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Abstract.-Cutthroat Trout Oncorhynchus clarkii are currently considered 
a single, widespread species composed of many subspecies following the clas­
sification system proposed by Robert J. Behnke in 1979. More recently, mo­
lecular genetic and geological evidence has yielded results that are inconsistent 
with Behnke's classification, which suggests that a re-evaluation of the existing 
phylogenetic tree is timely. Additionally, several varieties of Cutthroat Trout are 
either listed under the U.S. Endangered Species Act or are considered to be at 
risk by the states in which they reside, making it important that the classifica­
tion and evolutionary relationships among Cutthroat Trout be based on the best 
available scientific evidence. In 2015, the Western Division of the American 
Fisheries Society convened a special workshop in which a panel of experts was 
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asked to weigh carefully evidence on Cutthroat Trout phylogeny and classifica­
tion, from the oldest published studies to the most recent and answer two ques­
tions: (I) does Behnke's 14-subspecies classification remain scientifically ten­
able and defensible given all available evidence, and (2) if not, what taxonomic 
classification does satisfy this array of evidence? From new information, the 
panel concluded that the existing classification system is no longer supported by 
existing evidence; however, the panel was unable to reach consensus on what a 
new phylogeny and classification system should be. In the interim, we suggest 
that the four major evolutionary lineages of Cutthroat Trout be elevated to full 
species designation and that several uniquely identifiable evolutionary units re­
ceive additional investigation to elucidate additional evolutionary structure. This 
chapter provides the background and context for topics that are covered in the 
following chapters and suggests fruitful lines of investigation that should help 
resolve outstanding questions. 

Background and Justification for the Special Workshop 

The Current Classification of Cutthroat Trout 

For almost 40 years now, since its first appearance in a monograph written by the late Robe11 
J. Behnke in 1979. a phylogeny and classification of Cutthroat Trout Oncorhynchus clarkii 
into 14 distinct subspecies has guided the taxonomy and management of th is indigenous west­
ern No11h American trout (Behnke 1979, 1988, 1992, 2002; for a catalog of Behnke's 14 sub­
species, see Box 1). Behnke based his phylogeny on an evolutionary history and sequence of 
interior radiations first put forward in several publications by David Starr Jordan (e.g., Jordan 
1878, 1894; Jordan and Evermann 1896, 1902; Jordan and Seale 1896). Jordan and col leagues 
proposed that an ancestral Cutthroat Trout originating in Asia reached No11h America and 
dispersed inland through the_ Columbia River basin. The formation of Shoshone Falls on the 
Snake River split the ancestral species, isolating the earliest of the interior Cutthroat Trout 
above the falls, from which they occupied the Lahontan and Bonneville basins and also, via 
Two Ocean Pass, the Yellowstone River. From the Yellowstone, they reached the Missouri 
River, distributing upstream to its headwaters and downstream as far as the Platte River, and 
from there they reached the South Platte and Arkansas rivers. From the headwaters of the Ar­
kansas, in Jordan's view, two east-to-west crossings of the continental divide then occurred, 
one leading the trout into the Rio Grande drainage and the second into the Colorado River 
system. 

Behnke ( 1979, 1988, 1992, 2002) adopted some of Jordan's phylogeny but discarded his 
Yellowstone-to-Missouri colonization route in favor of an upper Columbia-to-upper Missouri 
colonization with the downstream distribution of Cutthroat Trout stopping well upstream of 
the mouths of both the Yellowstone and the Platte. He also believed that the Colorado River 
system was invaded from the Yellowstone, not from the upper Arkansas as Jordan proposed, 
with west-to-east crossings of the Continental Divide accounting for Cutthroat Trout occu­
pying the Rio Grande, Arkansas, and South Platte systems. Behnke's phylogeny utilized the 
geological history of western river drainages and the fossil record of salmonid fishes as he 
understood them at the time, along with available studies of chromosome evolution in salmo­
nids, but relied on meristic character differentiation among the various populations of Cut• 
throat Trout as his primary method for honing his classification (Behnke 1992). Behnke also 



TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 

Box 1. The 14 Cutthroat Trout Subpecies Recognized by Behnke 
(1979, 1988,1992,2001) 

Coastal Cutthroat Trout Oncorhync/ws c/arkii c/arkii. These are the deepest nodes 
in most molecular phylogenies (i.e., sister to all others). Several traits are plesiomor­
phic, shared with Rainbow Trout O mykiss either via retained plesiomorphies or intro­
gression: ve1tebral counts, lateral line scale counts, irregular spots, and pyloric caeca. 
The coloration (Behnke 1988) is silvery to brassy, \Vith a yellowish tint: irregular spots 
not rounded; lateral line scales 140-180 (120 to 140 in some); 30-40 scale rows above 
the lateral line; gill rakers l 5-21, typically 17-18, shott and blunt; pyloric caeca 25-55, 
mean about 40; ve1tebrne, 59-64, typically 61-62: spots densely packed, 26-71 spots 
on head, 322-577 spots on body; basibranchial teeth variable. Distinctive spotting most 
effectively separates coastal from interior subspecies. Examples of hybrids with Rain­
bow Trout are known-basibranchial teeth are influenced by hybridization. Only out­
side the range of influence of Rainbow Trout do Coastal Cutthroat Trout always have 
basibranchial teeth. Diploid chromosomes 68 (Thorgaard reports 68-70); some unique 
allozyme characters. Sea-run Coastal Cutthroat Trout migrate to the ocean at the age 
of 2-3 and at a size of 175 to 225 mm. Maximum age: IO; slow grov,,th after age 3-4 
years. 

Westslope Cutthroat Trout 011corhy11chus c/arkii lewisi. The type is from the upper 
Missouri. This lineage diverged earliest of the inland Cutthroat Trouts; DNA trees doc­
ument some gene exchanges with neighbors back to mid-Pleistocene. The westslope 
form, 0. c. /ewisi, is sister to the Lahontan Cutthroat Trout in molecular trees. The 
colors are variable, generally silvery, with yellowish tints: bright orange-yellow-reds 
are expressed to greater extent than on coastal or Yellowstone forms (Behnke 1988). 
The spotting pattern inc~udes small, iITegular. nonrounded spots similar in shape and 
size to Coastal Cutthroat Trout; there are few spots on anterior body below lateral line. 
The bright coloration has been shown to be at least partly genetic. Westslope Cutthroat 
Trout have been genetically influenced by mii lions of Yellowstone Cutthroat Trout 0. 
c:. boul'ieri introductions; these have large, round spots. Ve1tebrae 59-63. typically 
60-61; lateral line scales 150-200. usually 165-180. highest in Salmon and Clearwater 
River drainages; pyloric caeca 25-50. mean 30-40; gill rakers typically 17-2 I. means 
18-19. posterior gill rakers on first arch absent or \veakly developed: some loss of 
basibranchial teeth. Diploid chromosomes 66. There are substantial allozyme differ­
ences between this form and Yellowstone Cutthroat Trout. Allendorf and Leary (1988) 
proposed that Yellowstone and Wests lope Cutthroat trouts be recognized as separate 
species. Length: 300-400 mm. 

Yello\vstone Cutthroat Trout Oncorh_lnc/ms darkii hourieri. These familiar trouts 
are characterized by medium-large. pronounced spots. rounded in outline: like West­
slope Cutthroat Trout the spots are concentrated on the caudal peduncle. except in Yel­
lowstone Lake where spots are distributed evenly lWer the sides: coloration yellowish-

Bo.r /·collli11111.'s 
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Box 1. Continued 

brmvn, silvery, brassy; bright golden-orange, red, or rose tints may appear on adults; 
ve11ebrae 60-63, typically 61-62; lateral scales 150-200, typically 165-180; pyloric 
caeca 25-50, typically 35-43; gill rakers 17-23, typically l9-20, higher in Yellow­
stone Lake; there are also more basibranchial teeth in the Yellowstone Lake popula­
tion, mean 22. Meristics of Yellowstone Cutthroat Trout natives and those of the up­
per Snake River differ only slightly from typical values of Westslope Cutthroat Trout 
forms. Weight of 6-7 kg is recorded in Yellowstone Cutthroat Trout. Other reports of 
5-l 0 kg in introduced populations, possibly based on hybrids with Rainbow Trout. 
Age up to 9 years, length 325 mm. Diploid chromosome number 64, as in all other 
Cutthroat Trouts except the Coastal and Westslope Cutthroat trouts (Gold et al. 1977). 

Snake River Fine-spotted Cutthroat Trout Oncorhynclms clarkii belmkei. These 
have pepper-like spots, the smallest spots of any trout native to western No11h Ameri­
ca. Other traits are like Yellowstone Cutthroat Trout, except for more yellmvish colors 
and orange-red lower fins. Behnke wrote, "Above Shoshone Falls, Yellowstone Cut­
throat is native to all the Snake River system except for waters between Jackson Lake 
and Palisades Reservoir, where the Fine-spotted Snake River Cutthroat Trout exists'· 
(now Oncorhynchus c/arkii belmkei Montgomery 1996). The distinctions bet\veen 
subspecies break down except for the differences in spotting. Allendorf and Leary 
( 1988) showed that Yellowstone Cutthroat Trout and Fine-spotted Cutthroat Trout are 
the same at most loci, however, the Fine-Spotted Cutthroat Trout is different in color­
ation and ecology (Wallace and Zaroban 2013). Both fonns have been stocked widely 
in the upper Snake River (Wallace and Zaroban 2013), impeding efforts to understand 
the evolution and ecology of trout there. Length to 350 mm. 

Lahontan Cutthroat Trout Oncorhynchus clarkii henshawi. This polymorphic 
group is sister to Westslope Cutthroat Trout in many analyses. Trouts in the Lahontan 
drainage are distinct and diverse, indicating long isolation and evolution among and 
within populations. It is notewo1thy that jawbones of 0. c. l,e11slu.nt1i are like those of 
the ancient 0. cynic/ope. Three characteristics distinguish Lahontan Cutthroat Trout: 
(I) they have medium-sized, roundish spots distributed on the sides of the body, top 
of head, and often on the abdomen; (2) they have the most gill rakers of any Cutthroat 
Trout. 21-28, averaging 23-26; and (3) they have abundant pyloric caeca, 40-75, typi~ 
cally more than 50. Vertebrae typically 61-63; lateral line scales I50-l 80. Size: the 
record from Pyramid Lake, 18.6 kg.: a 28-kg specimen reported. An example of the 
evolution of Lahontan Cutthroat Trout is in alpine Independence Lake, California, 
in the Truckee River drainage. where Lahontan Cutthroat Trout have more than I00 
basibranchial teeth. 

Paiute Cutthroat Trout 011corl~rnclms clarkii seleniris. Distinguished from Lahon­
tan Cutthroat Trout by the absence of spots on the body. 

Box I l'0111i1111es 
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Box 1. Continued 

Humboldt Cutthroat Trout 011corhy11clws clarkii hu111boldte11sis. Differs from the 
Lahontan forms by fewer gill rakers, average 21, and fe\'ver(larger) lateral scales {c.f .. 
Trotter 2008). Quinn River Cutthroat Trout have 20-2 l gill rakers. typical of Hum­
boldt Cutthroat Trout, but mitochondrial DNA typical for Lahontan Cutthroat Trout. 

Alvord Cutthroat Trout Oncorhynclms clarkii alvorde11sis. Have fewer than 50 
spots, mainly above lateral line; lower lateral line scale counts; few·er pyloric caeca, 
34-49, mean 42; feeble basibranchial teeth, absent in 50%; University of Michigan 
Museum of Zoology samples are small, only up to 154 mm: 20-26 gill rakers. mean 
24; lateral line 126-151, mean 137; scales above lateral line 33-37. mean 35; ve11e­
brae 59-63. mean 62; dorsal fin 9-l 0; anal fin 9-11; pectoral fin 13-14, pelvic 8-9; 
branchiostegals 9-l l; basibranchial teeth absent in 10 of 19 specimens more than I00 
mm in length. Hatchery stocking caused these fish to be significantly introgressed with 
Rainbow Trout (Rainbow Trout alleles were found in 50%). Pure forms are extinct. 

Willow-Whitehorse Cutthroat Trout. These differ from Alvord Cutthroat Trout 
with fewer gill rakers, 19-23; more lateral line scales, 140-155; more pyloric caeca, 
40-58; more basibranchial teeth, 5 or 6 in 95%; vertebrae 59-64. Trotter and Behnke 
(2008) included these and the native Quinn River Cutthroat Trout with the Humboldt 
Cutthroat Trout subspecies. 

Bonneville Cutthroat Trout Oncor/Jynclws clarkii utah. Includes Bear River and 
Bear Lake forms. These are similar to Yellowstone Cutthroat Trout; they differ in hav­
ing larger and more evenly distributed spots on sides and fewer lateral line scales. 
Lateral Line scales 140-180, average 150-170; pyloric caeca 25-55, mean 35-40 in 
Bear River, 52 in Bear Lake. The form in Snake Valley has 60-90 basibranchial teeth. 
mean 20-28. Most others average 5-10 basibranchial teeth. Willow Creek, south of 
Salt Lake City, averaged 19. Ve11ebrae: 62-63; gill rakers I6-21, mean 18-19. Three 
·groups have diverged slightly-Bear River and Bear Lake. Snake Valley. and Bonn­
eville; all are related to fossils. at Deweyville and Smith Creek. Bear Lake does not 
have hybrids, according to Behnke. Otherwise. because of the ancient history of the 
S\vitching Bear River (Link 20 I8, this volume) and unfortunate hatchery mixing, many 
Bonneville Cutthroat Trout cannot be unambiguously separated from Yellowstone Cut­
throat Trout. 

Colorado River Cutthroat Trout 011corhy11dms clarkii pleuriticus. These trouts 
have high scale counts, 170-205 at least in the north; 38-48 scales above the lateral 
line; brilliant orange-red and golden coloration. unlike Bonneville and Snake River 
Cutthroat trouts, but similar to Greenback Cutthroat Trout in these characters. They are 
probably the source of fossils recovered at the Ziegler Reservoir site. The distribution 
was formerly as far clown the Colorado River as the Santa Clara drainage. including 
Pine Valley Creek in the Virgin River drainage of Washington County. Utah. They were 

Bux I crmtim,us 
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Box 1. Continued 

widespread in the Santa Clara drainage (Spencer Reber, local resident \Vith first-hand 
knowledge from 19 lOto 1920, personal communication). Greenback and Rio Grande 
Cutthroat trouts are derivatives of the Colorado River Cutthroat Trnut via southern 
headwater stream captures in Colorado (see discussion of Hanson Bluff fossil site). 

Greenback Cutthroat Trout Oncorhynclms c/arkii stomias. These are brilliantly col­
ored like Colorado River Cutthroat Trout; differentiation of these is slight, probably ow­
ing to relatively recent gene exchange. This form probably invaded the South Platte 
River via stream capture from the Colorado River basin. It was thought to have invaded 
the Arkansas River drainage by a transfer from the South Platte, but the actual historical 
ranges of Greenback Cutthroat Trout and Yellowfin Cutthroat Trout 0. c. macdonaldi are 
under review (Metcalf et al. 2012; Rogers et al. 2018, this volume). Cutthroat Trout are 
the only native fish common to both drainages. Greenback Cutthroat Trout are similar 
to Colorado River Cutthroat Trout but with larger spots; lateral line 170-202; and more 
than 45 above the lateral line; gill rakers 18-21. Size to l kg. Greenback Trout from as 
high 3,200 m in Colorado spawn in July. Plantings of Rainbow Trout from hatcheries 
have caused the usual research and management problems. 

Rio Grande Cutthroat Trout Oncorhynclws clarkii virginal is. This form occupies 
streams in the Santa Fe National Forest on the east flank of the Gila Mountains in 
New Mexico and southern Colorado. It is light pink and yello\v-orange on the sides 
with irregular spots, mostly posterior; it differs from the Colorado Cutthroat Trout in 
having lateral line scales 130-18.0; 35-45 above lateral line; vertebrae 61-62; pyloric 
caeca 30-50; basibranchial teeth weak, 0-2. Probably related to the fossil trouts in the 
Hanson Bluff site {Rogers et al. 1985, 1992). Depicted in possibly ancient pictographs 
in Carizzo Canyon, New Mexico. Reported from the Pecos River by Francisco de 
Coronado in the Pecos River near Santa Fe, New Mexico in 1541. Formerly ranged as 
far south as Texas (Garrett and Matlock 1991 ). 

Yellowfin Cutthroat Trout 011corl{r11chus c/arkii macdonaldi. In Twin Lakes, Arkan­
sas drainage, Colorado, extinct. See discussion in Metcalfet al.(2012) and Love Stowell 
et al. (2018, this volume). The Yellowfin Cutthroat Trout was characterized as silvery­
olive, with small. irregularly shaped spots. \Vith a broad lemon-yellow stripe along the 
sides; the lower fins were bright golden yellow. ~vith no red except the stripe under the 
IO\ver jmv. It differed from Greenback Cutthroat Trout, with which it was sympatric in 
Twin Lakes. in more gill rakers, 20-22; fewer lateral line scales, 159-185; and fewer 
above the lateral line 42-48. Extinction was related to introduction of Rainbow Trout. 

believed that later studies using allozyme electrophoresis (Loudenslager and Gall 1980; Leary 
and Allendorf 1987: Allendorf and Leary 1988). restriction fragment length polymorphism 
(RFLP) in mitochondrial DNA (mtDNA) (Smith et al. 2002). and microsatellite markers in 
nuclear DNA (Nielsen and Sage 2002; Peacock and Kirchoff 2004) largely corroborated his 
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classification when their results were considered along with all other available evidence. al­
though he did not employ those methods himself (Behnke 1992). 

Behnke fu11her based his classification on the biological species concept of Mayr ( 1969). 
except that he relaxed that concept's prohibition against interbreeding. He recognized from 
his morphological studies that Cutthroat Trout had diverged into four major evolutionary 
lines. which he called "major subspecies." that themselves had split in more recent geological 
time into IO additional ··minor subspecies.'' Each of his 14 modern subspecies historically oc­
cupied either an individual drainage basin, a well-defined portion of one. or a geographically 
defined cluster of drainage basins that \Vere physically and geologically isolated from one 
another. As already noted, he utilized distinctive features of appearance, ecology~ karyotype 
differences, and meristic character differences to distinguish among them. He illustrated his 
phylogeny and the basic elements of his 14-subspecies classification in the qualitative tree 
diagram that we show in Figure 1. Figure 2 shows the historical distribution of these 14 sub­
species on the western North American landscape. 

Erosion of Consensus in Behnke's Classification 

Beginning in 1995, management agencies charged with making listing decisions and execut­
ing recovery actions under the Endangered Species Act (ESA) began lumping ce11ain Cut-

Coastal Evolution 
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Oncorhynchus clarkii clarkii 
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Figure / .-Behnke's assumed phylogenetic classification of Cutthroat Trout into four major 
subspecies and IO minor subspecies (redrawn from Behnke I 988). 
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throat Trout subspecies together. citing population genetic studies primarily using allozyme and 
mtDNA RFLP methods as their basis for doing so. In that year, the U.S. Fish and Wildlife Ser­
vice (USFWS) folded three of Behnke's Lahontan Basin subspecies. namely the western-basin 
Lahontan Cutthroat Trout 011corhy11clws clarkii l,enshcm·i. the eastern-basin Humboldt Cut­
throat Trout 0. c. lwmboldtensis, and the unnamed Willow-Whitehorse Cutthroat Trout subspe­
cies (which occupies a separate, contained basin contiguous with the eastern Lahontan Basin) 
into just one subspecies for management purposes, the ESA-listecl Lahontan subspecies. 0. c. 
ltenshawi (Coffin and Cowan l995). This action ignored the rare and also ESA-listed Paiute 
Cutthroat Trout 0. c. sele11iris, a western Lahontan Basin subspecies that likewise shows little 
if any difference from 0. c. henslu.nri in allozyme and mtDNA RFLP markers, but does exhibit 
about the same amount ofgenetic divergence in microsatellite DNA markers (Nielsen and Sage 
2002; Peacock and Kirchoff 2004) as is found between the \vestern-basin Lahontan and eastern­
basin Humboldt forms that the agencies did choose to combine. From this decision, the follow­
ing questions therefore arise: is this lumpingjustified based on the totality ofevidence, and if so, 
shouldn't it be extended to also include the rare and threatened Paiute form? 

In 200 I, the USFWS again opted to combine subspecies while considering a petition to 
list the Yellowstone Cutthroat Trout 0. c. bouvieri as threatened under the ESA. this time 
placing the Fine-spotted Snake River Cutthroat Trout 0. c. belmkei together with the Yel­
lowstone Cutthroat Trout as the single subspecies 0. c. bouvieri. This decision too was based 
on a lack of genetic distinction found in allozyme and mtDNA RFLP markers between these 
two groups (Kaeding 200 I). Kaeding (2006) later wrote that USFWS regards the Yellmvstone 
Cutthroat as comprising a single distinct population segment across the entirety of its range, 
including the Fine-spotted Snake River Cutthroat Trout enclave. Taxonomic validation of the 
Fine-spotted Snake River Cutthroat Trout as a separate subspecies was the role of taxono­
mists, geneticists. and other qualified scientists, he wrote, not the USFWS (Kaeding 2006). 

More recently, researchers examining levels of genetic divergence and diversity among 
subspecies have raised additional doubts about Behnke's classification based on newly devel­
oped DNA sequence-based 1i1ethods including mtDNA gene sequence polymorphisms, panels 
of variable single nucleotide polymorphisms from throughout the genome. whole mitome 
sequencing. and polymorphisms in the Y chromosomes of male trout specimens. Three pa­
pers (Wilson and Turner 2009; Houston et al. 2012; Loxterman and Keeley 2012). each based 
on DNA sequence comparisons of mitochondrial gene segments, offered revised subspecies 
classifications of 0. clarkii. The problem is that while each of these newly proposed clas­
sifications showed some congruence with Behnke·s original classification. it was not always 
the same congruence. and where they differed from Behnke's classification, they also differed 
among themselves as to what the new array of subspecies should be. 

Other recent work (Metcalf et al. 2012: Bestgen et al. 20 I3) focused on the Cutthroat 
Trout subspecies of the Southern Rocky Mountain region and argues for six subspecies (two 
extinct) in that region rather than the four subspecies (one extinct) long recognized in Behn­
ke ·s classification. but with different distributional boundaries in some cases. especially for 
the ESA-listed Greenback Cutthroat Trout 0. c. s/0111ias. This work was preceded by two 
earlier studies (Evans and Shiozmva 200 t: Metcalf et al. 2007) thnt had already cast doubts 
on the genetic uniqueness of Colorado River Cutthroat Trout 0. l'. pfr11riticus and Greenback 
Cutthroat Trout populations being used in recovery programs at the time. Together. these stud­
ies delayed the recovery program for the ESA-listed Greenback Cutthroat Trout. 
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In another study, Smith et al. (2002) proposed an entirely different evolutionat)' his­
to1y and sequence of radiations leading to cun·ent Cutthroat Trout distribution and classifica­
tion. This centered around an inland (Bonneville Basin) origin of Cutthroat Trout much earli­
er in geological time than Behnke proposed, followed by an outward radiation of the various 
Cutthroat Trout lineages that spanned the past ~4 million years. Smith et al. (2002) reached 
their conclusions from their own interpretation of the then-known fossil record coupled with 
mtDNA RFLP analysis of modem specimens and molecular clock estimates ofdivergence times. 
This work suggested yet another way of classifying subspecies, and it challenged Jordan's basic 
evolutiona1y and dispersal assumptions that provided the underpinning for Behnke's classification. 

Another confounding aspect, although not necessarily aimed at Cutthroat Trout phylog­
eny, is that scientific thinking now tends to favor an evolutionary species concept over the 
biological species concept on which Behnke's classification was based (Wiley l978; Baver­
stock and Moritz 1990; Mayden and Wood 1995; Mayden 1997), which changes the delimit­
ing criteria for assigning taxonomic rank. We discuss species concepts and their delimiting 
consequences for Cutthroat Trout later in the chapter. 

The erosion ofconsensus around the validity ofcurrently recognized Cutthroat Trout subspe­
cies has already disrupted the recove1y program for one ESA-listed subspecies and could affect 
recovery programs forothers. Calls for clarification have been voiced by individuals responsible 
for implementing aquatic habitat management and restoration plans for Cutthroat Trout subspe­
cies and for management of Cutthroat Trout fisheries at both federal and state levels. That, and 
the conviction that the scientific expe11ise now existed to resolve the issues involved led to the 
convocation of the Western Division American Fisheries Society (WDAFS) Special Cutthroat 
Workshop (hereafter, Special Workshop). While the implications oftaxonomic decisions to con­
servation programs can have reciprocal influence on these decisions (Mace 2004}, we have tried 
to dilute the influence of politics in this taxonomic assessment. 

The Special Workshop: Objectives, Panel, and Proceedings 

Objectives of the Specif)/ Workshop 

The Special Workshop panel was asked to weigh carefully all evidence available bearing on 
Cutthroat Trout phylogeny and classification. from the oldest published studies to the most 
recent. and answer t\vo questions: 

I. Does Behnke's 14-subspecies classification remain scientifically tenable and defensible 
given all available evidence? 

2. If not, what taxonomic classification does satisfy this array of evidence? 

Composition of the Workshop Panel 

The range of evidence that bears on Cutthroat Trout taxonomy and classification encom­
passes many scientific disciplines: geology, paleontology, phylogeography, osteology. cytol­
ogy, morphology and meristics. genetics and molecular biology. and scientific nomenclature. 
One of our first priorities in assembling an expert panel was to secure the participation of 
the principal authors of the papers referred to above that have mounted recent challenges to 
the current classification. Next. we invited individuals having considerable expe1tise in the 
evidentiary disciplines listed. in particular practitioners of novel methods that have generated 
relevant past or current taxonomic evidence. By intent and in order to gather fresh insights, 
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some of our invitations went to individuals who may not have worked with Cutthroat Trout in 
the past. We capped the panel with an authority on the naming of fishes and the International 
Code of Zoological Nomenclature ([CZN), who was recommended by the joint American 
Fisheries Society/ American Society of Ichthyologists and Herpetologists Names of Fishes 
Committee (hereafter, Names of Fishes Committee). 

ln 2013, the USFWS convened a workshop similar to ours to assess the taxonomic evi­
dence of Metcalf et al. (20 l 2) and others regarding the status and validity of the Greenback 
Cutthroat Trout and other Southern Rocky Mountain subspecies (see AMEC 2014). Several 
members of our panel had also pa1ticipated in that workshop. 

Workshop Agenda 

The workshop was staged in a two-part format. Pait one was a I-day symposium in which 
authors of key papers and other members of the select panel presented detailed reviews of the 
different methods and lines of evidence that early taxonomists through Behnke's time used to 
develop the classification of Cutthroat Trout subspecies that is currently recognized, as well 
as the new lines of evidence suppo1ting changes to this classification. I~vited presentations 
on species and subspecies concepts and on ICZN protocols were also delivered. Patt two of 
the Special Workshop consisted of working sessions in which the panelists met as a body to 
weigh the evidence and form tentative conclusions and then broke into smaller work groups 
to debate and so1t out options for classification. 

Workshop Findings and Recommendations 

Current Phylogeny and Classification Is No Longer Adequate 

With regard to the nvo tasks set out for the Special Workshop by WDAFS, the panel quickly 
agreed on the first. It concluded that the current I4-subspecies classification of Cutthroat 
Trout is not scientifically adequate for several reasons: 

l. Scientific thinking tends to favor the evolutionary species concept over the biological 
species concept on which Behnke's classification was based, which changes the delimit­
ing criteria for assigning taxonomic rank. ., 
New fossil evidence reveals that Cutthroat Trout were present in the then-forming La­
hontan basin IO mill ion years ago, much earlier in geological time than previously be­
lieved. These findings. coupled with what we now know about drainage patterns in west­
ern rivers over that same time period. opens the possibility of a completely different set 
of interior radiation and colonization pathways than any of the earlier taxonomists, in­
cluding Behnke. realized. 

3. Newly avai !able ad vancecl methods of molecular phylogenetics based on accurate, high­
throughput DNA sequence data are revealing greater differentiation and diversity in Cut­
throat Trout than previously used methods were able to detect. 

4. Major and minor subspecies designations used by Behnke are at odds with ICZN naming 
protocols and should be rectified. 

The second task-to offer a taxonomic reassessment and classification that is consistent 
with the current array of available evidence-proved much more difficult. This required not 
only a deeper analysis of the data. but also a careful consideration of associated foctors that 
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extended well past the 2-day workshop period. Among these were hov,· to apply the different 
concepts of species and subspecies to Cutthroat Trout. The panel devoted some of its most 
intense energy to species concepts and subspecies, especially the meaning, utility, and value 
of the term ··subspecies" as a taxonomic rank. 

Species Concepts 

Depending on how they are tallied, there are now anywhere from 22 to 26 different species 
concepts published in the peer-reviewed literature (Mayden and Wood 1995; Mayden 1997; 
Wilkins 2009). Because each species concept comes with a some·what different set of delim­
iting criteria, what may be recognized as a species and what may not can depend critically 
upon which species concept is employed. At the 2015 workshop session, the panel rejected 
the biological species concept as employed by Behnke ( 1979, 1988) in favor of the evolution­
ary species concept of Simpson ( 1961; see also Wiley 1978; Baverstock and Moritz 1990; 
Mayden and Wood 1995; Mayden 1997) as being more reflective of speciation as an evolu­
tionary process and therefore more useful for weighing and interpreting the an-ay of evidence 
now available for Cutthroat Trout, especially considering the newer molecular systematics 
evidence. A species, as defined in the evolutionary species concept, is "a single lineage of 
ancestor-descendant populations which maintains its identity from other such lineages and 
which has its own evolutionary tendencies and historical fate'" (Wiley 1978). 

Continuing discussions ofspecies concepts among panelists following the workshop led the 
panel to adopt an even more recent (and more inclusive) evolutionary process-based concept, 
the unified species concept ofde Queiroz (2007), for use in its subsequent delimiting work. The 
definition ofspecies in this concept is '"a separately evolving metapopulation lineage" in which 
';lineage refers to an ancestor-descendent series...through time'· and '"metapopulation refers to 
an inclusive population made up of connected subpopulations" (de Queiroz 2007). De Queiroz 
(2007). Naomi (2010), Carstens et al. (2013), and Love Stowell et al. (2018, this volume) have 
additional details that explain the unified species concept more fully, including its criteria and 
how to employ them for delimiting the taxonomic rank of an entity. 

The Question of Subspecies 

On the subspecies question. the panel split evenly at the 2015 \vorkshop on whether or not 
this term has value and should be employed as a taxonomic rank. and that impasse continues. 
Those on the panel opposed to using the term point out that subspecies as a categot)' in Lin­
naean taxonomy has not always aligned with real evolutionary entities. Instead, in the words 
of one panelist. ··The subspecies that have been described are merely sinks for storage of 
information about local diversity.'' As early as 1942. subspecies were thought of more in the 
sense of geographical races (Mayr 1942) or, as Mayr wrote later, as ·;a practical. nonphylo­
genetic catego1)'. simply used to designate geographical races of a species .. (Mayr 1969). In 
following l\.fayr·s biological species concept, Behnke ( 1979. 1988) acknowledged using the 
t~rm injust this way in his phylogeny and classification ··by dividing a highly variable, widely 
distributed species into smaller units. in the case of Cutthroat Trout, associated with particular 
drainage basins or particular geographical areas.'· 

Panelists farnring retention and use of the subspecies rank point out that disregarding the 
data on which subspecies are based ignores important evolutionary and ecological informa­
tion intrinsic to these units that should be recognized if the full range of biodiversity within 
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the species is to be preserved (i.e., the value of making such designations lies in the potential 
for biodiversity conservation; Behnke 1979, 1988). ··This does not mean that we need to ac­
cept the category as •fundamental' or argue about their individual delimitations:· wrote one 
pro-subspecies panelist, '~but I think morphology is going to be useful in choosing evolution­
ary-ecological units and making recommendations for their conservation. Many subspecies 
names in 0. clarkii point to real biological entities that are threatened.'~ 

The validity, value, and utility of subspecies as a taxonomic rank within species has been 
controversial for almost as long as the term has existed (Wilson and Brown 1953). Despite 
this, both the ICZN (1999) and the Names of Fishes Committee (Page et al. 2013) continue to 
recognize subspecies as a taxonomic rank. However, even though the Names ofFishes Commit­
tee pennits and recognizes the assignment of trinomial scientific names for subspecies, it also 
urges that they be used sparingly in journal papers, books, and other publications in favor of a 
standardized set of common names (Page et al.2013 ). We address this again later in the chapter. 

Uniquely Identifiable Evolutionary Units 

Despite the all-inclusive delimiting criteria of the unified species concept (de Qu'eiroz 2007; 
Love Stowell et al. 2018), the majority of panelists felt that there was still a need to recognize 
subunits that have diverged (or are diverging) from entities delimited as species (i.e., popula­
tions that available evidence indicates have embarked on their own independent evo'lutionary 
paths but are not far enough along those paths to be considered full species themselves; they 
meet some but not all of the species-delimiting criteria). Given the impasse over using the term 
subspecies, the panelists opted to coin their own term to describe these entities: the uniquely 

·identifiable evolutionary unit (UIEU). The intent here was not to add to the existing terminol­
ogy given to fom,s with s0~1e level of distinct evolutionary uniqueness. but to come up with a 
tenn the panelists themselves could all agree on for acknowledging. describing, and discussing 
these entities that would enable them to move on to the issues of phylogeny and classification. 

A Revised Phylogeny and Classification of Cutthroat trout 

Four Major Evolutionary Lineages .. .Four Full Species 

As a first step in offering a revised phylogeny and classification of Cutthroat Trout that better 
matches the available evidence, the panel concluded that this evidence does continue to sup­
port Behnke's earlier finding that modern Cutthroat Trout (i.e .• those present on the landscape 
today plus those that were present historically but are now extinct) arose from four major 
evolutionary lineages: the coastal, the Lahontan Basin, the upper Columbia/Missouri River. 
and the upper Snake River/Yellowstone evolutionaiy lineages. However, the paners proposed 
phylogeny differs from Behnke's in several important respects. 

In Behnke's phylogeny, as explained earlier and illustrated in Figure I. the coastal and 
Snake River/Yellowstone lines represent the initial divergence of the ancestral Cutthroat Trout 
lineage and are surviving sister lineages, with the westslope and Lahontan Basin lineages then 
diverging from the Snake River/Yellowstone lineage. The panel's phylogeny. on the other 
hand, acknowledges the - IO million years before present (Ma) presence of Cutthroat Trout in 
the Lahontan Basin (Stearley and Smith 2016: Smith and Stearley 20 I8. this volume) and pro­
posed that the coastal lineage was the'initial divergence from this ancestral lineage. The panel 
interpreted the available evidence as indicating that both the upper Snake River/Yellowstone 
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lineage (Behnke's Yellowstone Cutthroat Trout) and the upper Columbia/Missouri River lineage 
(Behnke's Westslope Cutthroat Trout) also diverged from the Lahontan Basin lineage more 
recently in geological time. The earliest Cutthroat Trout of the upper Snake River/Yellowstone 
evolutionary lineage likely gained access to that drainage from the Lahontan Basin via drain­
age connections linking the Lahontan Basin with the paleo upper Snake River drainage that had 
opened by ~9 Ma (Wallace 2003; Wallace et al. 2008; Link and Keeley 2018, this volume). Dis­
persal and initiation of divergence of the interior forms ofCutthroat Trout may have begun with 
the opening of these drainage connections, even though genetic evidence suggests that gene 
exchange between the Lahontan Basin and upper Snake River/Yellowstone lineages persisted 
until much more recently, ~3.07 Ma (Shiozawa et al. 2018, this volume; see also AmoId 2007). 

As a second step in offering a revised phylogeny and classification, the panel proposed to 
elevate Behnke's four major subspecies to four distinct species, consistent with the delimiting 
criteria of the unified species concept (see Markle 2018, this volume). This proposal, if carried 
fonvard, would redefine Cutthroat Trout as a complex of four species rather than just a single 
species. The essential features of this phylogenetic hypothesis are illustrated in the qualitative 
tree diagram shown in Figure 3. 

A brand new analysis ofCutthroat Trout phylogenetics based on 8,057 base pairs of mtDNA 
that was not available to the panel at the time of its 2015 workshop and is published here for 
the first time (Shiozawa et al.2018) lends quantitative support for the panel's phylogeny on the 
one hand, but offers an alternative interpretation of the evolutionary pathways of the four major 
phylogenetic lineages on the other. Shiozawa et ars (2018) Figure 6, redrawn here as Figure 4, 
illustrate high maximum likelihood bootstrap and high Bayesian posterior probability suppo11 
for the same four major evolutionary lineages as the panel hypothesized qualitatively in Figure 
3. But a fossil-calibrated maximum clade credibility tree for the family Salmonidae generated 
by the program BEAST (Drummond et al. 2012) with molecular clock estimates of the times 
since the last exchange of genes among evolutionary lineages in these fishes suggests a some­
what different picture of the divergence ofthe four major Cutthroat Trout lineages than the panel 
hypothesized. The complete·family Salmonidae tree is shown in Figure 12 of Shiowaza et al. 
(2018. this voume)~ the Cutthroat Trout portion of this tree is reproduced here as Figure 5. 

In this interpretation~ the initial split of the ancestral Lahontan Basin line at ~3.07 Ma yield­
ed two lineages: ( 1) the original Lahontan Basin lineage from which the coastal lineage diverged 
at ~2.66 Ma and the westslope lineage diverged at ~2.17 Ma, and (2) a sister interior Cutthroat 
Trout lineage that ,vould itself split into sister lineages at ~2.15 Ma, one of which is the upper 
Snake River-Yellowstone lineage and the other a lineage that at~ l.74 Ma would split into the 
Bonneville Cutthroat Trout 0. c. uta/J and the Colorado River Cutthroat Trout 0. c. pleuriticus 
(blue lineage, Rogers et al.2018, this volume). The Bonneville Cutthroat Trout would also split 
in this interpretation to yield the green lineage Colorado River Cutthroat Trout of Roger et al. 
(2018) and the other Southern Rocky Mountain subspecies. 

One panelist, a strong proponent of the unified species concept, had argued that a rigorous 
application of its delimiting criteria to the new phylogenetic tree (Figures 3 and 4; Figure 12 in 
Shiozawa et al.2018) would lead to even more full Cutthroat Trout species than the four being 
proposed by the panel. The fossil-calibrated tree (Figure 5) could be interpreted as suppo1ting 
this. Another panelist. echoing that sentiment. wrote, ;;My sense is that there are several more 
taxa and excellent grounds for justifying them. so it would be a pity to miss the opportunity to 
do so.'' However. that must be left for future work to address. 
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Coastal 
Evolutionary Line 

1 modern UIEU 

Ancestral 
(Lahontan Basin) Upper Columbia 
Cutthroat Trout Evolutionary Line 

9 modern UIEUs 

Common 
Ancestor 

Upper Snake R. 
Evolutionary Line 9 modern UIEUs 

(2 now extinct) 

Lahontan Basin 
Evolutionary

To RainbowTrout 6 ·modern UIEUsLine 
&allied species (1 now extinct) 

Figure 3.~The Special Workshop panel's assumed phylogenetic classification of Cutthroat 
Trout. UIEU =uniquely identifiable evolutionary unit. 

...Or a Single Species with Four Major Branches? 

As the implications of recognizing four distinct species of Cutthroat Trout became more ap­
parent. a minority of the panel expressed opposition to doing so. either because they deemed it 
premature at this time owing to a lack of sufficient systematic research or because they feared 
doing so would only generate even more confusion and disruption of recovery and conserva­
tion programs than existed when the Special Workshop was conceived. A statement from one 
panelist captures both opposing arguments: 

There is a lot of systematic research waiting to be done before the taxonomic system can 
be stable. Broad genomic data are appearing that will soon make the problem tractable. 
Premature name changes will throw taxonomy into confusion ... We currently have abun­
dant information \.vith which to identity evolutionarily significant units and conservation 
units, which are the critical goals. Changing species names without sufficient evidence 
can only lead to confusion and conservation weakness-just the opposite of what the 
\VDAFS was hoping to achieve with this Special Workshop. 

This view would retain Belrnke's four major subspecies as simply separate major branches of 
the one species 0. clarkii. with only their phylogenetic relationships to one another changing 
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LAHONTAN BASIN EVOLUTIONARY 
LINE 

96/' 

UPPER COLUMBIA (WESTSLOPE) 
EVOLUTIONARY LINE 

71/0S 
1 

Ancestral (Lahontan 
basin) Cutthroat Trout 

r------------------4100/' UPPER SNAKE EVOLUTIONARY LINE 
(Includes connected line below and all 
connected lines above) 

To Rainbow Trout lineages 
COASTAL EVOLUTIONARY LINE 

0.02 

Figure 4.-Phylogenetic relationships of major Cutthroat Trout evolutionary lineages based 
on 8,057 base pairs of mitochondrial DNA, redrawn from Figure 13 in Shiozawa et al. (2018). 
Redrawn by rotating the sister lineages diverging at the 7J/0.91 and 96/* nodes around their re­
spective nodes. This produces a tree equivalent to that drawn in Figure 13 from Shiozawa et al. 
(2018) but positions those lineages in a way that aligns with the panel's qualitative tree shown in 
Figure 2 and better illustrates the congruence of those two figures. Rotating the divergence lines 
around the initial I00/* node would have highlighted this congruence even more by placing the 
coastal evolutionary line at the top of the tree and the Lahontan Basin line at the bottom, as shown 
in Figure 2. Since we are dealing only with major evolutionary lineages here, we omitted several 
clusters of finer-scale divergences shown without either bootstrap support or Bayesian posterior 
probability values on the right-hand side of Figure 13 from Shiozawa et al. (2018). At the diver­
gence nodes with values, the first number is its maximum likelihood bootstrap support value and 
the number following the slash mark is its Bayesian posterior probability. An asterisk rather than 
a second number signifies a Bayesian posterior probability greater than 0.98. Horizontal distances 
along the tree are scaled to an average number of nucleotide replacements per site of 0.02. as 
shown on the scale bar beneath the tree. 

from Behnke·s version (Figure I) to either the panel's version ( Figure 3) or that suggested by 
Shiozawa et al. (20 I 8: see Figures 4 and 5). 

That prompted two rebuttals from majority panelists. one of whom wrote. ··There are a 
lot of ways of conceptualizing and delimiting species. Some are better than others. We pro­
vided a quote from the literature that highlighted the value of species conceptualization: ~It 
is good practice to define some species concept when reporting investigation that includes 
a substantial species delimitation component. if only because this articulation enforces the 
need for a clear argument regarding the criteria used to recognize species (Carstens et al. 
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COASTAL EVOLUTIONARY LINE 

2.66 
1.96 LAHONTAN BASIN EVOLUTIONARY 

LINE 
2.12 
1.52 

UPPER COLUMBIA (WESTSLOPE) 
EVOLUTIONARY LINE 

ANCESTRAL (LAHONTAN BASIN) UPPER SNAKE EVOLUTIONARY 
CUTTHROAT TROUT LINE (includes all connected lines 

below)----------------ti~ 

2.15 
1.61 

1.64 
1.36 

10.75 
9.15 

_R_AI_N_ao_w_T_R_ou_r_LI_NE_A_G_e_s________---11.58 
1.15 

Figure 5.-Time-calibrated maximum clade credibility tree of Cutthroat Trout from the pro­
gram BEAST, redrawn from Figure 12 in Shiozawa et al.{2018). Redrawn in this case by includ­
ing only the Cutthroat Trout portion of the full Salmonidae family tree shown in Figure 12 from 
Shiozawa et al. {2018) and by rotating lineages around the divergence node labeled 3.07, 2.42. 
The top bold number at a divergence node is the average divergence time {Ma) based on fossil 
calibration. The second italicized number is the average divergence time based on a divergence 
rate of 1% per Ma. 

2013 ). 'So. it strikes me that we would need another model of species conceptualization and 
delimitation [rather than the de Queiroz (2007) i11odel the panel agreed on] inqluded in the 
book." No alternative species concept was provided by the 111 inority panelists~ but because 
their proposal echoes Behnke's original classification. the biological species concept of 
Mayr ( 1969). which was rejected by the panel early in its deliberation. is the likely alterna­
tive position. 

The second rebuttal comment was more direct: ··1 f for no other reason than to align Cut­
throat Trout taxonomy with other western fishes. I think moving away from the current tax­
onomy is useful and timely.'· 

Modem Cutthroat Trout Uniquely Identifiable Evolutionary Units 

Regardless of how we choose to recognize and name the four major ernlutionary lineages. as 
full species or as major branches of a single species. the panel agreed that available evidence 
supports a Iist of 25 U I EUs that have emerged with in these I ineages ( Campbell et al. 2018~ 
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Peacock et al. 2018~ Rogers et al. 2018; Williams et al.2018~ Young et al.2018: all this vol­
ume: for a map of their historical distribution, see Figure 6): 

• One such unit in the coastal evolutionmy lineage (Williams et al.2018). 
Six UIEUs in the Lahontan Basin evolutionary lineage (Peacock et al.2018). 
Nine UIEUs in the upper Columbia-Missouri River, or westslope, evolutionat)' lineage 
(Young et al.2018). 
And nine UIEUs in the upper Snake River-Yellow·stone evolutionary lineage (Campbell 
et al. 2018; Rogers et al. 2018). 

The Coastal Cutthroat Evolutionary Lineage 

Shown on the top of Figure 3, the evolutionary lineage leading to the modern Coastal Cut­
throat Trout has evidently remained unbranched over evolutionary time (Behnke 1979, 1988, 
1992, 2002; Williams et al. 2018) and has been termed ··the Cutthroat Trout basal lineage'' 
(c.f. Wilson and Turner 2009). 

The Lahontan Basin Evolutionary Lineage and Its Uniquely Identifiable Evolutionary 
Units 

At the bottom of Figure 3 is the sister to the Coastal Cutthroat Trout lineage in the panel's phylog­
eny, recognized as the Lahontan Basin evolutionaiy lineage owing to the demonstrably long pres­
ence of Cutthroat Trout in the Lahontan Basin and the probability that the earliest Cutthroat Trout 
of the upper Snake River/Yellowstone evolutionaty lineage likely gained access to those drain­
ages from the Lahontan Basin, not from the Columbia River as Jordan and Behnke had proposed. 

The uniqueness of all five of the Lahontan Basin subunits Behnke originally recognized 
as subspecies in his evolutionary lineage. plus one additional UIEU he did not recognize, 
are supported by the recent molecular evidence (Saglam et al. 2017; Peacock et al. 2018; S. 
Amish, University of Montana, and coauthors, paper presented at the American Fisheries So­
ciety annual meeting.2915). These include (I) Paiute Cutthroat Trout (subspecies seleniris in 
the Behnke phylogeny), (2) Western Lahontan Basin Cutthroat Trout (subspecies he11shcnri in 
the Behnke phylogeny), (3) Eastern Lahontan Basin Cutthroat Trout (subspecies lwmboldten­
sis, the Humboldt Cutthroat Trout of Trotter and Behnke [2008]), ( 4) Coyote Basin Cutthroat 
Trout (formerly Willow-Whitehorse Cutthroat Trout), and (5) extinct Alvord Basin Cutthroat 
Trout (subspecies alvordensis in the Behnke phylogeny). Uniquely identifiable evolutionary 
units (3) and (4) are currently combined with the ,vestern Lahontan Basin UIEU (2) as the 
subspecies l,enslum-i in the federal ESA recove1y plan. The sixth UIEU supported as uniquely 
identifiable by the methods ofadvanced DNA sequence-based phylogenetics is the No1theast­
ern Lahontan Basin Cutthroat Trout of the Quinn River drainage, which presently inhabits 
only a handful of remote tributaries within that system. Trotter and Behnke (2008) had earlier 
included both the Quinn River and Coyote Basin Cutthroat trouts \Vith the Humboldt Cut­
throat Trout in the subspecies humbolclte11sis. 

The Upper Snake River/Yellowstone Evolutionary Lineage and Its Uniquely 
lc/entifiable Evolutionary Units 

In addition to the divergence of the coastal evolutionary lineage. the Lahontan Basin evo­
lutionary lineage exhibits two additional early branch points in the paners phylogeny. The 
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Figure 6.-Historical distribution of the four majority-proposed Cutthroat Trout species and 
25 uniquely identifiable evolutionary units. 
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first of these is the upper Snake River/Yellowstone evolutionary lineage. The fishes of this 
evolutionary lineage, along with the fishes of the upper Columbia/Missouri (westslope) 
evolutionary lineage, have spread into more western drainage basins and differentiated into 
more distinctly identifiable subunits than any of the other Cutthroat Trout lineages, with 
nine UIEUs identified to date in each branch. In the upper Snake River/Yellowstone evolu­
tionary lineage, panelists recognized nine UIEUs that included an upper Snake/Yellowstone 
UIEU, a Bear River UIEU, and a Bonneville Basin UIEU (Campbell et al. 2018) plus six 
distinct Southern Rocky Mountain UIEUs recognized by the 2013 USFWS workshop (Rog­
ers et al. 2018). The evolutionary distinctiveness and standing of the Fine-spotted Snake 
River Cutthroat Trout ( 0. c. belmkei in the Behnke phylogeny) is not supported by the mo­
lecular evidence and our panel does not recognize it as a distinct UIEU, even though it does 
differ markedly in ecology and in spotting appearance from other upper Snake/Yellowstone 
populations. 

Toline et al. (1999) and Smith et al. (2002) repo11ed that Cutthroat Trout in the Bear River 
basin appear to share a more recent common ancestor with Yellowstone Cutthroat Trout than 
with Bonneville Cutthroat Trout in the central and southern portions of their range in Utah, 
which speaks to the timing of two ofthe divergences of the upper Snake evolutionary lineage, 
one (perhaps the first) leading to the modern Bonneville UIEU and the other leading to the 
modern Bear River UIEU. In addition, mtDNA sequence data support a genetic affinity of 
the Bonneville UrEU with Cutthroat Trout in the Colorado River and adjacent watersheds 
(Loxtennan and Keeley 20 l2), \vhich hints at another dispersal pathway for trout of the upper 
Snake evolutionary lineage to access the Green-Colorado River system and Southern Rocky 
Mountain drainages. Behnke and other taxonomists recognized a dispersal pathway from the 
upper Snake River to the upper Green and Colorado rivers (Behnke I979, 1988; Link and 
Keeley 2018). A dispersal pathway between the upper Snake to the Columbia through the 
western Snake River Plain is contrary to geological and fossil evidence (Stearley and Smith 
2016; Link and Keel~y 2018). 

Regarding the Southern Rocky Mountain UIEUs. studies reviewed by the 2013 USFWS 
panel showed that earlier methods had misidentified some phylogenetic associations (AMEC 
2014). and there are actually six uniquely identifiable Cutthroat Trout clades in th is region 
(Metcalfet al. 20 I2; Rogers 2012; Bestgen et al.2013; Rogers et al. 20 l4). where Behnke and 
other earlier taxonomists had recognized only four. The Colorado River Cutthroat Trout 0. c. 
pleuriticus was shown to contain t\vo distinct clades (UIEUs) referred to in publications as the 
blue lineage and green lineage. respectively (Rogers 2012: Bestgen et al. 2013; Rogers et al. 
2014.2018). but here identified by the suggested common names Green River Cutthroat Trout 
(blue lineage. native to the upper White, upper Yampa. and upper Green rivers) and Colorado 
River Cutthroat Trout (green lineage, native to the Dolores, Gunnison, and upper Colorado 
rivers; Grand River Cutthroat Trout is another proposed common name recently proposed for 
this clade). The other distinct clades (UIEUs) recognized in this body of \Vork are the Green­
back Cutthroat Trout native to the South Platte River drainage, the Yellowfo1 Cutthroat Trout 
(extinct) native to the Arkansas River drainage. the San Juan Cutthroat Trout native to the 
San Juan River drainage (also extinct)~ and the Rio Grande Cutthroat Trout native to the Rio 
Grande and upper Pecos and upper Canadian rivers ( Rogers et al. 2018 ). (t was also shown 
in this work that the holotype specimen for the Greenback Cutthroat Trout 0. c. stomias is 
actually a specimen of the Rio Grande Cutthroat Trout 0. c. rirgi110/is (Rogers 2012: Rogers 
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et al. 2018). which will necessitate a formal re-description of the UIEU currently called 0. c. 
stomias, as noted elsewhere in this chapter. 

The Upper Columbia/Missouri River {Wests/ope) Evolutionary Lineage and Its 
UIEUs 

The second major divergence from the Lahontan Basin evolutionary lineage in the panel's 
proposed phylogeny resulted in the upper Columbia/Missouri River evolutionary lineage. 
This corresponds to the Westslope Cutthroat Trout lineage in the Behnke phylogeny, which 
led to just a single modern subspecies~ 0. c. lewisi. Although Young et al. (2018) retain the 
Westslope Cutthroat Trout common name designation for this major lineage. their recent stud­
ies using DNA sequence-based markers indicate that this line has differentiated into nine 
UIEUs that they have labeled primarily by river basin: (I) John Day; (2) Coeur d'Alene; (3) 
St. Joe; (4) North Fork Clearwater; (5) Salmon; (6) Clearwater Headwaters; (7) Clearwater­
Eastern Cascades; (8) Neoboreal, consisting of most of the Columbia River upstream from 
its separation from the Snake River, the Fraser River in British Columbia, and the South Sas­
katchewan River in Alberta; and (9) Missouri River. The broad distributional pattern indicates 
divergence prior to capture of the upper Snake River by the Columbia River through Hells 
Canyon, ~3 Ma, and prior to glaciation (Smith et al. 2000; Stearley and Smith 2016). 

As discussed more thoroughly in Young et al.(2018), the phylogeographic structure of this 
major evolutionary lineage is consistent with isolation in unglaciated basins serving as refugia 
during glacial cycles, followed by extensive dispersal from some of those refugia during inter­
glacial intervals. The oldest divergence among these UlEUs involves fish in river basins south 
of the maximum advance of Pleistocene ice. One of these, the John Day River UIEU, although 
now only a relict population inhabiting tributaries of the upper John Day River. Oregon, exhibits 
the greatest divergence from all of the other upper Columbia/Missouri River Cutthroat Trout 
UIEUs. Much lower levels of divergence characterize UIEUs in areas occupied by Pleistocene 
ice sheets and the glacial lakes that were formed along the ice margins (Young et al.2018). 

Cutthroat Trout Scientific and Common Names 

An essential part ofCutthroat Trout classification is the assignment ofcorrect scientific names 
to each of the valid taxonomic units. The naming process is one ofthe final steps in systematic 
revision and can only stat1 after taxonomists have completed their decisions about how popu­
lations are grouped together and which of those groups should be treated as distinct units. 
The naming process is independent of the employed species concept or the nature of data 
collected from sampled populations. It is neither affected by the taxonomic level (species. 
subspecies, and, in some cases. variety) at which the name was initially used nor by relation­
ships to other forms as hypothesized in the original description. The correct name is typically 
the oldest name that was validly published in accordance with ICZN protocols for any of the 
populations that are included \Vithin the taxonomic unit (ICZN 1999). Problems arising from 
difficulties in determining \Vhether a name was validly propos~cl. to which population(s) that 
name belongs, or which name is the oldest sometimes complicate the assignment of a name. 
This problem recently occurred regarding the Greenback Cutthroat Trout 0. c. stomias of 
Colorado. Recent DNA sequence comparisons reveal that the type specimen for which this 
name was originally published and was. supposedly (but evidently erroneously). collected 
from the South Platte River drainage is actually a Rio Grande Cutthroat Trout (Rogers 2012: 
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Rogers et al.2018) for which the subspecies name l'irgina/is was earlier published for a differ­
ent type specimen known to have been collected from the Rio Grande River drainage (Girard 
1857). Under ICZN protocols. the nnme follows the type specimen to which the name was 
originally assigned. Thus. 0. c. stomias is not the valid name for the Greenback Cutthroat 
Trout unless and until the ICZN approves the substitution of a new type specimen from the 
South Platte River drainage for the current holotype. A request to make that substitution has 
not yet been made. 

As already noted, a majority of the panelists favors recognizing each of the four major 
evolutionary lines as valid species that have given rise to the 25 modern UIEUs identified 
during the Special Workshop and listed in this volume. According to that proposed reclas­
sification, Cutthroat Trout would be divided into four species. each with its derived modern 
UIEUs. For these four major lines, the binomial scientific species names would be those ap­
plied earliest to type specimens of each line. that is, 0ncorl~i-nchus clarkii (Richardson 1836). 
0. lewisi (Girard 1857), and 0. henshawi (Jordan 1891) for the coastal, upper Columbia/ 
Missouri River (Westslope), and Lahontan Basin species, respectively, and 0. virginalis (Gi­
rard 1857) for the upper Snake River/Yellowstone species. Two new common names already 
proposed by panelists for this new 0. virgi11alis species are Black-spotted Cutthroat Trout, 
a name often used in the past by popular \vriters and fish culturists (Cope I886~ Bradner 
1969; Rosenlund and Rosenlund I989~ Behnke 2002). and Rocky Mountain Cutthroat Trout 
because the UIEUs of this lineage occupy most of the length of the Rocky Mountain chain. 
Although bourieri may not have priority as a species name in this proposal, it could still be 
used as a subspecies scientific name (as 0. rirgi11alis bouvieri) for the UIEU cu1Tently known 
as the Yellowstone Cutthroat Trout if that population group continues to be regarded as a sub­
species. Likewise. ,·irginalis as a species name for the entire Upper Snake River/Yellowstone 
evolutionary lineage could be retained as a subspecies name (as 0. rirgi11alis virginalis) for 
the Rio Grande Cutthroat Trout. The common na1,11es for Behnke's original 14 subspecies 
would be retained for UIEUs identified by panelists. as \Votild his trinomial scientific names. 
should they continue to be recognized as subspecies. Ho\vever. new common names (and 
new trinomial scientific names, along with type specimens appropriately chosen and formally 
described if they are named as subspecies) will be required for the newly recognized UIEUs. 
A formal redefinition and more appropriate type specimen for the Greenback Cutthroat Trout 
wil I also be required to revalidate the subspecies name 0. c. stomias. Box 2 is a chait of pro­
posed scientific and common names for the four Cutthroat Trout species and 25 UIEUs that 
would be recognized in this reclassification. It shows both the existing names and how they 
would be used and the naming gaps that would need to be filled in. 

The alternative point of view among the panelists favored continuing to treat Behnke's 
four major subspecies as four major evolutionary lineages, but lineages that have diverged 
relative to one another as shown in Figures 3 and 4 and Shiozawa et al. 's (2018) Figure 12. 
The 25 modern U I EUs ( or subspecies) would be recognized as subunits of the single species 
0. clarkii. as is done now. This would preserve some of the classification status quo with 
present names being. retained. but newly recognized UI EUs (or subspecies) would still require 
new scientific and common names with appropriate type specimens formally described for 
each. including. possibly, a revalidation of the subspecies name 0. c. stomias for Greenback 
Cutthroat Trout. Box 3 is a chart of proposed scientific and common mimes that \\Oulcl be 
recognized in this reclassification. 
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Box 2. Names if Major Evolutionary Lines are Recognized as Four 
Species 

Uniquely identifiable 
evolutionary unit 

Species name 
Evolutionary 
lineage 

Scientific 
binomial Common 

Trinomial 
(if named as 
subspecies) 

Common 
name 

Coastal Oncorhync/z11s 
clarkii 

Coastal 
Cutthroat Trout 

clarkii Coastal 
Cutthroat Trout 

Lahontan basin 0. henshawi Lahontan Basin 
Cutthroat Trout 

se/eniris Paiute Cutthroat 
Trout 

henshawi Western Lahontan 
Cutthroat Trout 

humboldtensis Eastern Lahontan 
Cutthroat Trout 

Unnamed Northeastern 
Lahontan 

Cutthroat Trout 
Unnamed Coyote Basin or 

• Willow-
Whitehorse 

Cutthroat Trout 
afrorde11sis Alvord Basin 

Cutthroat Trout 
( extinct) 

Upper Columbia/ 
Missouri 
(\Vests lope) 

0. lewisi Westslope 
Cutthroat Trout 

Unnamed John Day 
Cutthroat Trout 

Unnamed Coeur d'Alene 
Cutthroat Trout 

Unnamed St. Joe Cutthroat 
Trout 

Unnamed North Fork 
Clearwater 

Cutthroat Trout 
Unnamed Clearwater 

Headwaters 
Cutthroat Trout 

Unnamed Salmon River 
Cutthroat Trout 

Unnamed Clearwater-
Eastern Cascades 
Cutthroat Trout 

Bo.r 2 continues 



24 TROTTER ET AL. 

Box 2. Continued 

Uniquely identifiable 
evolutionary unit 

Species name 
Evolutionary 
lineage 

Scientific 
binomial Common 

Trinomial 
(if named as 
subspecies) 

Common 
name 

Unnamed Neoboreal 
Cutthroat Trout 

Subspecies 8 Neoboreal 
Cutthroat Trout 

lewisi (?) Missouri River 
Cutthroat Trout 

Upper Snake 0. virginalis Black-spotted or 
Rocky Mountain 
Cutthroat Trout 

bouvieri Yellowstone 
Cutthroat Trout 

Unnamed Bear River 
Cutthroat Trout 

utah Bonneville 
Cutthroat Trout 

virginalis Rio Grande 
Cutthroat Trout 

stomias, subject 
to revalidation 

Greenback 
Cutthroat Trout 

macdonaldi Yellowfin 
Cutthroat Trout 

(extinct) 
pleuriticus Colorado River 

or Grand River 
Cutthroat Trout 

. 

Unnamed Green River 
Cutthroat Trout 

Unnamed San Juan 
Cutthroat Trout 

(extinct) 

Concluding Remarks and Recommendations, 
Avenues for Further Research 

The majority of panelists believed that available evidence supports classitying Cutthroat 
Trout as four species \vith 25 modern UIEUs ( or subspecies, depending on resolution of the 
appropriateness of applying the term ··subspecies.. to the classification of these fishes) based 
on the delimiting criteria of the unified species concept. This is the majority recommendation 
we put forward here. Such a revision would represent the most significant reclassification of 
\Vestern North American trout since Smith and Stearley ( l 989) assigned western trouts to the 



TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT . 25 

Box 3. Names if Recognized as Single Species 

Uniquely identifiable 
evolutionary unit 

Species name 
Scientific 
binomial Common 

Evolutionary 
lineage 

Trinomial 
(if named as 
subspecies) 

Common 
name 

Oncorhynchus 
clarkii 

Cutthroat Trout Coastal clarkii Coastal Cutthroat 
Trout 

Lahontan Basin henshcnl'i Lahontan 
Cutthroat Trout 

seleniris Paiute Cutthroat 
Trout 

Jmmboldte11sis Humboldt 
Cutthroat Trout 

Unnamed Quinn River 
Cutthroat Trout 

Unnamed Coyote Basin 
or Willow­
Whitehorse 

Cutthroat Trout 
afrordensis Alvord Cutthroat 

Trout (extinct) 
Upper Columbia/ 

Missouri 
(Westslope) 

Unnamed John Day 
Cutthroat Trout 

Unnamed Coeur d'Alene 
Cutthroat Trout 

Unnamed St. Joe Cutthroat 
Trout 

Unnamed North Fork 
Clearwater 

Cutthroat Trout 
Unnamed Clearwater 

Headwaters 
Cutthroat Trout 

Unnamed Salmon River 
Cutthroat Trout 

Unnamed Clearwater­
Eastern Cascad\"!s 
Cutthroat Trout 

Unnamed Neoboreal 
Cutthroat Trout 

Box 1 c011ti11ues 
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Box 3. Continued 

Uniquely identifiable 
evolutionary unit 

Species name 
Scientific 
binomial Common. 

Evolutionary 
lineage 

Trinomial 
(if named as 
subspecies) 

Common 
name 

/ewisi Missouri River 
Cutthroat Trout 

Upper Snake 
River 

bouvieri Yellowstone 
Cutthroat Trout 

Unnamed Bear River 
Cutthroat Trout 

utah Bonneville 
Cutthroat Trout 

virginalis Rio Grande 
Cutthroat Trout 

pleuriticus Colorado River 
or Grand River 
Cutthroat Trout 

stomias, 
subject to 

revalidation 

Greenback 
Cutthroat Trout 

macdonaldi Yellowfin 
Cutthroat Trout 

(extinct) 
Unnamed Green River 

Cutthroat Trout 
Unnamed San Juan 

Cutthroat Trout 
(extinct) 

genus Oncorhynchus rather than Sa/mo and changed the scientific name of No11h American 
Rainbow Trout from Sa/1110 gairdneri to 011corl~n,clws mykiss. We expect the recommenda­
tion will generate controversy, as has already been expressed by a minority of workshop panel 
members. The evidence used by panelists in arriving at this proposed revision is detailed in 
the chapters that follow. 

Resolution of Cutthroat Trout taxonomy will remain a work in progress. Additional data 
from various lines of evidence may alter the hypothesis \ve put fo11h here. Additional avenues 
of further research already have been suggested, nncl many of these are discussed in Schultz 
et al. (20 I 8, this volume). One panelist. for example, expressed concern that not all of the 25 
taxa have been analyzed in a common study with a common set of genetic markers. and until 
that is done, there is no real basis for promoting or demoting any particular entity or lineage. 
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That work would be relatively inexpensive and \VOtild not take more than a few months to 
complete, providing everyone with a common frame of molecular reference. That panelisfs 
hope for the Special Workshop was that it would lead to a level of collaboration that would 
foster such an analysis. That level of collaboration has yet to happen. 
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	Abstract.-Cutthroat Trout Oncorhynchus clarkii are currently considered a single, widespread species composed of many subspecies following the clas­sification system proposed by Robert J. Behnke in 1979. More recently, mo­lecular genetic and geological evidence has yielded results that are inconsistent with Behnke's classification, which suggests that a re-evaluation of the existing phylogenetic tree is timely. Additionally, several varieties of Cutthroat Trout are either listed under the U.S. Endangered Sp
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	asked to weigh carefully evidence on Cutthroat Trout phylogeny and classifica­tion, from the oldest published studies to the most recent and answer two ques­tions: (I) does Behnke's 14-subspecies classification remain scientifically ten­able and defensible given all available evidence, and (2) if not, what taxonomic classification does satisfy this array of evidence? From new information, the panel concluded that the existing classification system is no longer supported by existing evidence; however, the pa
	Background and Justification for the Special Workshop 
	The Current Classification of Cutthroat Trout 
	For almost 40 years now, since its first appearance in a monograph written by the late Robe11 
	J. Behnke in 1979. a phylogeny and classification of Cutthroat Trout Oncorhynchus clarkii into 14 distinct subspecies has guided the taxonomy and management ofth is indigenous west­ern No11h American trout (Behnke 1979, 1988, 1992, 2002; for a catalog of Behnke's 14 sub­species, see Box 1). Behnke based his phylogeny on an evolutionary history and sequence of interior radiations first put forward in several publications by David Starr Jordan (e.g., Jordan 1878, 1894; Jordan and Evermann 1896, 1902; Jordan a
	Behnke ( 1979, 1988, 1992, 2002) adopted some of Jordan's phylogeny but discarded his Yellowstone-to-Missouri colonization route in favor of an upper Columbia-to-upper Missouri colonization with the downstream distribution of Cutthroat Trout stopping well upstream of the mouths of both the Yellowstone and the Platte. He also believed that the Colorado River system was invaded from the Yellowstone, not from the upper Arkansas as Jordan proposed, with west-to-east crossings of the Continental Divide accountin
	TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 
	Box 1. The 14 Cutthroat Trout Subpecies Recognized by Behnke 
	(1979, 1988,1992,2001) 
	(1979, 1988,1992,2001) 
	Coastal Cutthroat Trout Oncorhync/ws c/arkii c/arkii. These are the deepest nodes in most molecular phylogenies (i.e., sister to all others). Several traits are plesiomor­phic, shared with Rainbow Trout O mykiss either via retained plesiomorphies or intro­gression: ve1tebral counts, lateral line scale counts, irregular spots, and pyloric caeca. The coloration (Behnke 1988) is silvery to brassy, \Vith a yellowish tint: irregular spots not rounded; lateral line scales 140-180 (120 to 140 in some); 30-40 scale
	Westslope Cutthroat Trout 011corhy11chus c/arkii lewisi. The type is from the upper Missouri. This lineage diverged earliest of the inland Cutthroat Trouts; DNA trees doc­ument some gene exchanges with neighbors back to mid-Pleistocene. The westslope form, 0. c. /ewisi, is sister to the Lahontan Cutthroat Trout in molecular trees. The colors are variable, generally silvery, with yellowish tints: bright orange-yellow-reds are expressed to greater extent than on coastal or Yellowstone forms (Behnke 1988). The
	Yello\vstone Cutthroat Trout Oncorh_lnc/ms darkii hourieri. These familiar trouts are characterized by medium-large. pronounced spots. rounded in outline: like West­slope Cutthroat Trout the spots are concentrated on the caudal peduncle. except in Yel­lowstone Lake where spots are distributed evenly lWer the sides: coloration yellowish-
	Bo.r /·collli11111.'s 
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	Box 1. Continued 
	brmvn, silvery, brassy; bright golden-orange, red, or rose tints may appear on adults; ve11ebrae 60-63, typically 61-62; lateral scales 150-200, typically 165-180; pyloric caeca 25-50, typically 35-43; gill rakers 17-23, typically l9-20, higher in Yellow­stone Lake; there are also more basibranchial teeth in the Yellowstone Lake popula­tion, mean 22. Meristics of Yellowstone Cutthroat Trout natives and those of the up­per Snake River differ only slightly from typical values of Westslope Cutthroat Trout form
	Snake River Fine-spotted Cutthroat Trout Oncorhynclms clarkii belmkei. These have pepper-like spots, the smallest spots of any trout native to western No11h Ameri­ca. Other traits are like Yellowstone Cutthroat Trout, except for more yellmvish colors and orange-red lower fins. Behnke wrote, "Above Shoshone Falls, Yellowstone Cut­throat is native to all the Snake River system except for waters between Jackson Lake and Palisades Reservoir, where the Fine-spotted Snake River Cutthroat Trout exists'· (now Oncor
	Lahontan Cutthroat Trout Oncorhynchus clarkii henshawi. This polymorphic group is sister to Westslope Cutthroat Trout in many analyses. Trouts in the Lahontan drainage are distinct and diverse, indicating long isolation and evolution among and within populations. It is notewo1thy that jawbones of 0. c. l,e11slu.nt1i are like those of the ancient 0. cynic/ope. Three characteristics distinguish Lahontan Cutthroat Trout: 
	(I) they have medium-sized, roundish spots distributed on the sides of the body, top of head, and often on the abdomen; (2) they have the most gill rakers of any Cutthroat Trout. 21-28, averaging 23-26; and (3) they have abundant pyloric caeca, 40-75, typi~ cally more than 50. Vertebrae typically 61-63; lateral line scales I50-l 80. Size: the record from Pyramid Lake, 18.6 kg.: a 28-kg specimen reported. An example of the evolution of Lahontan Cutthroat Trout is in alpine Independence Lake, California, in t
	Paiute Cutthroat Trout 011corl~rnclms clarkii seleniris. Distinguished from Lahon­tan Cutthroat Trout by the absence of spots on the body. 
	l'0111i1111es 
	l'0111i1111es 
	Box I 


	TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 
	Box 1. Continued 
	Humboldt Cutthroat Trout 011corhy11clws clarkii hu111boldte11sis. Differs from the Lahontan forms by fewer gill rakers, average 21, and fe\'ver(larger) lateral scales {c.f .. Trotter 2008). Quinn River Cutthroat Trout have 20-2 l gill rakers. typical of Hum­boldt Cutthroat Trout, but mitochondrial DNA typical for Lahontan Cutthroat Trout. 
	Alvord Cutthroat Trout Oncorhynclms clarkii alvorde11sis. Have fewer than 50 spots, mainly above lateral line; lower lateral line scale counts; few·er pyloric caeca, 34-49, mean 42; feeble basibranchial teeth, absent in 50%; University of Michigan Museum of Zoology samples are small, only up to 154 mm: 20-26 gill rakers. mean 24; lateral line 126-151, mean 137; scales above lateral line 33-37. mean 35; ve11e­brae 59-63. mean 62; dorsal fin 9-l 0; anal fin 9-11; pectoral fin 13-14, pelvic 8-9; branchiostegal
	Willow-Whitehorse Cutthroat Trout. These differ from Alvord Cutthroat Trout with fewer gill rakers, 19-23; more lateral line scales, 140-155; more pyloric caeca, 40-58; more basibranchial teeth, 5 or 6 in 95%; vertebrae 59-64. Trotter and Behnke (2008) included these and the native Quinn River Cutthroat Trout with the Humboldt Cutthroat Trout subspecies. 
	Bonneville Cutthroat Trout Oncor/Jynclws clarkii utah. Includes Bear River and Bear Lake forms. These are similar to Yellowstone Cutthroat Trout; they differ in hav­ing larger and more evenly distributed spots on sides and fewer lateral line scales. Lateral Line scales 140-180, average 150-170; pyloric caeca 25-55, mean 35-40 in Bear River, 52 in Bear Lake. The form in Snake Valley has 60-90 basibranchial teeth. mean 20-28. Most others average 5-10 basibranchial teeth. Willow Creek, south of Salt Lake City,
	Colorado River Cutthroat Trout 011corhy11dms clarkii pleuriticus. These trouts have high scale counts, 170-205 at least in the north; 38-48 scales above the lateral line; brilliant orange-red and golden coloration. unlike Bonneville and Snake River Cutthroat trouts, but similar to Greenback Cutthroat Trout in these characters. They are probably the source of fossils recovered at the Ziegler Reservoir site. The distribution was formerly as far clown the Colorado River as the Santa Clara drainage. including P
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	Box 1. Continued 
	widespread in the Santa Clara drainage (Spencer Reber, local resident \Vith first-hand knowledge from 19 lOto 1920, personal communication). Greenback and Rio Grande Cutthroat trouts are derivatives of the Colorado River Cutthroat Trnut via southern headwater stream captures in Colorado (see discussion of Hanson Bluff fossil site). 
	Greenback Cutthroat Trout Oncorhynclms c/arkii stomias. These are brilliantly col­ored like Colorado River Cutthroat Trout; differentiation of these is slight, probably ow­ing to relatively recent gene exchange. This form probably invaded the South Platte River via stream capture from the Colorado River basin. It was thought to have invaded the Arkansas River drainage by a transfer from the South Platte, but the actual historical ranges of Greenback Cutthroat Trout and Yellowfin Cutthroat Trout 0. c. macdon
	Rio Grande Cutthroat Trout Oncorhynclws clarkii virginal is. This form occupies streams in the Santa Fe National Forest on the east flank of the Gila Mountains in New Mexico and southern Colorado. It is light pink and yello\v-orange on the sides with irregular spots, mostly posterior; it differs from the Colorado Cutthroat Trout in having lateral line scales 130-18.0; 35-45 above lateral line; vertebrae 61-62; pyloric caeca 30-50; basibranchial teeth weak, 0-2. Probably related to the fossil trouts in the H
	Yellowfin Cutthroat Trout 011corl{r11chus c/arkii macdonaldi. In Twin Lakes, Arkan­sas drainage, Colorado, extinct. See discussion in Metcalfet al.(2012) and Love Stowell et al. (2018, this volume). The Yellowfin Cutthroat Trout was characterized as silvery­olive, with small. irregularly shaped spots. \Vith a broad lemon-yellow stripe along the sides; the lower fins were bright golden yellow. ~vith no red except the stripe under the IO\ver jmv. It differed from Greenback Cutthroat Trout, with which it was s
	believed that later studies using allozyme electrophoresis (Loudenslager and Gall 1980; Leary and Allendorf 1987: Allendorf and Leary 1988). restriction fragment length polymorphism (RFLP) in mitochondrial DNA (mtDNA) (Smith et al. 2002). and microsatellite markers in nuclear DNA (Nielsen and Sage 2002; Peacock and Kirchoff 2004) largely corroborated his 
	TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 
	classification when their results were considered along with all other available evidence. al­though he did not employ those methods himself (Behnke 1992). 
	Behnke fu11her based his classification on the biological species concept of Mayr ( 1969). except that he relaxed that concept's prohibition against interbreeding. He recognized from his morphological studies that Cutthroat Trout had diverged into four major evolutionary lines. which he called "major subspecies." that themselves had split in more recent geological time into IO additional ··minor subspecies.'' Each of his 14 modern subspecies historically oc­cupied either an individual drainage basin, a well
	Erosion of Consensus in Behnke's Classification 
	Beginning in 1995, management agencies charged with making listing decisions and execut­ing recovery actions under the Endangered Species Act (ESA) began lumping ce11ain Cut-
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	Figure / .-Behnke's assumed phylogenetic classification of Cutthroat Trout into four major subspecies and IO minor subspecies (redrawn from Behnke I 988). 
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	TAXONOMY AND EVOLUTIONARY BlOLOGY OF CUTTHROAT TROUT 
	throat Trout subspecies together. citing population genetic studies primarily using allozyme and mtDNA RFLP methods as their basis for doing so. In that year, the U.S. Fish and Wildlife Ser­vice (USFWS) folded three of Behnke's Lahontan Basin subspecies. namely the western-basin Lahontan Cutthroat Trout 011corhy11clws clarkii l,enshcm·i. the eastern-basin Humboldt Cut­throat Trout 0. c. lwmboldtensis, and the unnamed Willow-Whitehorse Cutthroat Trout subspe­cies (which occupies a separate, contained basin c
	In 200 I, the USFWS again opted to combine subspecies while considering a petition to list the Yellowstone Cutthroat Trout 0. c. bouvieri as threatened under the ESA. this time placing the Fine-spotted Snake River Cutthroat Trout 0. c. belmkei together with the Yel­lowstone Cutthroat Trout as the single subspecies 0. c. bouvieri. This decision too was based on a lack of genetic distinction found in allozyme and mtDNA RFLP markers between these two groups (Kaeding 200 I). Kaeding (2006) later wrote that USFW
	More recently, researchers examining levels of genetic divergence and diversity among subspecies have raised additional doubts about Behnke's classification based on newly devel­oped DNA sequence-based 1i1ethods including mtDNA gene sequence polymorphisms, panels of variable single nucleotide polymorphisms from throughout the genome. whole mitome sequencing. and polymorphisms in the Y chromosomes of male trout specimens. Three pa­pers (Wilson and Turner 2009; Houston et al. 2012; Loxterman and Keeley 2012).
	Other recent work (Metcalf et al. 2012: Bestgen et al. 20 I3) focused on the Cutthroat Trout subspecies of the Southern Rocky Mountain region and argues for six subspecies (two extinct) in that region rather than the four subspecies (one extinct) long recognized in Behn­ke ·s classification. but with different distributional boundaries in some cases. especially for the ESA-listed Greenback Cutthroat Trout 0. c. s/0111ias. This work was preceded by two earlier studies (Evans and Shiozmva 200 t: Metcalf et al
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	In another study, Smith et al. (2002) proposed an entirely different evolutionat)' his­to1y and sequence of radiations leading to cun·ent Cutthroat Trout distribution and classifica­tion. This centered around an inland (Bonneville Basin) origin of Cutthroat Trout much earli­er in geological time than Behnke proposed, followed by an outward radiation of the various Cutthroat Trout lineages that spanned the past ~4 million years. Smith et al. (2002) reached their conclusions from their own interpretation of t
	Another confounding aspect, although not necessarily aimed at Cutthroat Trout phylog­eny, is that scientific thinking now tends to favor an evolutionary species concept over the biological species concept on which Behnke's classification was based (Wiley l978; Baver­stock and Moritz 1990; Mayden and Wood 1995; Mayden 1997), which changes the delimit­ing criteria for assigning taxonomic rank. We discuss species concepts and their delimiting consequences for Cutthroat Trout later in the chapter. 
	The erosion ofconsensus around the validity ofcurrently recognized Cutthroat Trout subspe­cies has already disrupted the recove1y program for one ESA-listed subspecies and could affect recovery programs forothers. Calls for clarification have been voiced by individuals responsible for implementing aquatic habitat management and restoration plans for Cutthroat Trout subspe­cies and for management of Cutthroat Trout fisheries at both federal and state levels. That, and the conviction that the scientific expe1
	The Special Workshop: Objectives, Panel, and Proceedings 
	Objectives of the Specif)/ Workshop 
	The Special Workshop panel was asked to weigh carefully all evidence available bearing on Cutthroat Trout phylogeny and classification. from the oldest published studies to the most recent. and answer t\vo questions: 
	I. Does Behnke's 14-subspecies classification remain scientifically tenable and defensible given all available evidence? 
	2. If not, what taxonomic classification does satisfy this array of evidence? 
	Composition of the Workshop Panel 
	The range of evidence that bears on Cutthroat Trout taxonomy and classification encom­passes many scientific disciplines: geology, paleontology, phylogeography, osteology. cytol­ogy, morphology and meristics. genetics and molecular biology. and scientific nomenclature. One of our first priorities in assembling an expert panel was to secure the participation of the principal authors of the papers referred to above that have mounted recent challenges to the current classification. Next. we invited individuals
	TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 
	some of our invitations went to individuals who may not have worked with Cutthroat Trout in the past. We capped the panel with an authority on the naming of fishes and the International Code of Zoological Nomenclature ([CZN), who was recommended by the joint American Fisheries Society/ American Society of Ichthyologists and Herpetologists Names of Fishes Committee (hereafter, Names of Fishes Committee). 
	ln 2013, the USFWS convened a workshop similar to ours to assess the taxonomic evi­dence of Metcalf et al. (20 l 2) and others regarding the status and validity of the Greenback Cutthroat Trout and other Southern Rocky Mountain subspecies (see AMEC 2014). Several members of our panel had also pa1ticipated in that workshop. 
	Workshop Agenda 
	The workshop was staged in a two-part format. Pait one was a I-day symposium in which authors of key papers and other members of the select panel presented detailed reviews ofthe different methods and lines of evidence that early taxonomists through Behnke's time used to develop the classification of Cutthroat Trout subspecies that is currently recognized, as well as the new lines of evidence suppo1ting changes to this classification. I~vited presentations on species and subspecies concepts and on ICZN prot
	Workshop Findings and Recommendations 
	Current Phylogeny and Classification Is No Longer Adequate 
	With regard to the nvo tasks set out for the Special Workshop by WDAFS, the panel quickly agreed on the first. It concluded that the current I4-subspecies classification of Cutthroat Trout is not scientifically adequate for several reasons: 
	l. 
	l. 
	l. 
	Scientific thinking tends to favor the evolutionary species concept over the biological 
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	species concept on which Behnke's classification was based, which changes the delimit­
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	ing criteria for assigning taxonomic rank. New fossil evidence reveals that Cutthroat Trout were present in the then-forming La­
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	hontan basin IO mill ion years ago, much earlier in geological time than previously be­
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	lieved. These findings. coupled with what we now know about drainage patterns in west­
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	ern rivers over that same time period. opens the possibility of a completely different set 
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	of interior radiation and colonization pathways than any of the earlier taxonomists, in­
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	cluding Behnke. realized. 


	3. 
	3. 
	3. 
	Newly avai !able ad vancecl methods of molecular phylogenetics based on accurate, high­throughput DNA sequence data are revealing greater differentiation and diversity in Cut­throat Trout than previously used methods were able to detect. 

	4. 
	4. 
	Major and minor subspecies designations used by Behnke are at odds with ICZN naming protocols and should be rectified. 


	The second task-to offer a taxonomic reassessment and classification that is consistent with the current array of available evidence-proved much more difficult. This required not only a deeper analysis of the data. but also a careful consideration of associated foctors that 
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	extended well past the 2-day workshop period. Among these were hov,· to apply the different concepts of species and subspecies to Cutthroat Trout. The panel devoted some of its most intense energy to species concepts and subspecies, especially the meaning, utility, and value of the term ··subspecies" as a taxonomic rank. 
	Species Concepts 
	Species Concepts 

	Depending on how they are tallied, there are now anywhere from 22 to 26 different species concepts published in the peer-reviewed literature (Mayden and Wood 1995; Mayden 1997; Wilkins 2009). Because each species concept comes with a some·what different set of delim­iting criteria, what may be recognized as a species and what may not can depend critically upon which species concept is employed. At the 2015 workshop session, the panel rejected the biological species concept as employed by Behnke ( 1979, 1988
	Continuing discussions ofspecies concepts among panelists following the workshop led the panel to adopt an even more recent (and more inclusive) evolutionary process-based concept, the unified species concept ofde Queiroz (2007), for use in its subsequent delimiting work. The definition ofspecies in this concept is '"a separately evolving metapopulation lineage" in which ';lineage refers to an ancestor-descendent series...through time'· and '"metapopulation refers to an inclusive population made up of conne
	The Question of Subspecies 
	The Question of Subspecies 

	On the subspecies question. the panel split evenly at the 2015 \vorkshop on whether or not this term has value and should be employed as a taxonomic rank. and that impasse continues. Those on the panel opposed to using the term point out that subspecies as a categot)' in Lin­naean taxonomy has not always aligned with real evolutionary entities. Instead, in the words of one panelist. ··The subspecies that have been described are merely sinks for storage of information about local diversity.'' As early as 194
	Panelists farnring retention and use of the subspecies rank point out that disregarding the data on which subspecies are based ignores important evolutionary and ecological informa­tion intrinsic to these units that should be recognized if the full range of biodiversity within 
	TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 
	the species is to be preserved (i.e., the value of making such designations lies in the potential 
	for biodiversity conservation; Behnke 1979, 1988). ··This does not mean that we need to ac­
	cept the category as •fundamental' or argue about their individual delimitations:· wrote one 
	pro-subspecies panelist, '~but I think morphology is going to be useful in choosing evolution­
	ary-ecological units and making recommendations for their conservation. Many subspecies 
	names in 0. clarkii point to real biological entities that are threatened.'~ 
	The validity, value, and utility of subspecies as a taxonomic rank within species has been 
	controversial for almost as long as the term has existed (Wilson and Brown 1953). Despite 
	this, both the ICZN (1999) and the Names of Fishes Committee (Page et al. 2013) continue to 
	recognize subspecies as a taxonomic rank. However, even though the Names ofFishes Commit­
	tee pennits and recognizes the assignment of trinomial scientific names for subspecies, it also 
	urges that they be used sparingly in journal papers, books, and other publications in favor of a 
	standardized set of common names (Page et al.2013 ). We address this again later in the chapter. 
	Uniquely Identifiable Evolutionary Units 
	Despite the all-inclusive delimiting criteria of the unified species concept (de Qu'eiroz 2007; Love Stowell et al. 2018), the majority of panelists felt that there was still a need to recognize subunits that have diverged (or are diverging) from entities delimited as species (i.e., popula­tions that available evidence indicates have embarked on their own independent evo'lutionary paths but are not far enough along those paths to be considered full species themselves; they meet some but not all of the speci
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	Four Major Evolutionary Lineages .. .Four Full Species 
	As a first step in offering a revised phylogeny and classification of Cutthroat Trout that better matches the available evidence, the panel concluded that this evidence does continue to sup­port Behnke's earlier finding that modern Cutthroat Trout (i.e .• those present on the landscape today plus those that were present historically but are now extinct) arose from four major evolutionary lineages: the coastal, the Lahontan Basin, the upper Columbia/Missouri River. and the upper Snake River/Yellowstone evolu
	In Behnke's phylogeny, as explained earlier and illustrated in Figure I. the coastal and Snake River/Yellowstone lines represent the initial divergence of the ancestral Cutthroat Trout lineage and are surviving sister lineages, with the westslope and Lahontan Basin lineages then diverging from the Snake River/Yellowstone lineage. The panel's phylogeny. on the other hand, acknowledges the -IO million years before present (Ma) presence of Cutthroat Trout in the Lahontan Basin (Stearley and Smith 2016: Smith a
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	lineage (Behnke's Yellowstone Cutthroat Trout) and the upper Columbia/Missouri River lineage (Behnke's Westslope Cutthroat Trout) also diverged from the Lahontan Basin lineage more recently in geological time. The earliest Cutthroat Trout of the upper Snake River/Yellowstone evolutionary lineage likely gained access to that drainage from the Lahontan Basin via drain­age connections linking the Lahontan Basin with the paleo upper Snake River drainage that had opened by ~9 Ma (Wallace 2003; Wallace et al. 200
	As a second step in offering a revised phylogeny and classification, the panel proposed to elevate Behnke's four major subspecies to four distinct species, consistent with the delimiting criteria of the unified species concept (see Markle 2018, this volume). This proposal, if carried fonvard, would redefine Cutthroat Trout as a complex of four species rather than just a single species. The essential features of this phylogenetic hypothesis are illustrated in the qualitative tree diagram shown in Figure 3. 
	A brand new analysis ofCutthroat Trout phylogenetics based on 8,057 base pairs of mtDNA that was not available to the panel at the time of its 2015 workshop and is published here for the first time (Shiozawa et al.2018) lends quantitative support for the panel's phylogeny on the one hand, but offers an alternative interpretation of the evolutionary pathways of the four major phylogenetic lineages on the other. Shiozawa et ars (2018) Figure 6, redrawn here as Figure 4, illustrate high maximum likelihood boot
	3. But a fossil-calibrated maximum clade credibility tree for the family Salmonidae generated by the program BEAST (Drummond et al. 2012) with molecular clock estimates of the times since the last exchange of genes among evolutionary lineages in these fishes suggests a some­what different picture of the divergence ofthe four major Cutthroat Trout lineages than the panel hypothesized. The complete·family Salmonidae tree is shown in Figure 12 of Shiowaza et al. (2018. this voume)~ the Cutthroat Trout portion 
	In this interpretation~ the initial split of the ancestral Lahontan Basin line at ~3.07 Ma yield­ed two lineages: ( 1) the original Lahontan Basin lineage from which the coastal lineage diverged at ~2.66 Ma and the westslope lineage diverged at ~2.17 Ma, and (2) a sister interior Cutthroat Trout lineage that ,vould itself split into sister lineages at ~2.15 Ma, one of which is the upper Snake River-Yellowstone lineage and the other a lineage that at~ l.74 Ma would split into the Bonneville Cutthroat Trout 0
	One panelist, a strong proponent of the unified species concept, had argued that a rigorous application of its delimiting criteria to the new phylogenetic tree (Figures 3 and 4; Figure 12 in Shiozawa et al.2018) would lead to even more full Cutthroat Trout species than the four being proposed by the panel. The fossil-calibrated tree (Figure 5) could be interpreted as suppo1ting this. Another panelist. echoing that sentiment. wrote, ;;My sense is that there are several more taxa and excellent grounds for jus
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	Coastal 
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	Evolutionary Line 
	Evolutionary Line 
	1 modern UIEU 

	Ancestral 
	Ancestral 

	(Lahontan Basin) 
	(Lahontan Basin) 
	Upper Columbia 

	Cutthroat Trout 
	Cutthroat Trout 
	Evolutionary Line 
	9 modern UIEUs 


	Common 
	Common 
	Ancestor 
	Upper Snake R. Evolutionary Line 
	Upper Snake R. Evolutionary Line 
	9 modern UIEUs (2 now extinct) 


	Lahontan Basin 
	EvolutionaryTo RainbowTrout 6 ·modern UIEUs
	Line &allied species (1 now extinct) 
	Figure 3.~The Special Workshop panel's assumed phylogenetic classification of Cutthroat Trout. UIEU =uniquely identifiable evolutionary unit. 
	...Or a Single Species with Four Major Branches? 
	...Or a Single Species with Four Major Branches? 

	As the implications of recognizing four distinct species of Cutthroat Trout became more ap­parent. a minority of the panel expressed opposition to doing so. either because they deemed it premature at this time owing to a lack of sufficient systematic research or because they feared doing so would only generate even more confusion and disruption of recovery and conserva­tion programs than existed when the Special Workshop was conceived. A statement from one panelist captures both opposing arguments: 
	There is a lot of systematic research waiting to be done before the taxonomic system can be stable. Broad genomic data are appearing that will soon make the problem tractable. Premature name changes will throw taxonomy into confusion ... We currently have abun­dant information \.vith which to identity evolutionarily significant units and conservation units, which are the critical goals. Changing species names without sufficient evidence can only lead to confusion and conservation weakness-just the opposite 
	This view would retain Belrnke's four major subspecies as simply separate major branches of the one species 0. clarkii. with only their phylogenetic relationships to one another changing 
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	r------------------4100/' UPPER SNAKE EVOLUTIONARY LINE 
	r------------------4100/' UPPER SNAKE EVOLUTIONARY LINE 
	(Includes connected line below and all 
	connected lines above) 
	To Rainbow Trout lineages 
	COASTAL EVOLUTIONARY LINE 
	0.02 
	0.02 

	Figure 4.-Phylogenetic relationships of major Cutthroat Trout evolutionary lineages based on 8,057 base pairs of mitochondrial DNA, redrawn from Figure 13 in Shiozawa et al. (2018). Redrawn by rotating the sister lineages diverging at the 7J/0.91 and 96/* nodes around their re­spective nodes. This produces a tree equivalent to that drawn in Figure 13 from Shiozawa et al. (2018) but positions those lineages in a way that aligns with the panel's qualitative tree shown in Figure 2 and better illustrates the co
	from Behnke·s version (Figure I) to either the panel's version ( Figure 3) or that suggested by Shiozawa et al. (20 I 8: see Figures 4 and 5). 
	That prompted two rebuttals from majority panelists. one of whom wrote. ··There are a lot of ways of conceptualizing and delimiting species. Some are better than others. We pro­vided a quote from the literature that highlighted the value of species conceptualization: ~It is good practice to define some species concept when reporting investigation that includes a substantial species delimitation component. if only because this articulation enforces the need for a clear argument regarding the criteria used to
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	Figure 5.-Time-calibrated maximum clade credibility tree of Cutthroat Trout from the pro­gram BEAST, redrawn from Figure 12 in Shiozawa et al.{2018). Redrawn in this case by includ­ing only the Cutthroat Trout portion of the full Salmonidae family tree shown in Figure 12 from Shiozawa et al. {2018) and by rotating lineages around the divergence node labeled 3.07, 2.42. The top bold number at a divergence node is the average divergence time {Ma) based on fossil calibration. The second italicized number is th
	2013 ). 'So. it strikes me that we would need another model of species conceptualization and delimitation [rather than the de Queiroz (2007) i11odel the panel agreed on] inqluded in the book." No alternative species concept was provided by the 111 inority panelists~ but because their proposal echoes Behnke's original classification. the biological species concept of Mayr ( 1969). which was rejected by the panel early in its deliberation. is the likely alterna­tive position. 
	The second rebuttal comment was more direct: ··1 f for no other reason than to align Cut­throat Trout taxonomy with other western fishes. I think moving away from the current tax­onomy is useful and timely.'· 
	Modem Cutthroat Trout Uniquely Identifiable Evolutionary Units 
	Regardless of how we choose to recognize and name the four major ernlutionary lineages. as full species or as major branches of a single species. the panel agreed that available evidence supports a Iist of 25 U I EUs that have emerged with in these I ineages ( Campbell et al. 2018~ 
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	Peacock et al. 2018~ Rogers et al. 2018; Williams et al.2018~ Young et al.2018: all this vol­ume: for a map of their historical distribution, see Figure 6): 
	• One such unit in the coastal evolutionmy lineage (Williams et al.2018). Six UIEUs in the Lahontan Basin evolutionary lineage (Peacock et al.2018). Nine UIEUs in the upper Columbia-Missouri River, or westslope, evolutionat)' lineage (Young et al.2018). And nine UIEUs in the upper Snake River-Yellow·stone evolutionary lineage (Campbell et al. 2018; Rogers et al. 2018). 
	The Coastal Cutthroat Evolutionary Lineage 
	Shown on the top of Figure 3, the evolutionary lineage leading to the modern Coastal Cut­throat Trout has evidently remained unbranched over evolutionary time (Behnke 1979, 1988, 1992, 2002; Williams et al. 2018) and has been termed ··the Cutthroat Trout basal lineage'' 
	(c.f. Wilson and Turner 2009). 
	The Lahontan Basin Evolutionary Lineage and Its Uniquely Identifiable Evolutionary Units 
	At the bottom of Figure 3 is the sister to the Coastal Cutthroat Trout lineage in the panel's phylog­eny, recognized as the Lahontan Basin evolutionaiy lineage owing to the demonstrably long pres­ence of Cutthroat Trout in the Lahontan Basin and the probability that the earliest Cutthroat Trout of the upper Snake River/Yellowstone evolutionaty lineage likely gained access to those drain­ages from the Lahontan Basin, not from the Columbia River as Jordan and Behnke had proposed. 
	The uniqueness of all five of the Lahontan Basin subunits Behnke originally recognized as subspecies in his evolutionary lineage. plus one additional UIEU he did not recognize, are supported by the recent molecular evidence (Saglam et al. 2017; Peacock et al. 2018; S. Amish, University of Montana, and coauthors, paper presented at the American Fisheries So­ciety annual meeting.2915). These include (I) Paiute Cutthroat Trout (subspecies seleniris in the Behnke phylogeny), (2) Western Lahontan Basin Cutthroat
	The Upper Snake River/Yellowstone Evolutionary Lineage and Its Uniquely lc/entifiable Evolutionary Units 
	In addition to the divergence of the coastal evolutionary lineage. the Lahontan Basin evo­lutionary lineage exhibits two additional early branch points in the paners phylogeny. The 
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	Figure 6.-Historical distribution of the four majority-proposed Cutthroat Trout species and 25 uniquely identifiable evolutionary units. 
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	first of these is the upper Snake River/Yellowstone evolutionary lineage. The fishes of this evolutionary lineage, along with the fishes of the upper Columbia/Missouri (westslope) evolutionary lineage, have spread into more western drainage basins and differentiated into more distinctly identifiable subunits than any of the other Cutthroat Trout lineages, with nine UIEUs identified to date in each branch. In the upper Snake River/Yellowstone evolu­tionary lineage, panelists recognized nine UIEUs that includ
	Toline et al. (1999) and Smith et al. (2002) repo11ed that Cutthroat Trout in the Bear River basin appear to share a more recent common ancestor with Yellowstone Cutthroat Trout than with Bonneville Cutthroat Trout in the central and southern portions of their range in Utah, which speaks to the timing oftwo ofthe divergences of the upper Snake evolutionary lineage, one (perhaps the first) leading to the modern Bonneville UIEU and the other leading to the modern Bear River UIEU. In addition, mtDNA sequence d
	Regarding the Southern Rocky Mountain UIEUs. studies reviewed by the 2013 USFWS panel showed that earlier methods had misidentified some phylogenetic associations (AMEC 2014). and there are actually six uniquely identifiable Cutthroat Trout clades in th is region (Metcalfet al. 20 I2; Rogers 2012; Bestgen et al.2013; Rogers et al. 20 l4). where Behnke and other earlier taxonomists had recognized only four. The Colorado River Cutthroat Trout 0. c. pleuriticus was shown to contain t\vo distinct clades (UIEUs)
	TAXONOMY AND EVOLUTIONARY BIOLOGY OF CUTTHROAT TROUT 
	et al. 2018). which will necessitate a formal re-description of the UIEU currently called 0. c. stomias, as noted elsewhere in this chapter. 
	The Upper Columbia/Missouri River {Wests/ope) Evolutionary Lineage and Its 
	UIEUs 
	The second major divergence from the Lahontan Basin evolutionary lineage in the panel's proposed phylogeny resulted in the upper Columbia/Missouri River evolutionary lineage. This corresponds to the Westslope Cutthroat Trout lineage in the Behnke phylogeny, which led to just a single modern subspecies~ 0. c. lewisi. Although Young et al. (2018) retain the Westslope Cutthroat Trout common name designation for this major lineage. their recent stud­ies using DNA sequence-based markers indicate that this line h
	As discussed more thoroughly in Young et al.(2018), the phylogeographic structure of this major evolutionary lineage is consistent with isolation in unglaciated basins serving as refugia during glacial cycles, followed by extensive dispersal from some of those refugia during inter­glacial intervals. The oldest divergence among these UlEUs involves fish in river basins south of the maximum advance of Pleistocene ice. One of these, the John Day River UIEU, although now only a relict population inhabiting trib
	Cutthroat Trout Scientific and Common Names 
	Cutthroat Trout Scientific and Common Names 
	An essential part ofCutthroat Trout classification is the assignment ofcorrect scientific names to each of the valid taxonomic units. The naming process is one ofthe final steps in systematic revision and can only stat1 after taxonomists have completed their decisions about how popu­lations are grouped together and which of those groups should be treated as distinct units. The naming process is independent of the employed species concept or the nature of data collected from sampled populations. It is neithe
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	Rogers et al.2018) for which the subspecies name l'irgina/is was earlier published for a differ­ent type specimen known to have been collected from the Rio Grande River drainage (Girard 1857). Under ICZN protocols. the nnme follows the type specimen to which the name was originally assigned. Thus. 0. c. stomias is not the valid name for the Greenback Cutthroat Trout unless and until the ICZN approves the substitution of a new type specimen from the South Platte River drainage for the current holotype. A req
	As already noted, a majority of the panelists favors recognizing each of the four major evolutionary lines as valid species that have given rise to the 25 modern UIEUs identified during the Special Workshop and listed in this volume. According to that proposed reclas­sification, Cutthroat Trout would be divided into four species. each with its derived modern UIEUs. For these four major lines, the binomial scientific species names would be those ap­plied earliest to type specimens of each line. that is, 0nco
	0. lewisi (Girard 1857), and 0. henshawi (Jordan 1891) for the coastal, upper Columbia/ Missouri River (Westslope), and Lahontan Basin species, respectively, and 0. virginalis (Gi­rard 1857) for the upper Snake River/Yellowstone species. Two new common names already proposed by panelists for this new 0. virgi11alis species are Black-spotted Cutthroat Trout, a name often used in the past by popular \vriters and fish culturists (Cope I886~ Bradner 1969; Rosenlund and Rosenlund I989~ Behnke 2002). and Rocky Mo
	The alternative point of view among the panelists favored continuing to treat Behnke's four major subspecies as four major evolutionary lineages, but lineages that have diverged relative to one another as shown in Figures 3 and 4 and Shiozawa et al. 's (2018) Figure 12. The 25 modern U I EUs ( or subspecies) would be recognized as subunits of the single species 
	0. clarkii. as is done now. This would preserve some of the classification status quo with present names being. retained. but newly recognized UI EUs (or subspecies) would still require new scientific and common names with appropriate type specimens formally described for each. including. possibly, a revalidation of the subspecies name 0. c. stomias for Greenback Cutthroat Trout. Box 3 is a chart of proposed scientific and common mimes that \\Oulcl be recognized in this reclassification. 
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	Box 2. Names if Major Evolutionary Lines are Recognized as Four Species 
	Uniquely identifiable evolutionary unit 
	Evolutionary lineage Coastal Lahontan basin 
	Evolutionary lineage Coastal Lahontan basin 
	Evolutionary lineage Coastal Lahontan basin 
	Species name Scientific binomial Common Oncorhync/z11s Coastal clarkii Cutthroat Trout 0. henshawi Lahontan Basin Cutthroat Trout 
	Trinomial (if named as subspecies) clarkii se/eniris henshawi 

	TR
	humboldtensis 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	afrorde11sis 

	Upper Columbia/ Missouri (\Vests lope) 
	Upper Columbia/ Missouri (\Vests lope) 
	0. lewisi 
	Westslope Cutthroat Trout 
	Unnamed Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 


	Common name 
	Common name 
	Coastal Cutthroat Trout Paiute Cutthroat Trout Western Lahontan Cutthroat Trout Eastern Lahontan Cutthroat Trout Northeastern Lahontan Cutthroat Trout Coyote Basin or • Willow-Whitehorse Cutthroat Trout Alvord Basin Cutthroat Trout ( extinct) John Day Cutthroat Trout Coeur d'Alene Cutthroat Trout St. Joe Cutthroat Trout North Fork Clearwater Cutthroat Trout Clearwater Headwaters Cutthroat Trout Salmon River Cutthroat Trout Clearwater-Eastern Cascades Cutthroat Trout 
	Bo.r 2 continues 
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	Box 2. Continued 
	Box 2. Continued 
	Evolutionary lineage 
	Upper Snake 
	Upper Snake 
	Uniquely identifiable evolutionary unit 

	Species name 
	Species name 
	Species name 
	Species name 
	Trinomial 

	Scientific 
	Scientific 
	(if named as 

	binomial 
	binomial 
	Common 
	subspecies) 

	TR
	Unnamed 

	TR
	Subspecies 8 

	TR
	lewisi (?) 

	0. virginalis 
	0. virginalis 
	Black-spotted or 
	bouvieri 

	TR
	Rocky Mountain 

	TR
	Cutthroat Trout 
	Unnamed 

	TR
	utah 

	TR
	virginalis 


	stomias, subject to revalidation 
	macdonaldi 
	pleuriticus 
	Unnamed 
	Unnamed 
	Common name 
	Neoboreal Cutthroat Trout Neoboreal Cutthroat Trout Missouri River Cutthroat Trout Yellowstone Cutthroat Trout Bear River Cutthroat Trout Bonneville Cutthroat Trout Rio Grande Cutthroat Trout Greenback Cutthroat Trout Yellowfin Cutthroat Trout 
	(extinct) Colorado River . or Grand River Cutthroat Trout 
	Green River Cutthroat Trout San Juan Cutthroat Trout (extinct) 

	Concluding Remarks and Recommendations, Avenues for Further Research 
	The majority of panelists believed that available evidence supports classitying Cutthroat Trout as four species \vith 25 modern UIEUs ( or subspecies, depending on resolution of the appropriateness of applying the term ··subspecies.. to the classification of these fishes) based on the delimiting criteria of the unified species concept. This is the majority recommendation we put forward here. Such a revision would represent the most significant reclassification of \Vestern North American trout since Smith an

	Box 3. Names if Recognized as Single Species 
	Box 3. Names if Recognized as Single Species 
	Uniquely identifiable evolutionary unit 
	Species name 
	Species name 
	Species name 
	Trinomial 

	Scientific 
	Scientific 
	Evolutionary 
	(if named as 

	binomial Common 
	binomial Common 
	lineage 
	subspecies) 

	Oncorhynchus Cutthroat Trout 
	Oncorhynchus Cutthroat Trout 
	Coastal 
	clarkii 

	clarkii 
	clarkii 

	TR
	Lahontan Basin 
	henshcnl'i 

	TR
	seleniris 

	TR
	Jmmboldte11sis 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	afrordensis 

	TR
	Upper Columbia/ 
	Unnamed 

	TR
	Missouri 

	TR
	(Westslope) 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 

	TR
	Unnamed 


	Common name 
	Common name 

	Coastal Cutthroat Trout Lahontan Cutthroat Trout Paiute Cutthroat Trout Humboldt Cutthroat Trout Quinn River Cutthroat Trout Coyote Basin or Willow­Whitehorse Cutthroat Trout Alvord Cutthroat Trout (extinct) John Day Cutthroat Trout 
	Coeur d'Alene Cutthroat Trout St. Joe Cutthroat Trout North Fork Clearwater Cutthroat Trout Clearwater Headwaters Cutthroat Trout Salmon River Cutthroat Trout Clearwater­Eastern Cascad\"!s Cutthroat Trout Neoboreal Cutthroat Trout 
	Box 1 c011ti11ues 
	Box 1 c011ti11ues 
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	Box 3. Continued 
	Box 3. Continued 
	Box 3. Continued 
	Species name 
	Species name 
	Species name 

	Scientific 
	Scientific 
	Evolutionary 

	binomial 
	binomial 
	Common. 
	lineage 

	TR
	Upper Snake 

	TR
	River 



	Uniquely identifiable evolutionary unit 
	Trinomial 
	Trinomial 
	Trinomial 

	(if named as 
	(if named as 
	Common 

	subspecies) 
	subspecies) 
	name 

	/ewisi 
	/ewisi 
	Missouri River 

	TR
	Cutthroat Trout 

	bouvieri 
	bouvieri 
	Yellowstone 

	TR
	Cutthroat Trout 

	Unnamed 
	Unnamed 
	Bear River 

	TR
	Cutthroat Trout 

	utah 
	utah 
	Bonneville 

	TR
	Cutthroat Trout 

	virginalis 
	virginalis 
	Rio Grande 

	TR
	Cutthroat Trout 

	pleuriticus 
	pleuriticus 
	Colorado River 

	TR
	or Grand River 

	TR
	Cutthroat Trout 

	stomias, 
	stomias, 
	Greenback 

	subject to 
	subject to 
	Cutthroat Trout 

	revalidation 
	revalidation 

	macdonaldi 
	macdonaldi 
	Yellowfin 

	TR
	Cutthroat Trout 

	TR
	(extinct) 

	Unnamed 
	Unnamed 
	Green River 

	TR
	Cutthroat Trout 

	Unnamed 
	Unnamed 
	San Juan 

	TR
	Cutthroat Trout 

	TR
	(extinct) 


	genus Oncorhynchus rather than Sa/mo and changed the scientific name of No11h American Rainbow Trout from Sa/1110 gairdneri to 011corl~n,clws mykiss. We expect the recommenda­tion will generate controversy, as has already been expressed by a minority of workshop panel members. The evidence used by panelists in arriving at this proposed revision is detailed in the chapters that follow. 
	Resolution of Cutthroat Trout taxonomy will remain a work in progress. Additional data from various lines of evidence may alter the hypothesis \ve put fo11h here. Additional avenues of further research already have been suggested, nncl many of these are discussed in Schultz et al. (20 I 8, this volume). One panelist. for example, expressed concern that not all of the 25 taxa have been analyzed in a common study with a common set of genetic markers. and until that is done, there is no real basis for promotin
	That work would be relatively inexpensive and \VOtild not take more than a few months to complete, providing everyone with a common frame of molecular reference. That panelisfs hope for the Special Workshop was that it would lead to a level of collaboration that would foster such an analysis. That level of collaboration has yet to happen. 
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