' \HOORIZ&6'
! 7KH 105 LQYLVLEOH SHDNV G XHQK®R GBHPDHP@WQ BW HFVIK
GDUN JUD\ 6WDELOL]LQJ DQG UHJXGDWQQJJUHBIORGRVDWH
UHVSHEWLYHO\ 7KH VWDELOL]LQ I QUHUHRQ GXQH\D X & HEVK SIXWWHD

LQ 105

)LIXUH 2YHUDOO VFKHPH RI UHODWL)RBQ6L 5 M O WHIHIQ FOL B
GHSHQGLQJ RQ YDULDWLRQ LQ VDOW FRQFHQWUDWLRQ

)G GHSHQGHQW RYBQBOLOQ WHIG FXKHWR5FXEWHY DWH UHSUHV
FROQWLQXRXV EOXH FXUYH LQGLFDW®RWW LYQUB Q GQ/LR/I\ W K N HIXA
Ke (OHFWURQ WUDQVIHU (7 FRPSHWHQW @WISGLDF RPSHIVW

\HOORZ REMHFWV WUHVSEKHAWDWHOEDBAOQLVKRZQ LQ JUH

YLIXUH OXOWQALHO B OHT@H QWY RI )GV

$PLQR DFLG VHTXHQFHVE.ROI)®WQGURMWSRPQFMNVHULXP DUH F
VHTXHQFHV RI )GV IURP PDL]H AmbiGopsisViBaliad BKV)GR )G
Synechococcus3 & & $Q)GE.cDiQGF)G DUH DOLJQHG ZLWK JDSV L
WKH KRPRORJ\ &RORU FRGHV DUH EORDFNHRU AFR@QWHHWLYYD

$VWHULVNV LQGLFDWH WKDW WKHEQJH LOBOX® V H DX\ R B WVFIRD |



7TDEOH 6XPPDU\ RI EMBDDRWGYEWOLF KDWY FOWHQWHQ NL

1D&O vepP KFPw KpP KF o
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OD[LPXP PO PO PO PO

FROQFHQ*'WUDWLR®D

Rpokrow DEE ZHUH FDOFXODWHG E\ ILWWLQJ WKH DYHUD
LQGHSHQGHQW PHDVXUHPHQIVY5VWR6VBKHOHTXDWLRQ  VHI
E7KH 1D&0O FRQFHQWUYDWXR Q@ DW FZIK[IL PRV Z Q W K\WDNADXIV

F7KH 1D&0O FRQFHQWUDWLRQ DW ZKLFR[L®XFHSHQGHQW 6L



7TDEOH 6XPPDU\ RI WKHUPRG\QDPLF SDUDPHVRHPD WL RW K

REWDLQHG E\ ,7&

1D&O 'HerLge T'SELqQG 'GELQG Ke n
THPSHUDWXUH
PO NFDO PROOFDO PRNOFDO PRCPO
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E E E E E
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Q"G QG QG QG QTG
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(03 r r r r

D’KHUPRG\QDPLF SDUDPHWHUV IRU D7KHUWR REGVQQPWRE E
SDUDPHWHUV IRU D ORZOGBLQLWVERQDG LL@J MOLWHY LQ ZK|

VPDOO WR EH GHWHFWHG



7TDEOH ©6XPPDU\ RI WKHUPRG\QDPLF SDUDPHWHUYV IRU JORI

& VSHFWURVFRS\

1D&O TpP 'HiorEDO

PO & NFDO PRO

r r

7KH DYHUDJHGWWINODXQAGDUG GHYLDWLRQ IURP W,

LQGHSHQGHQW PHDVXUHPHQWY DUH VKRZQ
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Interprotein interaction control Diffusion limit

optimized association
and complex configuration:

‘slow association

;0;—@5

fast and tight association

Increasing NaCl concentrations

- Fd-dependent SiR activity; === |ntrinsic SiR activity;
== |nterprotein affinity (Ky); Physiological zone;
ET competent (@) and incompetent Fd (@ ); SiR (@)
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Decrease in interprotein affinity
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