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ABSTRACT
Invasive species introduction and expansion is the second great-
est threat to global biodiversity decline after habitat degradation.
Introduced in the 1930s, the benthivorous Longnose Sucker
(Catostomus catostomus) became established in Yellowstone Lake,
Wyoming, USA, and used tributary streams for spawning. With
this introduction, concerns were raised regarding their possible
competition for food resources with native adfluvial Yellowstone
Cutthroat Trout (Oncorhynchus clarkii bouvieri). Additionally, insuf-
ficient literature exists on Longnose Sucker feeding habits
throughout their range, and there has been no comprehensive
study of Longnose Sucker diet in Yellowstone Lake. The need
exists for understanding the community ecology and food web
dynamics in Yellowstone Lake, especially as non-native Lake Trout
(Salvelinus namaycush) have caused declines in Yellowstone
Cutthroat Trout through predation. The objectives of this study
were to examine possible size-specific shifts in feeding habits,
evaluate feeding strategy, and compare historical and contemporary
diet data of Longnose Suckers in Yellowstone Lake. Diet data col-
lected during summer of 2018 were analyzed by length-class to test
for size-specific diet shifts. As Longnose Sucker length increased,
copepods (Diacyclops bicuspidatus thomasi, Leptodiaptomus ashlandi
or Hesperodiaptomus shoshone) decreased in proportion by weight. In
contrast, dipterans (Chironomidae) and amphipods (Hyalella spp. or
Gammarus spp.) varied in proportion by weight in the diet across
length classes. We assessed the feeding strategy by evaluating the
relationship between prey-specific abundance and percent frequency
of occurrence. This assessment indicates that Longnose Suckers have
a heterogeneous diet and generalized feeding strategy as all prey
items had a prey-specific abundance value of <50%. Diet compos-
ition differed significantly between historical and contemporary
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samples, likely related to the differences in sampling locations and
possibly due to a Lake Trout-induced trophic cascade. This study
established the diet composition and feeding habits of Longnose
Suckers residing in Yellowstone Lake, thus, expanding our knowledge
of Longnose Sucker feeding patterns and ecology.

Introduction

Invasive species introduction and expansion is the second greatest threat to global bio-
diversity decline after habitat degradation (Wilcove et al. 1998; WWF 2016). Additionally,
introductions are recognized as a major threat to aquatic ecosystems (Ricciardi and
Rasmussen 1999; Pimentel et al. 2005). For example, the non-native Lake Trout
(Salvelinus namaycush) in Yellowstone Lake caused the near-collapse of the native
Yellowstone Cutthroat Trout (Oncorhynchus clarkii bouvieri) population and a four-level
trophic cascade (Koel et al. 2019). The effects of the Lake Trout invasion in Yellowstone
Lake and tributary streams are well-documented, and research demonstrates how Lake
Trout indirectly forced declines, displacements, and prey shifting by bald eagles
(Haliaeetus leucocephalus), ospreys (Pandion haliaetus), river otters (Lutra canadensis),
and black and grizzly bears (Ursus americanus and Ursus arctos, respectively) in
Yellowstone National Park (Koel et al. 2019).

Lake Trout, however, are not the only non-native species introduced into Yellowstone
Lake. In the 1930s, the benthivorous Longnose Sucker was introduced and became estab-
lished in Yellowstone Lake and used tributary streams for spawning (Brown and Graham
1954; Koel et al. 2019). The introduction of Longnose Suckers in Yellowstone Lake raised
concerns about their potential effect on Yellowstone Cutthroat Trout. Therefore, research
was conducted to understand Longnose Sucker life history. An investigation on spawning
behavior, age and growth, distribution and diet of the Longnose Sucker collected in tributa-
ries of Yellowstone Lake showed no indication that Longnose Suckers had negative effect
on Yellowstone Cutthroat Trout populations (Brown and Graham 1954; Biesinger 1961).

Both within Yellowstone Lake and throughout their native range, insufficient literature
exists regarding the Longnose Sucker life history. Additionally, as Lake Trout suppression
efforts continue in Yellowstone Lake to promote Yellowstone Cutthroat Trout recovery, it
is essential to understand the community ecology and food-web dynamics in the lake. We
wanted to investigate the diets of the Longnose Sucker sampled from Yellowstone Lake to
expand the knowledge regarding Longnose Suckers in their non-native range. The objec-
tives of this study were to examine possible size-specific shifts in feeding habits, evaluate
feeding patterns and compare historical (Brown and Graham 1954; Biesinger 1961) diet
data and contemporary diet data of Longnose Suckers sampled in Yellowstone Lake.

Methods and materials

Study site

Yellowstone Lake is located in Yellowstone National Park in northwestern Wyoming,
USA (Figure 1), and is the largest high elevation (above 2000m; 2357m) lake in North
America, with a surface area of 34,020 ha (Kaplinski 1991) and a maximum depth of
133m (Morgan et al. 2003). In addition to Yellowstone Cutthroat Trout, Lake Trout and
Longnose Sucker, the fish assemblage consists of the native Longnose Dace (Rhinichthys
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cataractae) and two non-native fishes, Redside Shiner (Richardsonius balteatus) and Lake
Chub (Couesius plumbeus) (Koel et al. 2006). Yellowstone Cutthroat Trout, Lake Trout
and Longnose Sucker are well-established across the lake; the Leucisid species (also known
as ‘minnows’) inhabit only vegetated bays and other littoral areas (Kaeding and
Koel 2011).

Fish collection

Gill nets were used to sample 30 sites across the lake from 2 August 2018 to 20 September
2018 (i.e. evenly distributed, stratified sampling resulting in six sites in each of the four regions
of the lake; Figure 1). At each site, a small-mesh sinking gill net and a large-mesh sinking gill
net were set overnight, parallel to each other and perpendicular to the shore, at three depth
strata determined by the depth of the thermocline: epilimnion (3–10m); metalimnion
(10–30m) and hypolimnion (>40m) (Supporting Information Figure S1) (Syslo et al. 2016).
This sampling design was implemented to sample across the existing range of fish sizes in the
lake, at each site. Small-mesh gill nets were 2.4-m deep by 90-m long and consisted of six 15-
m panels (19-, 25-, 32-, 38-, 44- and 51-mm bar measure mesh). Large-mesh gill nets were
2.4-m deep by 75-m long and consisted of five 13.7-m panels (57-, 64-, 70-, 76- and 89-mm
bar measure mesh). The total length of fish was measured to the nearest millimeter. Fishes
captured other than Longnose Suckers included Yellowstone Cutthroat Trout and Lake
Trout. Of the trout species collected as incidental mortalities, diet analyses were also con-
ducted to inform other Yellowstone Lake studies.

Diet extraction and identification

Of the collected fish, the alimentary canal was extracted and preserved in 70% ethanol. If
the canal was greater than 150-mm, only the first 150-mm portion was extracted. We

Figure 1. Map of Yellowstone Lake, Wyoming with 2018 gillnet locations. Open circles or black squares represent
locations of 2018 sampling sites, while black squares are the gillnets from which Longnose Suckers were sampled and
had diets analyzed for inclusion in this study.
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selected the beginning of the canal because we hypothesized that food items would be less
digested at the beginning of the canal than at the end of the canal. Diet contents were
poured into a container with ten equally sized units. To subsample the diets, a random
number generator was used to select a number between 1 and 10, twice, to randomly
select two grid units. We used preliminary diet extractions with and without subsampling
to confirm that a 20% subsample was indeed representative of the whole diet collected
from the fish. Prey items were identified to the lowest taxonomic level possible, typically
to genus and blotted wet-weights were recorded to the nearest 0.0001 g. Detritus was
weighed in the same manner as invertebrates or phytoplankton using blotted wet-weight.
Unidentified materials found in diets were weighed but not included in proportional or
statistical analyses.

Diet analysis

Size-specific diet shift
To account for size-specific diet shifts, we sampled at least ten individuals from each
length-class (total length in millimeters): 100–199, 200–299, 300–399, 400–499 and
500–599. We analyzed the mean percent composition by weight of each prey item by
length-class. Mean composition by weight is useful for assessing the importance of prey
type to the diet of a predator and is calculated by dividing the weight of each prey cat-
egory consumed by the total weight of all items in the diet (Chipps and Garvey 2007).
Mean composition by weight is calculated as:

MWi ¼ 1
P

XP
j¼1

WijPQ
i¼1
Wij

0
@

1
A,

where MWi is the mean composition by weight, P is the number of fish with food in their
stomachs, Wij is the weight of prey i in the stomach contents of individual fish j, and Q
is the number of food types (Chipps and Garvey 2007). Beta regression (betareg package)
(Cribari-Neto and Zeileis 2010) was used to test for differences in mean composition by
weight among length-classes.

Feeding patterns
We assessed feeding patterns using the graphical technique proposed by Costello (1990)
and modified by Amundsen et al. (1996), which evaluates the relationship between prey-
specific abundance and percentage frequency of occurrence. Amundsen et al. (1996)
defined prey-specific abundance as the proportion that prey i comprises of all prey items
in only the predators that contain prey i (Amundsen et al. 1996). Prey-specific abundance
is calculated as:

Pi ¼
P

SiP
Sti

� 100,

where Pi is the prey-specific abundance of prey i, Si the stomach content weight com-
prised of prey i and Sti the total stomach content weight in only those predators with
prey i in their stomach (Amundsen et al. 1996). We used this graphical technique to ana-
lyze prey importance and feeding strategy. Summarized interpretation of the quadrant
labels for the Costello (1990) technique are below (adapted from Amundsen et al. 1996),
or can be further explained by referencing Amundsen et al. (1996):
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� Prey importance and predator feeding strategy are obtained by viewing distributions of
points along the diagonals and axes of the diagram.

� Predator feeding strategy in terms of specialization or generalization is represented on
the vertical axis (more specialized predator is in the upper part of the graph).

� Prey in the upper left corner of the graph will have been consumed by a few individu-
als displaying specialization.

� Prey in the lower right corner of the graph will have been eaten occasionally by most
individuals.

Historical comparison

Longnose Sucker diet data from this study were compared to Biesinger (1961) and Brown
and Graham (1954) using the percentage frequency of prey occurrence. Biesinger (1961)
and Brown and Graham (1954) used percentage frequency of occurrence to describe diet
data calculated as:

Oi ¼ Ji
P
� 100%

where Oi is the percentage frequency of occurrence of prey i, Ji is the number of fish
containing prey i and P is the number of fish with food in their stomach (Chipps and
Garvey 2007). Pearson’s chi-squared test (a¼ 0.05) was used to compare the number of
stomachs containing each diet item amongst Biesinger (1961), Brown and Graham
(1954) and this study. All statistical analyses were conducted in R, version 3.5.3 (R Core
Team 2019).

Results

We sampled 56 Longnose Sucker for diet examination, varying in length from 160 to
589mm (12 fish in 100–200mm; 12 fish in 201–300mm; 10 fish in 301–400mm; 11 fish
in 401–500mm; 11 fish in 501–600mm), all fish contained food in their digestive
tracts. The most prevalent prey categories were detritus, copepods (Diacyclops bicuspidatus
thomasi, Leptodiaptomus ashlandi or Hesperodiaptomus shoshone) and dipterans
(Chironomidae). Amphipods (Hyalella spp. or Gammarus spp.), cladocerans (Daphnia
schødleri or Daphnia pulicaria), ephemeropterans (Siphlonurus spp., Stenacron spp.,
Ephemerella spp., Serratella spp. or Baetis spp.), mollusks (Spheariidae, Planorbidae or
Physidae) and benthic algae (Anabaena spp.) were also present but accounted for less
of the diet weight. Detritus composed 30.4% of the diet by weight and occurred in 94.7%
of diets in all length-classes (Table 1). Dipterans were the second-highest proportion of
the diet of all length-classes, composing 30.0% of the diet by weight and occurring in
84.2% of diets. Longnose Suckers also relied upon copepods, which comprised 10.4% of
the diet but at a low frequency of occurrence of 8.8%. Amphipods, cladocerans, ephemer-
opterans, mollusks and benthic algae each composed less than 10% of the diet by weight
in all length-classes.

Size-specific diet shift

We wanted to further examine possible differences across Longnose Sucker length classes
for the most prevalent diet items by weight. Mean composition by weight for amphipods,
copepods, detritus and dipterans varied among length-classes (Figure 2), but statistical
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significance was not supported for any diet items from beta regression or post-hoc Tukey
tests. Amphipod proportion by weight was least for the 300mm and 500mm length class
(Figure 2(A)). Overall, copepod proportion by weight decreased from length-class 100mm
to length-class 500mm (Figure 2(B)). Dipterans and detritus proportion by weight was
relatively constant across all length classes (Figure 2(C,D)).

Feeding patterns

The relationship between prey-specific abundance and frequency of occurrence indicate
that Longnose Suckers exhibit a generalized feeding strategy (Figure 3). The most import-
ant diet items were dipterans and detritus, eaten by more than half of the fish, but their
average contribution to the stomach contents of these fish was low (Figure 3). Rare (in
terms of being found in diets) prey items included amphipods, cladocerans, copepods,
ephemeropterans, mollusks, benthic algae and trichopterans (Figure 3).

Figure 2. Proportion by weight across length class (total length; TL) for (A) amphipods, (B) copepods, (C) Diptera and
(D) detritus in Longnose Sucker diets collected in Yellowstone Lake, Wyoming, USA in 2018. Black lines are median
values, boxes are interquartile range (IQR), whiskers are 1.5 � IQR and points are outliers.

Table 1. Frequencies of occurrence and percent composition by weight for diet items eaten by Longnose Suckers
sampled in 2018 (this study), Biesinger (1961) and Brown and Graham (1954).

Frequency of occurrence (%) Composition
by weight (%)

Diet item This study Biesinger (1961) Brown and Graham (1954) This study

Amphipoda 47.4 60.0 NA 8.8
Cladocera 26.3 58.0 NA 4.9
Copepoda 8.8 8.0 NA 10.4
Diptera 84.2 92.0 49.7 30.0
Ephemeroptera 12.3 20.0 44.7 3.2
Mollusca 10.5 0.0 1.0 7.5
Benthic algae 12.3 14.0 63.0 2.7
Trichoptera 19.5 29.0 28.0 1.4
Detritus 94.7 NA 85.0 30.4

NA¼ not applicable.
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Historical comparison

Brown and Graham (1954) sampled 74 fish for diet examination (total length,
83mm–496mm) from June to September of 1951 and 1952, while Biesinger (1961)
sampled 100 fish for diet examination (total length, 170–427mm) from July to August of
1959. Strong evidence exists to support that the number of stomachs containing each diet
item differed between Brown and Graham (1954) and this study (v¼ 101.17, p ¼ <.0001)
and Biesinger (1961) and this study (v¼ 111.29, p ¼ <.0001). Amphipods, copepods and
cladocerans were absent in diets from Brown and Graham (1954) study while they
occurred in 47.4%, 8.8% and 26.3% of diets from this study, respectively (Table 1).
Coleopteran (spp.) occurred in over 30% of Brown and Graham (1954) diets but were
absent in 2018 diets. Benthic algae decreased from 63.0% in the Brown and Graham
(1954) diets to 12.3% in 2018 diets (Table 1). Dipterans increased from 49.7% in the
Brown and Graham (1954) diets to 84.2% in 2018 diets (Table 1). Amphipods and clado-
cerans decreased from 60.0% and 58%, respectively, in Biesinger (1961) to 47.4% and
26.3% in 2018 diets (Table 1).

Discussion

Size-specific shift

Longnose Sucker diet composition differed as length increased, though no statistical dif-
ference was supported. Generally, amphipods, dipterans and copepods decreased by
weight in diets as length increased, while benthic algae weight increased. Size-specific
shifts have also been noted in other sucker species’ diets. Amphipods increased in

Figure 3. Relation between prey-specific abundance and frequency of occurrence of prey taxa for Longnose Suckers
sampled from Yellowstone Lake, Wyoming during the summer of 2018. Summarized interpretation of the quadrant
labels for the Costello (1990) technique are below (adapted from Amundsen et al. 1996) or can be further explained
by referencing Amundsen et al. (1996):

� Prey importance and predator feeding strategy are obtained by viewing distributions of points along the diagonals and axes of
the diagram.

� Predator feeding strategy in terms of specialization or generalization is represented on the vertical axis (more specialized predator
is in the upper part of the graph).

� Prey in the upper left corner of the graph will have been consumed by a few individuals displaying specialization.
� Prey in the lower right corner of thee graph will have been eaten occasionally by most individuals.

JOURNAL OF FRESHWATER ECOLOGY 7



importance with increasing total length for White Sucker (Catostomus commersonii) in
Lake Michigan (Koehler 1979), but we observed a decrease in importance of amphipods
with increasing total length (Figure 2(A)). Amphipods were also an important prey item
for Longnose Suckers living in Great Slave Lake, Northwest Territory, Canada and
Pyramid Lake, Alberta, Canada, constituting over 60% of diet by volume (Rawson and
Elsey 1950; Rawson 1951). The apparent size-specific shift we observed may be due to
competition for food resources.

After initial discovery in 1994 and subsequent invasion of Lake Trout in Yellowstone
Lake, Yellowstone Cutthroat Trout exhibited diet shifts to rely more on benthic amphi-
pods than zooplankton (Syslo et al. 2016). As Longnose Sucker length increases, the fish
tend to be sampled in deeper waters; therefore, longer Longnose Suckers are more likely
to occupy the same strata as Yellowstone Cutthroat Trout, which are more abundant in
Yellowstone Lake (Koel et al. 2019). Consequently, the competition between these two
species may increase as Longnose Sucker length increases. The possibility exists that
Longnose Suckers sharing habitat with Yellowstone Cutthroat Trout or Lake Trout must
find alternatives to amphipods in their diets as a result of interspecific competition
because more than 50% of Yellowstone Cutthroat Trout and Lake Trout diets by weight
are comprised of amphipods (Syslo et al. 2016).

A Longnose Sucker life-history study in a Wyoming reservoir found that dipterans
were not abundant in the diets of smaller fish, and as fish size increased, dipterans
became more important (Harned 1981). These conclusions are contrary to our study as
we found dipterans to decrease in importance with increasing length (Figure 2(C)). The
discrepancy may be explained by our samples not including suckers smaller than 100mm,
while, Harned (1981) sampled Longnose Suckers ranging in length from 45mm
to 300mm.

Similar to previous studies on Longnose Sucker, detritus made up a large proportion
of the diets, and copepods decreased in importance in diets of longer Longnose Suckers
(Rawson and Elsey 1950; Koehler 1979). Previous studies showed that zooplankton were
more important than detritus to smaller Longnose Suckers (Rawson and Elsey 1950;
Koehler 1979). The consumption of detritus by a similar species, the White Sucker, is
intentional when preferred invertebrate prey are scarce (Ahlgren 1990). Detritus has pre-
viously been thought of as indigestible and nutritionally insignificant to fish (Darnell
1967; Odum 1970) and that detritus is indiscriminately ingested with invertebrates
(Forbes and Egerton 1888; Carl 1937; Macphee 1960). However, studies have shown
detritus to be 60–75% digestible and assimilated by detritivores and to be nutritionally
adequate to support their growth (Bowen 1981; Lewis and Peters 1984). Thus, detritus is
considered an important diet item to Longnose Suckers in Yellowstone Lake for all
length-classes.

Feeding pattern

Longnose Suckers in Yellowstone Lake have a heterogeneous diet and generalist feeding
strategy. The most important items in Longnose Sucker diets in Yellowstone Lake were
dipterans and detritus. However, their average contribution to the stomach contents was
low, which is indicative of a generalized feeding strategy. A generalist predator has a
broad dietary niche width, utilizing a wide range of food resources at the population level
(Amundsen et al. 1996). Longnose Suckers in Yellowstone Lake have a relatively high
within-phenotype component, meaning individuals exploit a wide range of overlapping
resources (Giller 1984; Amundsen et al. 1996). Previous studies corroborate our findings
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that Longnose Suckers have generalist feeding strategies, preying on many different prey
taxa (Koehler 1979; Harned 1981).

The generalist feeding strategy of Longnose Suckers may have attributed to their suc-
cess in colonizing Yellowstone Lake. A combination of factors determines the population
trajectory of any species introduction, and while each successful invasion has some unique
properties, generalizations on invasion traits exist to predict the success of a species to
invade (Simberloff 2013; Havel et al. 2015). First, non-native species must disperse to
reach new habitats (Havel et al. 2015), and characteristics lending species to be trans-
ported by humans (intentionally or unintentionally) are important attributes of successful
colonists (Ehrlich 1986). Second, certain characteristics lend species the capability to be
successful invaders by their ability to succeed in a new aquatic habitat (Ehrlich 1986).
Successful colonists tend to be relatively abundant and widely distributed where they are
endemic (Ehrlich 1986); Longnose Suckers are the most widespread sucker in Northern
America (Varley and Schullery 1998). In systems that have been minimally altered by
human activity, such as Yellowstone Lake, invasive fish are more likely to be represented
by top predators and omnivores/detritivores (Moyle and Light 1996). Our findings indi-
cate that Longnose Suckers in Yellowstone Lake are polyphagous omnivores-detritivores
with a generalist feeding strategy. Finally, the success of a non-native species to persist is
partially due to the features of the site to which it has been introduced (Simberloff 2013).
The clear, cold waters of Yellowstone Lake provide the preferred habitat of Longnose
Suckers (Varley and Schullery 1998).

Historical comparison
Diet item frequency of occurrence differed in the Brown and Graham (1954) and 2018
diets, which may be due to a variety of factors. A size-specific shift cannot explain the
variance in diet composition observed between Brown and Graham (1954) and our study
as the total lengths of Longnose Suckers sampled were consistent between the studies.
However, different sampling locations may be attributed to the variation in diet compos-
ition between Brown and Graham (1954) and our study. The Brown and Graham (1954)
study sampled diets from the mouths of two tributary streams, whereas we sampled diets
from the lake proper. The difference in sampling location may explain the lack of cope-
pods and cladocerans in the Brown and Graham (1954) diets. Copepods and cladocerans
are found in lentic water habitats such as ponds and lakes (Ebert 2005; Boxshall and
Defaye 2008); Longnose Suckers sampled from the lake proper likely fed on zooplankton
because copepods and cladocerans are abundant in Yellowstone Lake. Suckers sampled
from the tributary streams did not feed on zooplankton because zooplankton may be less
available in the tributaries. In Yellowstone National Park, approximately 20 coleopteran
species have been identified, but they have not been widely collected in aquatic environ-
ments (Roemhild 1994). Thus, the possibility exists that the coleopterans observed in
Longnose Sucker diets sampled in the Brown and Graham (1954) study were of terrestrial
origin and fell into the tributary streams. Dipterans are found in extremely varied habitats
encompassing lentic and lotic water habitats (Pinder 1995), explaining why this diet item
was present in over 50% of diets from Brown and Graham (1954) and our study.

We hypothesize that changes between Biesinger (1961) (sampled fishes in Yellowstone
Lake proper) and contemporary diets might be due to another non-native fish, the pisciv-
orous Lake Trout. Non-native Lake Trout introduction altered the ecosystem structure
and function in Yellowstone Lake and other water bodies (Tronstad et al. 2010; Ellis et al.
2011). This effect is apparent in Yellowstone Lake, where Lake Trout invasion caused a
four-level trophic cascade resulting in a zooplankton assemblage dominated by small
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copepods to an assemblage with higher abundance and biomass of larger species
(Tronstad et al. 2010). The shift in zooplankton assemblage resulted in a decrease in ben-
thic algae biomass.

If Lake Trout attributed to the variance in diet composition between Biesinger (1961)
and our study, we expect to see that the dominant food items identified in Lake Trout
and Yellowstone Cutthroat Trout diets (i.e. amphipods) (Syslo et al. 2016) would result in
a decrease in the frequency of overlapping diet items in Longnose Sucker. Amphipod fre-
quency of occurrence decreased in diets of Longnose Suckers sampled from the lake in
2018 compared to those in the Biesinger (1961) study. Larger-bodied zooplankton (clado-
cerans) were found more frequently than small copepods in diets of Longnose Suckers
sampled from the lake in 2018 as well. Thus, the Lake Trout-induced trophic cascade that
altered the relative abundances of aquatic invertebrates could have altered invertebrate
availability for consumption by the Longnose Suckers.

Conclusion

No comprehensive study existed researching Longnose Sucker diets sampled from
Yellowstone Lake, thus, this study provides novel information describing Longnose Sucker
diet composition and feeding ecology. Examining the feeding habits of non-native fishes
is critical for determining the ecological effects of species introductions and competition
between introduced species and native species (Syslo et al. 2016). Here, we expanded the
knowledge of Longnose Sucker ecology and added to the limited research existing on
Longnose Suckers. Plans exist to include this research in food-web and Ecopath
(Christensen and Walters 2004) modelling that will be integrated into further research in
Yellowstone Lake.
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