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Abstract.—Scale influences the detection of relationships between landscape
alterations and stream fishes and therefore has strong implications for conserva-
tion planning and implementation. This is especially true in riverscapes because
terrestrial landscapes drain into riverscapes in a manner that can be measured at
multiple scales. Two commonly employed scales in riverscape ecology and con-
servation include local catchment (i.e., the area of land draining directly into a
segment of stream between two confluences) and network catchment (i.e., the
total area of upstream land). We used a multispecies extension of species distri-
bution modeling (i.e., gradient forest) to describe relationships between land-
scape alterations (measured at local catchment and network catchment scales)
and stream fish occurrence patterns in portions of the Mississippi and Tennessee
River basins in western Tennessee, USA. Landscape alterations included seven
urban or agricultural classes, and densities of roads, road crossings, dams, hu-
man population, mines, and confined animal-feeding operations. At the network
catchment scale, the most influential landscape alterations affecting fish distribu-
tions were cultivated crops and pasture/hay land uses, but at the local catchment
scale, open-space development, human population density, and road density
were most important for describing multispecies fish distributions. Despite these
differences, gradient forest model performance measured as explained variation
at the species level was consistent between local catchment and network catch-
ment scales. Furthermore, when predictions for unsampled stream segments
were mapped across the region, both scales produced consistent patterns in fish
assemblages affected by low, medium, and high development or cultivated crops.
Our results provide direction to conservation practitioners by identifying regions
where limited resources might be allocated to increase efficiencies within two
highly altered and taxonomically diverse riverscapes. The framework described
here provides a case study for application of new statistical innovations to address
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conservation challenges and can be used in other landscapes and riverscapes to
identify locations where management efforts might be best allocated.

Introduction

Determining the appropriate scale(s) for eco-
logical assessment and application of conser-
vation initiatives is often a challenge (Levin
1992; Boyd et al. 2008). Scale encompasses
the grain and extent of observation, where
grain represents the smallest spatial or tem-
poral resolution and is generally the observa-
tional unit and extent represents the spatial
dimension or time period over which all ob-
servations are made (Wiens 1989). The defi-
nitions of these components of scale strongly
influence detection of linkages between en-
vironmental variables and fish occurrence,
abundance, or community composition (Al-
lan et al. 1997; Angermeier and Winston
1998; Kunin 1998; Lammert and Allan 1999).
For example, Labbe and Fausch (2000) found
that occurrence, population growth rate,
and individual growth rate for a single spe-
cies were each regulated by environmental
variables measured at unique spatial scales.
Other authors have identified similar scale-
dependent regulators of fish populations and
assemblages across a range of biomes (Jack-
son et al. 2001; Chick et al. 2004; Kennard et
al. 2007). Consequently, scale has emerged as
a focal research area for promoting the con-
servation of fishes (Fausch et al. 2002; Fagan
et al. 2005; Gido et al. 2006). Despite previous
advances in the application of scale theory
in fish conservation (see overview by Fausch
2010), additional research is required to de-
termine the most appropriate spatial scales
for developing preservation or restoration
plans for increasingly threated freshwater
fauna (Rivers-Moore et al. 2011; Stendera et
al. 2012; Erds 2017).

In lotic ecosystems, applied principles of
landscape ecology allow for addressing the
issue of scale in fish conservation (Frissell

et al. 1986; Ward 1998; Wiens 2002). Fausch
et al. (2002) reviewed the application of hi-
erarchy theory in riverscapes as a means of
connecting basic research on scaling with ap-
plied research focused on stream fish conser-
vation. Because riverscapes drain terrestrial
landscapes, riverscapes are linked to land-
scapes through processes mediated by hydro-
logic connectivity (Pringle 2003; Allan 2004;
Burcher et al. 2007). Given these linkages, al-
terations to land use that result in land-cover
transformation degrade ecological integrity
and affect the abundance and distribution of
fishes (Wang et al. 1997; Wenger et al. 2008).
Terrestrial land-cover alterations, such as
transformation from natural forest or prairie
to urban or agricultural land uses, are among
the most widely studied (Wang et al. 2001;
Blann et al. 2009); however, these are not the
only landscape factors affecting stream fish-
es. Multiple landscape alterations, including
roadways and railways, roadway and railway
crossings, confined animal feeding opera-
tions (CAFOs), mining runoff, human popu-
lation density, and large and small dams, are
all known to influence stream fishes (Fore et
al. 2014; Perkin et al. 2016; Wellemeyer et al.
2018). The capacity of mangers to address
the ecological consequences associated with
these landscape alterations is scale-depen-
dent. Near-term and local-scale actions such
as riparian planting, streambank stabilization,
channel redesign, fish passage improvement,
and small dam removal are most appropri-
ate when fishes are responsive to fine-scale
alterations not affecting entire basins (Kwak
and Freeman 2010). Alternatively, long-term
and large-scale habitat management actions
such as natural flow regime mimicry or co-
ordinated uses of cover crops to reduce soil
erosion might be necessary to address land-
scape alterations associated with fish respons-
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es at basin scales (Kwak and Freeman 2010;
Strayer and Dudgeon 2010). A growing body
of research has identified local and network
catchments as relevant scales for assessing
landscape-riverscape interactions, where lo-
cal catchment describes the area draining im-
mediately into a stream segment and network
catchment describes the total upstream area
draining to a point (Hill et al. 2017; Figure
1). Previous works have demonstrated that
landscape alterations can correlate stron-
gest with ecological change in streams at lo-
cal scales (Wang et al. 2001, 2003), network
catchment scales (Roth et al. 1996; Gido et al.
2006), or, in some cases, both scales (Hoeing-
haus et al. 2007; Macedo et al. 2014; Leal et

al. 2016). Development of management plans
aimed at conservation of stream fishes there-
fore require assessing linkages between land-
scape alterations and fish ecological integrity
at multiple spatial scales, chiefly local catch-
ment and network catchment scales (Closs et
al. 2015; Jeffrey et al. 2015; Erés et al. 2018).
A further scale-related challenge in fresh-
water fish conservation involves the level of
organizational complexity used in ecological
assessment. Levin (1992) discussed the difter-
ential perspectives that come with studying
organisms at the levels of individuals, popu-
lations, species, assemblages, communities,
or ecosystems. Conservation programs have
traditionally focused on groups of individuals

Figure 1. Conceptual diagram illustrating the spatial scales investigated in this study.
Fish sampling sites (white circle) were located on stream segments defined as intercon-
fluence sections of stream (blue lines; flow continues in direction of arrow). Each stream
segment drains a local catchment (dark gray shading) as well as multiple upstream local
catchments (dashed gray lines show outlines) that together are a network catchment

(black outline).
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within a single population or perhaps multi-
ple populations of a single species (Soulé and
Wilcox 1980). This focal level provides con-
venience in terms of targeted sampling and
development of specified and complex mod-
els while operating at the level where most
change in conservation status is measured
(i.e., population decline or extirpation; Olden
2003). Conservation listings typically include
species identity and sometimes specific pop-
ulation identities to create species-specific
management plans, and this approach has
been successful in preserving populations
(Simberloft 1998). However, more recent ad-
vances in conservation biology advocate mul-
tispecies approaches that operate at the level
of assemblages or communities rather than
populations (Ferrier and Guisan 2006; Ma-
guire et al. 2016). Assemblage-level models
(ALMs) of species distributions provide ben-
efits over single-species approaches because
they allow for simultaneous consideration of
multiple species, including rare species, and
assess patterns of co-occurrence that are use-
ful for detecting emergent properties (i.e., pat-
terns not evident in single species approach-
es) in ecological degradation (Nieto-Lugilde
et al. 2018). Furthermore, ALMs allow for
identifying the environmental variables most
pertinent to management by evaluating mul-
tispecies change in occurrence or abundance
across ecological gradients (Ellis et al. 2012).
In this context, applications of ALMs effec-
tively scale up traditional population- or spe-
cies-level approaches to assemblage or com-
munity levels (Pitcher et al. 2012). Yet ALMs
have received relatively little attention in the
application of biodiversity conservation (Ni-
eto-Lugilde et al. 2018), and this is especially
true of multiscale applications to benefit fish
conservation in riverscapes (Leigh and Datry
2017). Given recent calls for scaling up fish
conservation to multiple species across entire
network catchments through establishment
of protected areas such as native fish conser-

vation areas (Williams et al. 2011; Malone et
al. 2018), ALMs have potential to contribute
to emerging conservation initiatives at broad-
ening spatial scales. Currently, additional re-
search is necessary to determine the appro-
priate spatial and organizational complexity
scales for relating riverscape alterations to
stream fish species and assemblages as a
means of informing conservation and man-
agement planning.

The goal of this study was to develop
multiscale (local catchment and network
catchment) predictions for stream fish eco-
logical condition measured at two levels (spe-
cies and assemblage) to inform riverscape
conservation planning. Here, we define as-
semblage as a collection of fishes occurring
together in space and time and differentiate
this term from community in that only fishes
and no other aquatic organisms (e.g., inver-
tebrates, vegetation) are considered (Fauth
et al. 1996). To accomplish our goal, we de-
veloped three objectives. Our first objective
was to assemble data for 13 landscape altera-
tions measured at local and network catch-
ment scales for portions of the Mississippi
and Tennessee basins in western Tennessee,
USA. These basins are part of a regional fish
diversity hotspot characterized by a globally
significant level of biodiversity (Warren et
al. 2000; Abell et al. 2008). Our second ob-
jective was to assess relationships between
landscape alterations and the distributions
of freshwater fishes compiled at species and
assemblage levels. Our third objective was to
develop spatially explicit descriptions of the
multiscale relationships between landscape
alterations and fish biodiversity as a tool for
conservation planning across the region. We
hypothesized that ecological responses to
landscape alterations would not be uniform
across the region because of spatial variation
in landscape alterations. For example, urban
areas should have a unique suite of alterations
that affect fishes through pathways that differ
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from alterations created in agricultural areas
(Wang et al. 2001; Feist et al. 2018). We also
hypothesized that the magnitude (i.e., mea-
sured as model R?) of ecological responses as-
sociated with landscape alterations measured
at the local catchment scale would differ from
those measured at the network catchment
scale. This is expected because some land-
scape alterations such as urbanization should
have stronger localized effects compared to
landscape alterations such as agriculture that
generally occur over broader spatial extents
(Thornbrugh et al. 2018). Tests of these hy-
potheses have direct implications for inform-
ing the locations and scales most appropriate
for conservation actions aimed at managing
stream fish ecological integrity.

Methods
Study Area

We assessed landscape alterations and fish
distributions in the Southeastern Plains and
Mississippi Valley Loess Plains ecoregions
of Tennessee, USA (Omernik and Grifhth
2014). The region is bordered by the Missis-
sippi River to the west, the Tennessee River
to the east, the Mississippi State border to the
south, and the Kentucky State border to the
north (Figure 2). The ecoregions are also sep-
arated by the division of the Mississippi and
Tennessee basins, a bisection that represents a
strong biogeographic barrier to fishes (Etnier
and Starnes 1993). Consequently, two subre-
gions were assessed independently: portions
of the Mississippi and Tennessee basins. Al-
though the northern and southern borders of
the study area are political (rather than bio-
geographic), all major streams drain either to
the west (Mississippi basin tributaries) or the
west and east (Tennessee basin tributaries),
and therefore most of the local catchments
and network catchments assessed, were com-
pletely within the study area. Average annual
air temperatures are 10-22°C, and average an-

nual rainfall is 136.39 cm/year across the re-
gion (Wellemeyer et al. 2018). The dominant
natural land cover was historically deciduous
temperate forest, although considerable land-
use transformation has occurred to support
agriculture and urbanization. Agriculture
land use dominates landscapes in the Missis-
sippi Valley Loess Plains ecoregion draining
into the Mississippi basin, including both cul-
tivated crops and hay pastures, whereas forest
land cover dominates the Southeastern Plains
ecoregion draining into the Tennessee River
basin (Homer et al. 2015).

Landscape Data

We collected landscape alteration data for 13
variables representing the dominant forms of
alteration for the region and for which reli-
able data were available. Landscape altera-
tions were compiled at local catchment and
network catchment scales using a geographic
information system, and the protocol is de-
scribed in detail by Wellemeyer et al. (2018).
This protocol included defining stream seg-
ments as polylines from the National Hydro-
logic Dataset (NHD; USEPA and USGS 2012)
across the entire region. The NHD is based on
a digital elevation model and allows for as-
cribing the local catchment as the area of land
draining immediately into a polyline and the
network catchment as all upstream land area
draining into the same polyline. We used local
catchment and network catchment polygons
from the NHD to compile landscape alteration
data at each scale independently. Landscape al-
terations included proportion of the terrestrial
landscape covered by cultivated crop (Crop),
pasture and hay (Hay), or urban development
(five classes: open, Devl; low intensity, Dev2;
medium intensity, Dev3; high intensity, Dev4;
and impervious cover, Dev5) and density
(#/km?) of length of paved roads and rail-
roads (Road), roadway and railway crossings
(Cross), human population (Pop), dams >3 m
(Dam), mining permits (Mine), and CAFO
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Figure 2. Study area map illustrating Tennessee in the southeastern United States,
stfream segments, and fish sampling sites in the Mississippi and Tennessee River basins

permits (CAFO) for local catchments and net-
work catchments (Table 1). All land-cover data
were obtained from the National Land Cover
Dataset (Homer et al. 2015), roadway and rail-
way data were obtained from the U.S. Census
Bureau (2014), human population data were
obtained from the U.S. Census Bureau (2010),
dam locations were obtained from the Na-
tional Inventory of Dams (USACE 2013), and
CAFO and mining permit data were obtained
from the Tennessee Department of Environ-
mental Conservation (TDEC 2012).

Fish Data

We used fish occurrence data collected by
the Tennessee Wildlife Resources Agency
from across the study area during 2000-2015.
Those data were collected by using a stan-

dardized sampling protocol that consisted
of sampling 100-200 m of wadeable stream
(i.e., stream order <3; Strahler 1957) in an
upstream direction using single-pass elec-
trofishing conducted using a single backpack
electrofisher (100-200 V, direct current) and
a single netter. This level of sampling effort
is consistent with recommendations for as-
sessments of ecological condition reported
elsewhere (Reynolds et al. 2003). Fishes col-
lected during sampling were held until the
entire site was sampled, at which point spe-
cies were identified and released. Detailed
methods used to ensure the quality of these
data are given in Wellemeyer et al. (2018) and
included retention of only fishes identified
to species, assignment of fish collections to
NHD polylines using geographic positioning
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system coordinates collected during fish sam-
pling, and combining fish occurrence data
across multiple collections when the same
site was sampled more than once (Gido et
al. 2006). We also excluded species that oc-
curred in fewer than five collections. Review
of the database and exclusions as noted above
resulted in 72 sites (50 species) from the Mis-
sissippi basin and 89 sites (62 species) from
the Tennessee basin.

Statistical Analyses

We simultaneously modeled species and as-
semblage levels of organization using four
gradient forest models built at two spatial
scales for the two ecoregions. Gradient for-
est (GF) modeling is a multispecies exten-
sion of random forest (RF) modeling, a com-
monly applied tree-based machine learning
algorithm. Benefits of RF models include
increased classification accuracy when com-
pared with traditional classification trees, the
ability to model nonlinearity and threshold
responses, and inclusion of complex interac-
tions among predictor variables (Prasad et
al. 2006). These models also have advantages
over other machine learning models such as
artificial neural networks because partial de-
pendence plots give insight into conditioned
responses to individual predictor variables
(Cutler et al. 2007). An historical limitation to
RF modeling was that only a single response
variable (here, species) could be modeled,
and scaling up to assemblages required stack-
ing multiple independently developed mod-
els in a nonintegrated and computationally
intensive fashion. This limitation was recently
addressed with the advent of GF models (El-
lis et al. 2012). In GF modeling, RF models
are constructed for each species in a matrix
of multiple species, and the relative impor-
tance of variables and locations of threshold
responses along predictor variable gradients
are provided at species and assemblage levels.
This approach represents a powerful method

for determining how entire assemblages re-
spond to environmental gradients while si-
multaneously incorporating individual spe-
cies responses (Pitcher et al. 2011).

We fit GF modelsin R (R Core Team 2018)
using the ‘extendedForest’ package, an exten-
sion of the randomForest’ package (Liaw and
Wiener 2002). We used a matrix of species
occurrence data and fit classification-based
models separately for each spatial scale and
subregion combination (four models total) to
test our hypothesis that landscape variables
that correlate with fish assemblage structure
differ across space and scales. For each mod-
el, we used the function ‘gradientForest’ with
fish occurrence data as the response variable,
used the 13 landscape alteration variables as
predictor variables, constructed 500 trees,
and included four randomly selected pre-
dictor variables as candidates for each split
(Ellis et al. 2012). We used a series of diag-
nostic plots to assess relationships between
landscape alterations and fish occurrences
to measure the magnitude of ecological re-
sponses to landscape alterations. We plotted
overall importance of landscape alteration
variables using R* weighted importance, cu-
mulative importance to illustrate responses
to landscape alteration gradients averaged
across all species, and model performance de-
picting out-of-bag error rate for each species
for which the landscape alterations had some
explanatory power (Ellis et al. 2012). Values
for R* weighted importance represent aver-
age R* values across all species and therefore
are generally smaller in magnitude compared
with single-species R* values, but their rela-
tive magnitudes are nonetheless informative
and equally interpretable. Finally, we trans-
formed all environmental predictions from
the GF model into a common biological scale
to illustrate predicted fish assemblage compo-
sition based on landscape alteration data in a
spatially explicit matter. We used the ‘predict’
function and landscape alteration data from
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all sampled and unsampled stream segments
to generate biological predictions and then
ordinated results using principle components
analysis with weighted species scores overlaid
(Pitcher et al. 2011). This approach is compa-
rable to direct ordination in that site scores,
species scores, and landscape alteration data
are simultaneously shown, but here, relation-
ships are shown after accounting for nonlin-
earities and threshold responses by species.
As with most ordination methodologies, a
large number of axes are generated, and we
retained only the first two for interpretation.
We mapped predictions for fish assem-
blage composition across the region. We used
GF models for each of the two spatial scales
in the two subregions to develop predictions
for fish assemblage composition at all sam-
pled and unsampled stream segments. We
first filtered the data set of unsampled stream
segments and removed any segments that
had individual landscape alteration magni-
tudes greater than those in the subset of seg-
ments that were sampled for fishes, as well as
stream segments with stream orders greater
than three. This step was necessary to con-
trol for gradient lengths for natural (stream
size) and anthropogenic gradients so that
predictions were not made for streams out-
side the domain of our models. This resulted
in the removal of highly urbanized stream
segments in the Memphis, Tennessee and
Jackson, Tennessee areas, as well as all large
main-stem rivers. We clustered predictions
from each model to improve interpretation
using the ‘clara’ clustering function from the
‘cluster’ package (Maechler et al. 2018). This
clustering technique is capable of handling
large numbers of observations (Kaufman and
Rousseeuw 1990), including 17,081 segments
at the network catchment scale and 15,738
segments at the local catchment scale in the
Mississippi basin and 6,961 segments at the
network catchment scale and 6,973 segments
at the local catchment scale in the Tennes-

see basin. The number of segments differed
among scales within each basin because of
exclusions of segments with large-magnitude
landscape alterations, which differed across
scales. We elected to use four clusters for each
model because this number of clusters cap-
tured the major gradients in landscape altera-
tions. Finally, we assigned predictions for as-
semblage composition to polylines from the
NHD and mapped predictions as a means of
producing spatially structured data useful for
conservation planning.

Results
Landscape Alterations

Most landscape alterations occurred in both
subregions, with few exceptions. No CAFO
permits or mining permits occurred in the
sampled catchments in the Mississippi basin,
and no dams or CAFO permits occurred with-
in the sampled catchments in the Tennessee
basin. The dominant forms of land use in lo-
cal catchments and network catchments were
Crop, Hay, Devl, and Dev5 (Table 1). The me-
dian values for land-use transformation to cul-
tivated crops included more than 30% of the
area in the Mississippi basin (0.31-0.37 across
scales) but was less intense in the Tennessee
basin (0.03-0.04 across scales). Conversely,
median values for transformation to hay were
largely consistent in the Tennessee (0.02-0.05
across scales) and Mississippi (0.05-0.08
across scales) basins. Development generally
occurred to a greater extent in the Mississippi
basin compared with the Tennessee basin, in-
cluding Devl, Dev5, and Pop.

Environmental Correlates for Fish
Distributions

The most influential landscape alterations
associated with fish distributions varied by
basin and spatial scale. In the Mississippi
basin, Crop, Hay, and Dev2 had the highest
weighted importance at the network catch-
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ment scale, but Devl, Crop, and Pop became
most important when data collection was
scaled down to local catchments (Figure 3a).
Among all 13 variables, weighted impor-
tance was higher at the network catchment
scale for eight alterations and higher at the
local catchment scale for five alterations. In
the Tennessee basin, Crop, Hay, and Cross
had the highest weighted importance at the
network catchment scale, but Pop, Road, and
Dev1 became most important when data col-
lection was scaled down to local catchments
(Figure 3b). Among all 13 variables, weighted
importance was higher at the network catch-
ment scale for eight alterations and higher at
the local catchment scale for five alterations.

Cumulative importance plots highlight-
ed linear (i.e., single species losses or gains)
versus threshold (i.e., multiple species losses
or gains) changes in assemblage composi-
tion and the scales at which these changes
were most important for predicting fish as-
semblage structure. Assemblages changed in
approximately linear patterns regardless of
scale as the proportion of Crop increased at
both network and local catchment scales in
the Mississippi basin (Figure 4a), but in the
Tennessee basin, Crop was more important
at the network catchment scale than the lo-
cal catchment scale and a threshold response
in assemblage change was evident when 20-
30% of catchments were cultivated (Figure

Figure 3. Influence of landscape alterations on stream fish assemblages as measured
as R? weighted importance for gradient forest models fit to data from the (a) Mississippi
and (b) Tennessee River basins at network catchment (white bars) and local catchment
(black bars) scales. Variables are ranked by importance at the network catchment scale;
see Table 1 for landscape alteration variable descriptions.
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Figure 4. Change in fish assemblage
composition across gradients in landscape
alterations illustrated as cumulative impor-
tance plots from gradient forest models for
the Mississippi and Tennessee River basins
at network catchment (dashed lines) and
local catchment (solid lines) scales. See Ta-
ble 1 for landscape alteration variable de-
scriptions; note panels (i) and (j) are shown
on log scale.

4b). Assemblages in both the Mississippi and
Tennessee basins changed in a linear pattern
regardless of scale as proportions of Hay (Fig-
ure 4c¢, 4d) and Dev1 (Figure 4e, 4f) land uses
increased, although Hay was more important
at the network catchment scale and Dev1 was
more important at the local catchment scale.
Road crossing density was more important at
the network catchment scale across both ba-
sins, but the range of magnitudes was smaller
at the local catchment scale (Figure 4g, 4h).
In the Mississippi basin, threshold changes
in assemblage composition occurred when
road-crossing densities ranged from 4 to 5
and 18-19 crossings/km? at both scales (Fig-
ure 4g). Assemblages changed in a curvilinear
pattern before plateauing as human popula-
tion density increased at both network and
local catchment scales in the Mississippi and
Tennessee basins, but a threshold was evident
in the Mississippi basin when 30,000-39,000
people/km? were present in local catchments
(Figure 4i, 4j). Road density was more im-
portant at the network catchment scale in
the Mississippi basin (Figure 4k) but more
important at the local catchment scale in the
Tennessee basin (Figure 41).

Species and Assemblage Patterns

Models had at least some explanatory power
for 47 of 50 species in the Mississippi basin
(Table 2) and 61 of 62 species in the Ten-
nessee basin (Table 3). Box plots of random
forest model performance were consistent
between scales for the Mississippi and Ten-
nessee basins (Figure 5). Among the top 10
species for which models explained the great-
est amounts of variation in occurrence, mod-
el performance was either greater at the net-
work catchment scale (3 in the Mississippi, 2
in the Tennessee) or was consistent between
scales (7 in the Mississippi, 8 in the Tennes-
see). Among the remaining species in the
Mississippi basin, network catchment-scale
measurements performed best for 38% (14
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Figure 5. Performance of random forest models developed for species during gradi-
ent forest model fitting measured as 1-relative error rate (interpreted as with R?) for data
from the Mississippi and Tennessee River basins at network catchment (white boxes and
circles) and local catchment (gray/black boxes and circles) scales. Box plots show the
distributions for all species. Only species for which models had some explanatory power
are shown; see Tables 2 and 3 for description of species codes.
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of 37), local catchment-scale measurements
performed best for 38% (14 of 37), and both
scales produced equally accurate models for
24% (9 of 37). Among the remaining species
in the Tennessee basin, network catchment-
scale measurements performed best for 43%
(22 of 51), local catchment-scale measure-
ments performed best for 37% (19 of 51), and
both scales produced equally accurate models
for 20% (10 of 51).

Seventy percent of the variation in as-
semblage composition predicted by the net-
work catchment GF model in the Mississippi
basin was captured in PC1 (46%) and PC2
(24%). The first PC represented an agricul-
tural gradient with catchments character-
ized by higher proportions of Hay land use
arranged negatively and network catchments
characterized by higher proportions of Crop
land use arranged positively (Figure 6a). The
second PC represented a development gradi-
ent with network catchments having greater
densities or coverages by Road, Devl, Dev2,
Pop, Cross, and Dev 5 arranged positively
and network catchments with lower mag-
nitudes for all of those alterations arranged
negatively. Along those gradients, predictions
for fish assemblage composition clustered as
four groups illustrated assemblage variation
among catchments with low, medium, and
high urban development as well as high Crop
coverage (Figure 6b). Weighted species scores
illustrated the major components of assem-
blage change across those gradients, includ-
ing prevalence of Common Carp, Golden
Shiner, and Grass Pickerel in Crop streams
and prevalence of Suckermouth Minnow,
Blackstripe Topminnow, and Largemouth
Bass in heavily developed streams (Figure
6¢). Least developed streams were character-
ized by high occurrences of Firebelly Darter,
Gulf Darter, and Brown Madtom.

Sixty-nine percent of the variation in as-
semblage composition predicted by the local
catchment GF model in the Mississippi basin

was captured in PC1 (45%) and PC2 (24%).
The first PC represented an agricultural gra-
dient, with local catchments characterized by
a higher proportion of Hay land use arranged
negatively and local catchments characterized
by a higher proportion of Crop land use ar-
ranged positively (Figure 6d). The second PC
represented an urban to rural gradient, with
local catchments characterized by develop-
ment, such as Devl, Road, Dev5, and Dev2,
arranged positively and local catchments
with high population density arranged nega-
tively. Along these gradients, predictions for
fish assemblage composition clustered into
four groups illustrated assemblage variation
among local catchments, with low, medium,
and high urban development coverage as well
as high Crop coverage (Figure 6e). Weighted
species scores illustrated the major com-
ponents of assemblage change across these
gradients, including prevalence of Common
Carp, Mimic Shiner, and Tadpole Madtom
in Crop streams, and Suckermouth Min-
now, Blacktail Shiner, and Warmouth in rural
streams (Figure 6f). Least developed streams
were characterized by high occurrences of
Orangefin Shiner, Northern Hog Sucker, and
Spotted Gar.

Seventy-three percent of variation in as-
semblage composition predicted by the net-
work catchment GF model in the Tennessee
basin was captured in PC1 (49%) and PC2
(24%). The first PC represented a develop-
ment gradient, with network catchments
characterized by little urban development
arranged negatively and network catch-
ments characterized by a higher proportion
of Hay, Crop, Devl, and Dev5 land use ar-
ranged positively (Figure 7a). The second PC
represented an agricultural gradient, with
network catchments characterized by higher
proportions of Hay arranged positively and
network catchments characterized by higher
proportions of Crop land use arranged nega-
tively. Along these gradients, predictions for



18 PERKIN ET AL.

Figure 6. Principle component (PC) plot of biologically fransformed landscape altera-
tion variables illustrating predicted fish assemblage composition for stream segments in
the Mississippi River basin at (a—c) network catchment and (d-f) local catchment scales.
Panels (a) and (d) illustrate latent PC gradients (% variation explained by each) in pre-
dicted assemblage composition developed using gradient forest models, 13 landscape
alteration variables (see Table 1 for definitions), and fish assemblage data. Assemblage
compositions clustered into four groups illustrate stream segments affected by low (blue),
medium (green), or high (red) development as well as cultivated crop land use (orange).
Panels (b) and (e) illustrate a close up of the data cloud as well as the distribution of seg-
ments with fish assemblage samples (yellow circles) used in model development. Panels
(c) and (f) illustrate weighted species scores; see Table 2 for species code descriptions.
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Figure 7. Principle component (PC) plot of biologically fransformed landscape altera-
tion variables illustrating predicted fish assemblage composition for stream segments in
the Tennessee River basin at (a-c) network catchment and (d-f) local catchment scales.
Panels are as in Figure 6 except that (d) illustrates assemblage compositions clustered into
four groups to illustrate stream segments affected by low (blue), medium (green), or high
(red) development as well as high human population density (dark red); see Table 3 for
species code descriptions.
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fish assemblage composition clustered into
four groups illustrated assemblage variation
among network catchments, with low, me-
dium, and high urban development as well
as high Crop coverage (Figure 7b). Weight-
ed species scores illustrated the major com-
ponents of assemblage change across these
gradients, including prevalence of Brown
Madtom, Ribbon Shiner, and Least Madtom
in Crop streams, and Spotted Bass, Slender
Madtom, and Bluntnose Minnow in highly
developed streams (Figure 7c). Least devel-
oped streams were characterized by high oc-
currences of Blackfin Darter, Blacknose Dace,
and Redline Darter.

Seventy-five percent of the variation in
assemblage composition predicted by the
local catchment GF model in the Tennessee
basin was captured in PC1 (44%) and PC2
(31%). The first PC represented an urbaniza-
tion gradient, with catchments characterized
by rural developments such as Devl, Road,
Hay, and Dev5 arranged negatively and urban
catchments with higher population density
arranged positively (Figure 7 d). The second
PC represented a development gradient, with
catchments characterized by high propor-
tions of Devl, Hay, Dev2, and Dev5, as well
as high densities of Road and Cross arranged
positively and catchments with low values
for each of these alterations arranged nega-
tively. Along these gradients, predictions for
fish assemblage composition clustered into
four groups illustrated assemblage variation
among catchments, with low, medium, and
high urban development as well as high pop-
ulation density (Figure 7e). Weighted species
scores illustrated the major components of
assemblage change across these gradients, in-
cluding prevalence of Mimic Shiner, Stripetail
Darter, and Blackstripe Topminnow in rural
streams and Gizzard Shad, Whitetail Shiner,
and Golden Redhorse in urban streams (Fig-
ure 7f). Least developed streams were char-
acterized by high occurrences of Blacknose

Dace, Fringed Darter, and Least Madtom.

Mapping Predictions

We mapped the spatial distribution of pre-
dicted assemblage compositions across the
two basins at network and local catchment
scales. At the network catchment scale in
the Mississippi basin, a large swath of agri-
culturally induced alterations to stream fish
assemblages was clear, but this swath was
interrupted by intact riparian zones along
tributaries near larger rivers (Figure 8). To
the east and south of the agriculturally domi-
nated area was a region characterized by a
mix of low- and medium-development net-
work catchments fragmented by roads. At
the network catchment scale in the Tennessee
basin, agriculturally affected fish assemblages
attenuated in an easterly direction, although
assemblages affected by urban development
were centered around urban areas. At the lo-
cal catchment scale in the Mississippi basin,
the same swath of agriculturally influenced
fish assemblages was still evident, although a
pattern of development-induced alterations
to fish assemblages in close proximity to this
swath was apparent (Figure 9). In the Tennes-
see basin, local catchments with minimally
altered fish assemblages were distributed to
the east, whereas assemblages affected by
urban development and human population
density increased to the west and along cor-
ridors of major roadways.

Discussion

Our study provides strong evidence for spa-
tial variation in relationships between land-
scape alterations and stream fish assemblages
but mixed evidence for an effect of the se-
lected scales on these relationships. Our first
hypothesis was that ecological responses to
landscape alterations would vary across space
because landscape alterations are not spatial-
ly uniform. This hypothesis was supported
by spatial segregation of fish assemblages af-
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Figure 8. Map of predicted fish assemblage composition based on gradient forest
models for sfream segments in the Mississippi and Tennessee River basins at the network
catchment scale (upper) and land uses from the National Land Cover Database (NLCD;
lower). Colors in the upper panel represent predicted fish assemblages clustered into
those primarily affected by low development (blue), medium development (green), high
development (red), and cultivated crops (orange). Colors in the lower panel are from
Homer et al. (2015) and represent land-use classes, including 11 (open water), 21 (devel-
oped, open space), 22 (developed, low intensity), 23 (developed, medium intensity), 24
(developed, high intensity), 31 (barren land), 41 (deciduous forest), 42 (evergreen forest),
43 (mixed forest), 52 (shrub/scrub), 71 (grassland), 81 (pasture/hay), 82 (cultivated crops).
90 (woody wetlands), and 95 (emergent herbaceous wetlands).



22 PERKIN ET AL.

Figure 9. Map of predicted fish assemblage composition based on gradient forest
models for stream segments in the Mississippi and Tennessee River basins at the local
catchment scale (upper) and land uses from the National Land Cover Database (NLCD;
lower). Colors represent predicted fish assemblages clustered info those primarily affect-
ed by low development (blue), medium development (green), high development (red),
cultivated crops (orange), and high human population density (dark red). Colors in the
lower panel are from Homer et al. (2015) and represent land use classes, including 11
(open water), 21 (developed, open space), 22 (developed, low intensity), 23 (developed,
medium intensity), 24 (developed, high intensity), 31 (barren land), 41 (deciduous forest),
42 (evergreen forest), 43 (mixed forest), 52 (shrub/scrub), 71 (grassland), 81 (pasture/hay),
82 (cultivated crops), 90 (woody wetlands), and 95 (emergent herbaceous wetlands).
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fected by low, medium, and high levels of ur-
ban development caused by road construction
and impervious surfaces as well as agricultural
land use. Previous works have demonstrated
spatial variation in fish assemblage response
to roads (Trombulak and Frissell 2000; Leitao
et al. 2018) and agricultural land use (Leitao
et al. 2018; Bierschenk et al. 2019), but the
question of how scale might influence these
relationships remains a focal research area
(Strayer et al. 2003; Kautza and Sullivan 2015;
Pease et al. 2015). Our second hypothesis was
that the magnitude of ecological responses to
landscape alterations would not be consistent
when landscape alterations were measured at
the network versus local catchment scale. This
expectation was based on a growing body of
research directed at understanding the rela-
tive influences of nearby versus far-upstream
landscape alterations on stream fishes (Wang
et al. 2001, 2003; Gido et al. 2006; Hoeinghaus
et al. 2007; Saly et al. 2011; Marzin et al. 2013;
Macedo et al. 2014; Leal et al. 2016; Leitao et al.
2018). Our results only partly supported our
second hypothesis because fish assemblage
patterns were largely consistent between net-
work and local catchment scales when mapped
across the landscape, yet the identities of the
most important landscape alterations used in
developing spatial predictions and the most
responsive fish species varied with scale. Agri-
cultural land uses such as crop and hay were
the most important for describing fish assem-
blage distributions at the network catchment
scale, whereas low-intensity development and
human population density were most impor-
tant at the local catchment scale. Combined,
our results provide insight into landscape-
riverscape linkages that could be included in
management planning to advance conserva-
tion of freshwater biota (Strayer et al. 2003;
Boyd et al. 2008; Kautza and Sullivan 2015).
Including two levels of organizational
complexity (species and assemblages) provid-
ed inferences not attainable through species-

or assemblage-only approaches. The majority
of scaling studies in freshwater ecosystems fo-
cus on space, time, or a combination of space
and time without varying the level of organi-
zational complexity in the response variable.
That is, focus is generally on either a single
species or assemblage composition. Despite
their long history (Caughley 1994), single-
species assessments have become less com-
mon with the rise of assessments of ecological
condition through multimetric indices (Karr
1981; Ruaro and Gubiani 2013; Wellemeyer
et al. 2018). However, management of eco-
logical condition cannot ignore the needs of
individual species when management plans
are developed (Collares-Pereira and Cowx
2004). Consequently, ensemble approaches
in which multiple levels of organizational
complexity are considered stand the best
chance for developing the robust information
required for management planning (Olden
2003). The GF models employed here address
this need directly by extending single-species
RF models into the multispecies realm (Ellis
et al. 2012). Our results suggest that multiple
species were characteristic of the assemblag-
es inhabiting stream segments affected by a
variety of landscape alterations, and these
species may represent either indicator or sur-
rogate species. Indicator species allow for
targeted monitoring and reduced sampling
efforts at the assemblage level to gain the
same level of information (Dufréne and Leg-
endre 1997), whereas surrogate species are
defined as those responding in a similar fash-
ion as those of conservation concern but are
more easily monitored (Caro and O’'Doherty
1999). We found several regionally endemic
or listed species that were representative of
least-altered stream segments and could be
used as ecological indicators (see Tables 2
and 3) as well as nonlisted fishes occupying
the same habitats that could be monitored
in their place as surrogate species. This pro-
motes efficiencies in resource allocation by
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reducing the level of effort required to assess
or monitor ecological condition and is a level
of insight that would not have been possible
if we had used a single-species approach. An-
other benefit of the GF approach is that spe-
cies for which models have little explanatory
power can be identified and inference appro-
priately constrained. This is a limitation of
most direct-ordination assemblage ecology
methods that provide species scores, but no
insight into how well variation in species oc-
currence is actually described by the model.
Among the species for which GF models ex-
plained the most variation in occurrence, lo-
cal catchment- and network catchment-scale
models captured identical levels of variation
for most of these species across both basins.
These findings suggest consistency in spe-
cies responses to landscape alterations mea-
sured at both local and network catchment
scales, a finding reported by some previous
researchers (Hoeinghaus et al. 2007; Macedo
et al. 2014; Leal et al. 2016). However, other
studies suggest that species are responsive
to landscape alterations measured at specific
scales (Wang et al. 2001, 2003) or across a
gradient of scales (Labbe and Fausch 2000).
Thus, the question remains: which is the most
appropriate scale for measuring landscape al-
terations? The answer to this question is most
likely dependent upon a number of contexts
related to scaling.

Scale is “the central problem in biology”
(Levin 1992) and remains a challenge for ef-
fective management of biodiversity (Boyd et
al. 2008). Ecological investigations with a fo-
cus on scale are best conducted by maintain-
ing consistent predictor and response vari-
ables while varying some component of scale
(Allen and Starr 2017). We conducted a study
with a focus on scale (sensu Allen and Starr
2017) by maintaining consistent landscape
alterations as predictor variables, fish species/
assemblage occurrence as response variables,
and a fixed spatial extent, but we varied the

grain size used to assemble landscape altera-
tions. The two grain sizes we assessed, net-
work catchment and local catchment, are
commonly included in multiscale assessments
comparing effects of nearby versus distant-
upstream landscape alterations (Ward 1998;
Wiens 2002; Allan 2004). In theory, nearby
landscape alterations should have a greater
effect on stream fishes compared with distant
alterations if influences are diluted by flow or
distance (e.g., Kinsolving and Bain 1993), but
this expectation might shift when alterations
are classified as point-source versus diffuse-
source alterations (Lowrance and Sheridan
1985). Point-source alterations are known to
exude strong local-scale influences on stream
fishes at the location where the alteration
enters the stream (Meyer et al. 2005), but
diffuse-source alterations can be more chal-
lenging to detect. This is, in part, because dif-
fuse-source alterations operate across broad-
er spatiotemporal scales and do not enter
streams at a single location. Agricultural land
use is a well-studied form of diffuse-source
landscape alteration and was generally of
greatest importance at the broader network-
catchment grain size in our study. In contrast,
urban streams and impervious surface run-
off are considered point-source disturbances
because water is channeled into streams at
specific locations, either through stormwa-
ter discharge points or culverts (Walsh et al.
2005). In our study, multiple measures of ur-
ban or impervious cover alterations ranked
most important at the finer local-catchment
grain size, including Pop, Devl, and Road. In
reality, fish distributions are governed by in-
teractions among alterations at multiple spa-
tial and temporal scales (e.g., Harding et al.
1998), and our results suggest that mitigating
effects of network-scale agricultural activities
and local catchment-scale urban develop-
ment activities might benefit conservation of
stream fishes across the region.
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Additional Research and
Management Needs

Our study informs conservation efforts by as-
sessing potential fish assemblage composition
(and indirectly, ecological condition) and the
most influential landscape alterations across
a large region of mostly unsampled streams.
These results can guide decision making re-
garding scale-specific prioritization of fish
conservation resources and funding alloca-
tions. For management goals involving the
preservation of currently intact stream seg-
ments (i.e., conservation sensu Dauwalter et
al. 2010), targeting the stream segments iden-
tified here as experiencing low development
at either network or local catchment scales
might be appropriate. For management goals
involving rehabilitating natural conditions
(i.e., rehabilitation sensu Dauwalter et al.
2010) through near-term, local-scale actions
such as riparian planting, bank stabilization,
or channel redesign (see Kwak and Freeman
2010 for other examples), targeting stream
segments identified as experiencing medium
or high urban development at the local catch-
ment scale might be most appropriate. But
not if the network catchment is heavily altered
(Hughes et al. 2014). The greater challenge
will ultimately involve addressing broadscale
improvements in agriculturally dominated
network catchments. Agriculturally domi-
nated network catchments were common in
portions of our study area and often require
substantial conservation practice implemen-
tation rates (i.e., >50% of their catchment ar-
eas) to reduce stressors impairing fish assem-
blages (Fore et al. 2017; Scavia et al. 2017).
However, in these agriculturally dominated
systems, it is likely that combinations of net-
work catchment- and local catchment-scale
(e.g., riparian planting) interventions could
improve conservation outcomes (Sowa et al.
2016). This is especially true given the large
number of stressors that influence stream eco-
systems but were not measured in this study

(Ormerod et al. 2010). Determining where
to target those actions is a management need
partly identified in our study. It is only partly
identified because although clear patterns ex-
isted for relationships between landscape al-
terations and fish assemblages, we emphasize
that the predicted assemblage clusters shown
in Figures 8 and 9 are only hypothesized con-
ditions that require validation. This valida-
tion is possible through additional research
targeting sampling at currently unsampled
locations and comparing the observed fish
assemblage with predictions generated here.
Other future directions for research might
include mixing data measured at multiple
spatial scales to identify the optimum scale(s)
for assessing individual landscape alterations,
as well as historical land uses that might have
had unmeasured influences on the patterns
we observed. For example, Harding et al.
(1998) assessed 14 different spatial scales and
the temporal influences of land use on several
measures of fish and invertebrate diversity
and, generally, found that historic catchment-
scale land use best predicted present-day as-
semblages. If we better understand scales at
which landscape alterations influence fish
assemblages, conservationists could develop
more effective conservation strategies. Future
studies should seek to derive more explicitly
how landscape alterations and management
actions are influenced by spatial scale and to
identify related economic tradeoffs (Keeler et
al. 2012).

Challenges and Policy Implications

This study provides insights about how poli-
cies could be improved to more effectively ad-
dress conservation challenges. In both basins,
cultivated crop agriculture had the largest
influence on ecological condition at the net-
work catchment scale. In the United States,
these lands are nearly all privately owned and
implementation of conservation practices on
these lands is nearly entirely done on a volun-



26 PERKIN ET AL.

tary basis. Several studies have demonstrated
that addressing alterations from cultivated
crop agriculture requires high implementation
rates of conservation practices, and current
cost-share programs are insufficient to address
the magnitude of the problem (e.g., Sowa et al.
2016; Fore et al. 2017; Scavia et al. 2017). That
is, there is not enough public funding to pay
for widespread incentive-based adoption of
agricultural conservation practices. Therefore,
increasing adoption of conservation practices
in these landscapes requires developing and
funding new research and technologies that
seek to maximize both on-farm economic and
environmental outcomes, such that volun-
tary adoption of these practices is greatly im-
proved. At the local catchment scale, we iden-
tified impervious surfaces and road crossings
as stressors to ecological condition. Though
we did not evaluate specific stresses caused by
these alterations, other researchers have found
that traditional approaches to managing these
types of infrastructure could be improved by
developing policies and practices that employ
green infrastructure techniques (Shafer et al.
2013; Vogel et al. 2015). For example, road
crossings are often barriers to fish passage and
can negatively affect fish assemblage structure
(Perkin and Gido 2012; Leitdo et al. 2018),
but new culvert designs promote fish passage
while reducing culvert maintenance (Gillespie
et al. 2014). In fact, simultaneous ecological
and economic benefits associated with cul-
vert replacement are an effective solution to
conservation challenges associated with roads
(Sleight and Neeson 2018). Similarly, most
existing stormwater management infrastruc-
ture occurs in highly populated areas and is
designed to rapidly move stormwater to lotic
systems, which can exacerbate downstream
flooding issues in municipalities and often
negatively affects fish assemblages (Walsh et al.
2005). Developing policies and funding sourc-
es that prioritize stormwater retention and in-
filtration can reduce many of these ecological

effects and benefit urbanized areas that require
improved stormwater management (Roy et al.
2008). Finally, the diversity of stream fishes in
western Tennessee is still intact and few extinc-
tions have occurred (Etnier and Starnes 1993),
meaning that there is still time to rise to the
challenge of effective stream fish conservation
management in this and other regions. Our
work provides examples for how new statisti-
cal innovations can be applied to conservation
challenges to establish where management ef-
forts might be allocated in the future.
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