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Davis, Peter, M.S., Summer 2017

Systems Ecology

Coupling Biophysical Complexity and Forest Metabolism in Floodplain Landscapes
Chairperson: H. Maurice Valett
Floodplains are biophysically complex systems that are considered among the most productive
and biodiverse ecosystems on Earth. Until recently, quantitative assessment of the relationship
between complexity and terrestrial production has been constrained by technological limitation.
To address how floodplain biophysical complexity and ecosystem function are related, I
employed remote sensing, GIS, and spatial analyses to quantify and couple metrics of
complexity and terrestrial production, as well as explore the relationship among complexity,
vegetation structural diversity, and terrestrial primary productivity. The study site is a 6.75-km
by 1.75-km portion of the Bitterroot River floodplain near Carlton, MT upon which 551 sample
plots were delimited via segmentation classification. Biophysical complexity, characterized by
topographic heterogeneity, structural heterogeneity, and hydrologic connectivity was represented
in each sample plot by mean standard deviation ground height, vegetative structural diversity
index, mean flow length, mean flow accumulation, mean percent inundation, and gamma index
metrics computed from Light Detection and Ranging (LiDAR) data, HEC-RAS inundation
modeling, and ArcGIS Arc Hydro derived metrics. Potential primary production was represented
by Normalized Difference Vegetation Index (NDVI) values generated from aerial 4-band
multispectral imagery. Two questions were addressed in the analyses: 1) What is the causal
relationship among floodplain physical complexity, vegetation structural diversity, and terrestrial
productivity, and 2) How does floodplain biophysical complexity influence terrestrial primary
production. Through these efforts, my goal was to explain how the dynamic nature of riverscapes
translates to fundamental measures of ecological form and function. NDVI values ranged from 0.27 to 0.43, and were robustly related to biophysical complexity in which the explanatory
variables together accounted for 58% of variation in NDVI (p < 0.001). In investigating the
relationship between biophysical complexity, vegetation structural diversity, and NDVI,
biophysical complexity was positively correlated to NDVI (r2= 0.25, p < 0.001), and structural
diversity was positively related to NDVI (r2= 0.51, p < 0.001). These results suggest a causal
relationship and support the complexity diversity hypothesis, and the diversity- productivity
hypothesis. Structural diversity and connectivity variables accounted for the most explanatory
power in all analyses, and overall results indicate that areas of the floodplain with greater
biophysical complexity exhibited greater productivity.
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Introduction
Investigations into the role of biocomplexity in organizing ecosystem structure and
function has long been at the forefront of ecological theory and research (Hutchinson 1957).
Studies began with the realization that complex systems exhibit greater ecological niche
variability than non-complex systems, and are thereby able to support a diverse range of species
(Hutchinson 1961, Croker 1967). MacArthur and MacArthur (1961) explored the role of
environmental complexity in organizing species diversity by quantifying the relationship
between foliage height diversity and bird diversity in forested landscapes. Complexity theory
later came to be a fundamental concept in the field of ecology when it was formally introduced
by the National Science Foundation (NSF; Colwell 1998). Michener et al. (2001) defined
biocomplexity a few years later as “Properties emerging from the interplay of behavioral,
biological, chemical, physical, and social interaction that affect, sustain, or are modified by
living organisms, including humans,” but it wasn’t until Cadenasso et al. (2006) that a suitable
framework was developed for quantification.
Ecosystem biocomplexity can be quantified along the dimensions of spatial
heterogeneity, connectivity, and legacy (Cadenasso et al. 2006). Ecologists have traditionally
derived spatial complexity metrics from landscape patches, or spatially defined areas that are
compositionally different from their surroundings (Forman and Godron 1986, Pickett and Rogers
1997). Spatial heterogeneity reflects landscape patch dynamics (Pickett et al. 2005), with
temporal variation resulting in what has been described as a shifting mosaic of habitat patches
(Borman and Likens 1979, Stanford et al. 2005). Connectivity is determined by the spatial
organization, and resultant interactions within and among these patches across the landscape
(Ward et al. 1999). Legacy, the final dimension of biocomplexity, is dependent upon historical
1

states of the system that form temporally dependent relationships, which influence the
landscapes’ current state.
Complexity theory has been applied to a range of disciplines in an effort to better
understand properties that emerge due to intricate interactions among and within the components
of a system including landscapes, patches, coupled human-natural systems, communities,
species, and organisms (Levin 1998, Auyang 1999, Green and Sadedin 2005, Pickett et al. 2005,
Amoros and Bornette 2002, Cottingham 2002, Peipoch et al. 2015). Floodplains, due to their
extremely dynamic nature, have been shown to be model systems for investigating the complex
relationships among ecosystem structure and function (Tockner et al. 2010).

Floodplains, heterogeneity, and the flood-pulse
Riverine floodplains are biophysically complex systems whose spatio-temporal
heterogeneity has earned them the reputation of being among the most biodiverse and productive
ecosystems on earth (Ward et al. 1999, Tockner and Stanford 2002). Heterogeneity in floodplain
structure can be attributed to long-term hydrologic and geomorphic influence on the landscape.
In the glaciated Rocky Mountain regions of North America, annual spring snowmelt drives
predictable and distinct flood events, known as the flood-pulse, that define riverine systems, and
support dependent ecosystem processes (Junk et al. 1989, Bayley 1995, Valett et al. 2005,
Caldwell et al. 2015).
During the flood-pulse, off-channel terrestrial habitats are inundated with water sourced
laterally from the main channel, while the fluvial process of cut-and-fill alluviation alters
floodplain and channel structure over varying temporal and spatial scales (Hauer and Lorang
2004). Patch diversity is thereby established as new distinct surfaces form and evolve over time
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into a complex mosaic of habitats across the landscape (Ward et al. 2002, Stanford et al. 2005).
Mosaics manifest as new terrestrial and aquatic habitat types, represented by a diverse
range in vegetation and successional stages extending across a lateral gradient from the
parafluvial zone (areas adjacent to the main channel that are subjected to annual scour, erosion,
and deposition during flood events), to the orthofluvial zone (portions of the floodplain reworked
by only the largest flood events, and characterized by mid- to late- successional stage vegetation)
(Hauer and Lamberti 2011, Valett et al. 2014, Hauer et al. 2016).

Connectivity and function
Connectivity is a concept that addresses ecosystem function. Ward et al. (1999) defined
connectivity as, “The ease with which organisms, matter, or energy traverse the ecotones
between adjacent ecological units.” Connectivity has played an important role in both terrestrial
and aquatic ecological research. Landscape ecologists have traditionally used connectivity to
explain the spatial distribution of abiotic and biotic elements including plants, animals, energy,
and matter across a landscape (Forman and Godron 1986, Turner et al. 2001). Dependent on the
degree of connectivity, the flow of elements may be inhibited or enhanced, with significant
effects on ecosystem structure and function (Turner 2001). Many metrics exist for quantifying
connectivity, one of which is the Gamma Index (GI) used to represent network connectivity.
Networks are corridors connected by nodes, and GI is calculated as the ratio of the number of
links present over the maximum number of possible links in a network (Forman and Godron
1986).
Flood-pulse regimes are responsible not only for establishing floodplain spatio-temporal
heterogeneity, but hydrologic connectivity as well (Ward et al. 2002). During periods of
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inundation, subsidies sourced from the main-channel are dispersed and retained in off-channel
habitats due to interconnectedness and retentive mechanisms that, in part, reflect floodplain
topography (Junk et al. 1989). Energy and matter are deposited in the floodplain (Junk et al.
1989, Tockner et al. 2000), replenishing nutrient-limited habitats with nitrogen (N) and
phosphorus (P; Valett et al. 2005, Noe and Hupp 2005). Hence, hydrologic connectivity has been
shown to play an important role in ecosystem function, including nutrient cycling (Wolf et al.
2013), as well as enhancing biodiversity in both floodplain and main-channel habitats (Salo et al.
1986, Naiman et al. 1993, Tabacchi et al. 1996, Pollock et al. 1998, Johnson et al. 2016).
Floodplains are characterized as being among the most species-rich environments on
earth (Ward et al. 1999). Hydrologic connectivity maintains biodiversity in part by inhibiting
competitive exclusion through seasonal patterns of inundation (Salo et al. 1986). Systems that
exhibit this inundation behavior have been shown to support enhanced plant diversity (Bornette
et al. 1998, Pollock et al. 1998, Johnson et al. 2016). This phenomenon is consistent with the
intermediate disturbance hypothesis (Ward and Stanford 1983, Junk et al. 1989), which
postulates that species richness is most abundant in systems that experience disturbance patterns
that are neither too infrequent nor too frequent (Connell 1978). Flood-pulse connectivity thereby
acts as a disturbance that maintains a non-equilibrium state in species composition by preventing
highly competitive species from dominating, while disturbance events are infrequent enough to
allow for re-establishment of numerous viable populations.

Diversity and production
Plant productivity has historically been treated as a dependent function of the abiotic
conditions of an ecosystem (Connell and Orias 1964, Rosenzweig and Abramsky 1993). Over
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the past twenty years however, an increasing amount of research has begun to support a positive
relationship between vegetative structure and function (Loreau et al. 2002, Hooper et al. 2005,
Balvanera et al. 2006). One such relationship that has garnered much attention is the association
between richness and gross primary production (GPP, Naeem et al. 1994, 1996, Tilman et al.
1996, 1997). In this sense, species richness has been shown to correlate with carbon dioxide
(CO2) consumption, photosynthetically active radiation (PAR) interception, and nutrient
utilization (Tilman et al. 1996; Naeem et al. 1994). These findings led to the development of the
diversity-production hypothesis, which suggests that communities characterized by high species
richness exhibit greater overall rates of productivity due to interspecific differences in plant
species augmenting the collective capacity to more effectively incorporate available resources
(Cardinale et al. 2006).
Far fewer studies have explored the link between species evenness and ecosystem
function. Among the research that has occurred, a dichotomy in quantitative results have
emerged (Hillebrand et al. 2008). While some studies suggest that the highest rates in GPP are
observed in systems dominated by the most productive species (Norberg et al. 2001, Mulder et
al. 2004), others have found that productivity increases along with evenness (Nijs and Roy 2000,
Wilsey and Potvin 2000).
Despite the uncertainty surrounding the relationship between diversity and production,
much of the research suggests a positive correlation. Since complexity may drive patterns of
diversity, it may directly or indirectly be responsible for amplified rates of GPP observed in
floodplain systems. Because of the high degrees of spatio-temporal heterogeneity and
connectivity driven by the flood-pulse, complexity on floodplains has been associated with
enhanced plant diversity (Salo et al. 1986, Bornette et al. 1998, Johnson et al. 2016). This
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increase in diversity, according to the diversity-production hypothesis, could be responsible for
amplified rates of GPP observed across floodplains. This would suggest a causal association in
which complexity drives diversity, which then drives productivity. While a viable explanation
for the high production characteristic of floodplains, this relationship has yet to be quantitatively
explored.

Quantifying complexity and productivity
Although many studies have related complexity to biodiversity and production, fewer
have been able to translate the notion of complexity to a measurable metric. Modern
advancements in geographic information systems (GIS), remote sensing methods such as light
detection and ranging (LiDAR), and multispectral imaging allow us to quantify ecosystem
structure and function at high resolution, and over a range of temporal and spatial scales (Mertes
2002, Papadimitriou 2002, Lorang et al. 2005, Luck et al. 2010, Whited et al. 2007).
Papadimitriou (2002) developed a general approach, applicable across multiple
landscapes, using patch metrics to compute complexity, while demonstrating the efficacy of
using GIS for processing and analysis. Later, Luck et al. (2010) employed Landsat data to
calculate riverine physical complexity metrics, and attempted to correlate complexity to salmon
diversity and productivity. Most recently, Scown et al. (2016) used high resolution LiDAR data
to quantify a floodplain surface complexity index, and emphasized the importance of
incorporating both spatial heterogeneity and connectivity components. Although several studies
have quantified complexity, the relationship between landscape biophysical complexity and
terrestrial primary production has yet to be explored.
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Vegetation structure has been identified as an important aspect of landscape complexity
and focuses both on how biomass is distributed as habitat (MacArthur and MacArthur 1961,
McDonnell and Stiles 1983) and its contribution to metabolic activity (Díaz and Cabido 1997,
Hornung and Foote 2006, Randlkofer et al. 2010). Listopad et al. (2015) developed a repeatable
method to quantify vegetation structural biodiversity using LiDAR, based on a modified
Shannon-Wiener Index (H'). To compute H' conventionally, the following formula is presented
as Equation (1):
𝐻 ′ = − ∑𝑠𝑖=1 𝑝𝑖 𝑙𝑜𝑔𝑒 𝑝𝑖 ,

Eq. (1)

where pi is the proportion of the ith species, and S is the total number of species. Listopad’s Lidar
Height Diversity Index (LHDI) replaced S with 0.5-m height intervals, and pi was represented as
LiDAR point density, computed as the proportion of total points recorded within each height
class. As the distribution of LiDAR point density becomes more evenly distributed across the
four height classes, LHDI increases. Listopad et al. determined the LHDI to be an effective
method for quantifying vegetation structure, and found a strong correlation between structural
diversity and fire disturbance intervals in a forested landscape.
Research presented herein quantifies floodplain biophysical complexity using metrics of
topographic heterogeneity, structural diversity, and connectivity, and couples these metrics of
complexity to terrestrial primary production. In doing so, I explored the relationship between
complexity and productivity by quantifying the association among complexity, diversity, and
production. While not represented by its own metrics, the legacy component of complexity
identified by Cadenasso et al. (2006) is argued to be embedded in the character of the
riverscape’s heterogeneity and connectivity. Floodplains, due to the influence of the flood-pulse
regime, are extremely dynamic systems, and both the spatial heterogeneity and connectivity
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dimensions included in the analyses are representative of the historical influences of flood
disturbances and successional responses.
To investigate the relationships among complexity, diversity, and productivity, I
addressed two conceptual models that differed in the way that they treat these ecological features
in terms of thier relationships (Fig. 1). With the first conceptual model (Fig. 1A), I explored how
topographic heterogeneity and connectivity metrics together were related to an index of
vegetation structural distribution to address links between complexity and diversity, and then
extended this line of causality to address the relationship between structural diversity and
primary productivity. Results from the first conceptual model address how well the floodplain
acts to support both the complexity-diversity and the diversity-production hypotheses, and the
extent to which causal association follows a predictable sequence from complexity to diversity
and production. Second, I investigated the influence of treating vegetation structural diversity as
a measure of floodplain biophysical complexity and how the collection of complexity metrics
(i.e., topographic heterogeneity, structural diversity, and connectivity) interactively influence
floodplain productivity (Fig. 1B). Together, these efforts address direct and indirect linkages
among these entities directed at explaining how the dynamic nature of riverscapes may be
quantitatively captured and translated to fundamental and predictable measures of ecological
form and function.

8

Figure 1. Conceptual models relating measures of complexity (rectangles) to
measures of diversity (trapezoid) and productivity (oval). A) Conceptual model one
addresses the causal chain linking complexity to diversity and, subsequently, to
primary production addressing both the complexity-diversity and diversityproductivity hypotheses. B) Conceptual model two incorporates vegetative structural
diversity as one of three measures of complexity that collectivity influence primary
production.
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Methods
Study site and dates
The study site was a 6.75×1.75-km reach of the Bitterroot River and floodplain near
Carlton, MT (46˚41´ N 114˚02´ W; Fig. 2), hereafter referred to as the riverscape. The eastern
portion of the riverscape lies within the property boundaries of the MPG Ranch—a 20,000-acre
research ranch with a focus on restoration, conservation, and ecology (MPG Ranch 2017). The
Bitterroot River is an unregulated, snowmelt dominated, gravel-bed river (Bywater-Reyes et al.
2015), with significant interaction between the main-channel and off-channel habitats. While
many rivers in this region have experienced ecological simplification resulting from
anthropogenic development effectively severing main-channel/floodplain connections (Bayley
1995, Ward and Stanford 1995, Poff et al. 1997, Peipoch et al. 2015), this reach of the Bitterroot
has predominately avoided such degradation. Spring snowmelt continues to drive an annual
flood-pulse regime that inundates the floodplain and fuels ecosystem processes.

Deriving sample plots
TerrSet Geospatial Monitoring and Modeling Software’s segmentation classification
program was used to develop sample plots across the floodplain (TerrSet 2016). Segmentation
classification, otherwise known as object-oriented segmentation classification, is a remote
sensing method meant to classify land-cover and land-use types of remotely-sensed imagery
through statistical pattern recognition of spectral and spatial information (Jensen 2004). For this
study, National Agricultural Imagery Program (NAIP) imagery collected between June 15- Sept
11, 2013 was employed in the segmentation classification. NAIP imagery acquired in 2015 was
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Figure 2. The study included a 1,193 ha portion of the floodplain along a free-flowing reach
of the Bitterroot River adjacent to the MPG Ranch. The riverscape is dominated by
cottonwood, ponderosa pine, and aspen forests, with a variety of small trees and shrubs
including alder, juneberry, woodrose, and currents, and a number of native and non-native
grasses.

11

not available for the study site due to environmental conditions precluding acquisition. Four
bands were included in the 2013 imagery (red, green, blue, and near-infrared), and it was
orthorectified by the vendor at 1-m resolution. In deriving the sample plots, all four bands were
included, and weighted equally in processing. Segmentation classification generates a single
layer composed of varyingly sized, and highly complex polygons characterized by spectral and
spatial homogeneity (Jensen 2004), and thus considered patches across the landscape (Turner et
al. 2001). Segmentation classification was performed several times on the NAIP imagery in
order to achieve a classification scale that generated a computationally tractable number of
segments, and neither under-simplified nor oversimplified the landscape.
Ultimately, a classification containing 1311 patches was selected. Plots that were either
outside of the floodplain, intersecting water, or containing parafluvial gravel beds were removed.
Constraining the analysis to this spatial extent ensured that only vegetated and bare-earth plots
were included, and productivity analysis would not be influenced by water or gravel-bed
reflectance values. With these restrictions, segmentation classification identified and delineated
551 segments (i.e., n = 551 sample plots) for quantitative analysis (Fig. 3). Sample plot size and
shape varied considerably across the riverscape. Median plot area was 1.03 ha (0.12 - 8.36 ha),
with a median perimeter of 1,860 m (161 - 19,020 m). Half of the plots have an area ≥ 1.82 ha,
and 95% of the plots have an area ≥ .51 ha.

Floodplain biophysical complexity, structural diversity, and primary production
Measures of floodplain complexity, structural diversity, and terrestrial productivity
were derived from a collection of data sources and represented by a range of quantitative
metrics (Table 1). All data sets were derived from remote sensing platforms and used to
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Figure 3. Map of sample plots (pink shaded polygons) developed using a segmentation
classification of 2013 NAIP 4-band aerial imagery. Plots containing water or parafluvial gravel
bed were removed in order to constrain the analysis to the floodplain, and avoid reflectance
values of non-vegetated plots from influencing productivity analysis. 551 sample plots were
retained and used in quantitative analysis.
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Table 1. Summary of metrics used to represent floodplain biophysical complexity, diversity, and
productivity. Complexity variables (left column) were calculated for 551 sample plots across the
floodplain. Entity/dimension indicates the dimension of complexity represented by the variable. Data
source column specifies the remotely sensed data origin used for calculation, and Method designates the
software or formula used to perform calculations.
Entity/
Metric
Data Source
Method
Dimension
Ground elevation standard
deviation (GESD)

Complexity/
Heterogeneity

LiDAR DEM

ArcGIS

Vegetation structural
diversity index (VSDI)

Complexity/ Heterogeneity/
Diversity

LiDAR point
cloud

Modified ShannonWiener Diversity
Index, Listopad et.
Al. 2015

Percent inundation (PI)

Complexity/
Connectivity – river
floodplain interaction

LiDAR DEM

HEC-RAS, HECgeoRAS

Flow accumulation (FA)

Complexity/
Connectivity – within and
among plot interaction

LiDAR DEM

Arc Hydro

Flow length (FL)

Complexity/
Connectivity – within and
among plot interaction

LiDAR DEM

Arc Hydro

Gamma index (GI)

Complexity/
Connectivity– within plot
interaction

LiDAR DEM

Arc Hydro, ArcGIS,
Formon and Godron
1986, Eq. 2

Normalized difference
vegetation index (NDVI)

Productivity

Multispectral
Imagery

ArcGIS
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address relationships among sample plots at the floodplain scale.
Floodplain biophysical complexity was quantified within each plot using spatial
heterogeneity and connectivity metrics generated from aerial LiDAR data. LiDAR data was
acquired over the study site on September 9, 2016. Upon receipt of the LiDAR deliverables from
the vendor, the quality of the dataset was assessed using LAStools software (Isenburg 2016), and
confirmed to meet all contractual specifications, as well as American Society for
Photogrammetry and Remote Sensing (ASPRS) standards (ASPRS 2014) version 1.3.
Topographic heterogeneity, represented by sample plot mean standard deviation ground
elevation (GESD), was extracted in ArcGIS (ArcGIS 2016) from a 0.4-m digital elevation model
(DEM) generated from the LiDAR ground points using LAStools. The DEM was detrended, a
process that removes the longitudinal gradient driven by downstream changes in elevation before
GESD analysis occurred. Detrending was necessary to prevent the natural slope of the reach
from influencing topographic complexity metrics. Following Whited et al. (2007), a detrended
model was achieved by interpolating a new slope from elevation points extracted at 100-meter
intervals along a vector digitized over the main water channel and contours across the riverscape.
A final detrended DEM was computed by subtracting the interpolated raster from the original
DEM, and adding the minimum ground elevation of the original DEM. GESD was calculated
from the DEM for each sample plot in the floodplain using ArcGIS.
Vegetative structural diversity (VSDI) was quantified using a modified Shannon-Wiener
Diversity Index using the method developed by Listopad et al. (2015). Quantification was
performed on elevation data derived from LiDAR non-ground points after normalizing ground
heights. Four vertical height layers: 0 to 0.5 m, 0.5 to 2.5 m , 2.5 to 5 m, and > 5 m were used as
a surrogate for species richness (i.e., S = 4). LiDAR point density proportions for each height
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class, quantified using the LAStools lasheight program, represented the proportional abundance
of vegetative biomass within each height class (𝑝𝑖 ). VSDI was calculated for each sample plot
across the floodplain using a combination of LAStools and ArcGIS.
Floodplain connectivity metrics were quantified using the Hydrologic Engineering
Center’s River Analysis System (HEC-RAS), the HEC-GeoRAS ArcGIS extension, and the
ArcGIS Arc Hydro package (HEC-GeoRAS 2012, HEC-RAS 2016, Arc Hydro 2015). HEC-RAS,
developed by the Army Corps of Engineers, is an inundation modeling software that allows for
one-dimensional and two-dimensional steady and unsteady flow modeling. HEC-GeoRAS is an
ArcGIS extension of HEC-RAS used primarily to geoprocess HEC-RAS model outputs. Arc
Hydro is a toolkit package for ArcGIS that contains a number of models and tools for geospatial
hydrologic analysis.
Percent inundation (PI) represents the spatial extent of flooding within any given plot as
the percent of area covered by water and was computed for each sample plot from an inundation
raster generated with HEC-RAS using the 0.4-m DEM created from the LiDAR data. Onedimensional steady-flow modeling used to calculate PI employed a runoff magnitude
(93.98 m3/s) determined using daily historical United States Geological Survey (USGS) data on
the Bitterroot River. To characterize mean hydrologic flow during the spring flood-pulse, I used
historic discharge measurements from the months of March 1 – August 1 for 25 years (1990 to
2015). Since a USGS Streamflow station is not located on the study site, discharge was estimated
by adjusting data from USGS station number 12352500, located just downstream of the
riverscape near Missoula, MT. Lolo Creek, historically monitored by the now retired streamflow
station number 12351500, is the only major tributary between the study site and the Bitterroot
gauge (USGS 12352500). A linear regression fit between the Missoula and Lolo stations
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(r2=0.83, n=153, slope = 0.093) was used to derive Bitterroot discharge on the riverscape as:
Riverscape Q = Missoula Q – (0.093176* Missoula Q). HEC-RAS inundation model results
were exported to ArcGIS as an inundation raster for geospatial analysis using HEC-GeoRAS
(Appendix A). PI was computed in ArcGIS for each sample plot as the percentage of the area of
the sample plot covered by the inundation raster.
ArcGIS’s Arc Hydro package contains functions required to extract topographic and
hydrologic information such as watershed area and flow paths from a DEM in accordance with
methods established by Jenson and Domingue (1988), and Tarboton et al. (1991). Two measures
of hydrologic connectivity employed here address the potential for linkage when flow is derived
from upgradient portions of the floodplain. These Arc Hydro-derived metrics of connectivity
included mean flow length (FL), and mean flow accumulation (FA), computed using a flow
direction grid generated from the 0.4-m LiDAR derived DEM. FA computes for each cell the
cumulative number of all cells (i.e., total area) on a downgradient flow path ending at that cell.
FL computes for each cell the length of flow along an upgradient flow path from that cell to the
point of origin. FA and FL values were computed for each sample plot in ArcGIS.
Gamma Index values across the riverscape were computed using the Arc Hydro-derived
flow direction grid. Flow vectors represented links, either between stream nodes or leading to a
node; junctions, where two links connected, represented flow nodes. ArcGIS was used to
identify, and subsequently quantify the number of links and nodes within each sample plot, from
which the GI was then calculated in Excel using a modified form of the GI equation provided by
Forman and Gordon (1986) as Equation (2):
𝐿𝑖𝑛𝑘𝑠+10

𝐺𝐼 = 3∗(𝑛𝑜𝑑𝑒𝑠+10−2).

Eq. (2)
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Due to the low numbers of links and nodes present in some sample plots, a value of ten was
added was to all node and link records to avoid the problem of dividing by zero, and to ensure
positive GI values.
Connectivity metrics, having been quantified using differing methods, represent multiple
forms of hydrologic connectivity. PI represents a sample plots connectedness to the main channel
due to its being computed from an inundation model in which flow originates at the main
channel. PI also represents lateral inundation as a result of overbank flow during the spring
flood-pulse regime. FL and FA are overland flow metrics that are indicative of flow length, time,
and distance traveled over land, and therefore reflect within and among plot connectivity. GI is
computed within each plot, and is a thereby a useful metric to characterize within plot
connectivity.
Riverscape terrestrial primary production was represented by normalized difference
vegetation index (NDVI) values generated from the 2013 NAIP four-band imagery used in the
segmentation classification. NDVI is a widely used remotely sensed vegetation index that has
been shown to correlate well with biomass production, absorbed photosynthetically active
radiation (APAR), leaf area index (LAI), percent canopy cover, and leaf chlorophyll levels
(Tucker 1979, Huete et al. 2002, Zhang et al. 2003, Lillesand et al. 2015). NDVI values are
computed using reflectance values in the near-infrared and red bands detected by a sensor
following (Lillsand et al. 2015) as Equation (3)
𝜌𝑁𝐼𝑅− 𝜌𝑅𝐸𝐷

𝑁𝐷𝑉𝐼 = 𝜌𝑁𝐼𝑅+ 𝜌𝑅𝐸𝐷

Eq. (3)

where: NIR is the proportion of reflectance absorbed in the near-infrared (NIR) region of the
electromagnetic spectrum, RED is the proportion of reflectance absorbed in the red region of
the electromagnetic spectrum. Riverscape NDVI output values range is between -1 and 1, with
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greater values representing greater biomass production. Riverscape NDVI values were computed
per pixel in ArcGIS, and aggregated to achieve mean NDVI values for each sample plot.

Data analysis
Two analyses were performed to address the causal sequence suggested by the first
conceptual model proposing sequential linkage among complexity, diversity, and productivity
(Fig. 1A). First, a multiple regression was used to calculate the relationship between topographic
heterogeneity (GESD), connectivity metrics (PI, FA, FL, GI), and VSDI. Second-order Akaike
Information Criterion (AICc) scores were generated from a series of candidate models using the
MuMIn package in RStudio (Bartoń 2016), and the lowest scored model was selected as the
model of best fit. The relationship between structural diversity and productivity was then
explored, using a bi-variate linear regression to calculate the relationship between VSDI and
NDVI.
To address the second conceptual model in which vegetation structural diversity was
included as a complexity metric, I calculated the correlation between floodplain biophysical
complexity and productivity using a multivariate approach. I first executed a principal
component analysis (PCA) to address associations among complexity metrics (GESD, PI, FA,
FL, and VSDI) collectively, and then assessed correlation between PCA scores and NDVI
values. Finally, I used a multiple regression to test the relationship between the complexity
metrics and NDVI. AICc scores were generated from a series of candidate models, and the
lowest scored model was selected as the model of best fit.
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Results
Floodplain elevation decreased 8.5 m over 6.7 km of river length, reflecting a landscape
gradient of 0.13%. Following detrending, GESD averaged 0.46 and varied by 0.02 m (mean ±
standard error; Fig. 4a; Appendix B). Plots exhibiting the highest GESD (as much as 5.07 m) were
located adjacent to the valley wall, while the remaining portion of the floodplain appeared to have
an equal distribution of relatively low to moderate GESD values (Fig.4a). Variation in riverscape
plot elevation was not related to sample plot area (r2= -0.002, p = 0.9) or to plot perimeter (r2= 0.002, p = 0.9).
The riverscape exhibited a wide range in VSDI values (Appendix C). Mean VSDI across
the floodplain was 0.68  0.01 (min – max = 0 - 1.35; Fig. 4b). Several plots exhibited very low
VSDI values (equal to or very near zero); these plots were predominately grasslands, and
therefore most LiDAR point densities were in the lowest height class. Higher VSDI values were
found in the more densely forested areas, characterized by late successional stage vegetation,
with an established understory. Half of all sample plots had a VSDI ≥ 0.82, while 95% of plots
had a VSDI ≥ 0.38. While a significant relationship existed between VSDI and sample plot area
(r2= 0.01, p = 0.02), and perimeter (r2= 0.05, p < 0.001), explanatory power was weak. VSDI was
not related to the shortest distance from a sample plot to the main channel (r2= 0.005, p = 0.09).
HEC-RAS inundation modeling results indicated great variability and a wide range of PI
values among plots across the floodplain (Appendix D). Mean plot PI was 15  0.78 % (0 97.5%; Fig. 5a). Half of the sample plots were ≥ 35.7% inundated, while 95% of the sample plots
were ≥ 6.6% inundated. While some plots in the riverscape were nearly flooded in their entirety,
195 sample plots (35%) experienced no inundation at all. PI was significantly, but poorly
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(a)

(b)

Figure 4. Maps showing the distribution of a) GESD, a topographic heterogeneity metric, for each sample
plot across the floodplain, and b) Vegetation structural diversity (VSDI) values for each sample plot across
the floodplain. For both maps, color ranges represent mean values for each plot, and metrics are overlain
on the LiDAR derived DEM.
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(a)

(b)

(c)

(d)

Figure 5. Maps showing the distribution of connectivity metrics including (a) mean PI values (HEC-RAS
inundation modeling), (b) mean FA values from (Arc Hydro), (c) mean FL (Arc Hydro) and, (d) GI (Arc
Hydro grid in ArcGIS). Values were generated for each sample plot, quantified as indicated in parentheses,
and presented overlain on the LiDAR-derived DEM. All color ranges represent mean metric value for each
sample plot across the floodplain.
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correlated to the shortest distance from the plot to the main channel (r2=0.1, p < 0.001). This
result suggests that the importance of a plot’s location in the riverscape was not determined by
direct lateral connection to the main channel.
Among and within plot connectivity, as represented by FA, varied greatly across the
floodplain (42.56 - 178,100 cells; Fig. 5b; Appendix E). A mean value of 2,899  393 cells
corresponded to 463.84  63 m2 of upslope contributing area (cell size = 0.4 m2). Flow length
also varied considerably among floodplain sample plots with a mean of 7.25  0.23 m (1.91 –
47.82 m; Fig. 5c; Appendix F). The relationship between FL and FA was significant, and had
moderate explanatory power (r2= 0.37, p < 0.001). FL and PI were also significantly, but poorly
related (r2= 0.08, p < 0.001), as were FA and PI (r2= 0.05, p < 0.001), suggesting that among plot
connectivity and plot connectivity to the main channel were not related. No relationship was
detected between FA (r2= -0.002, p < 0.9) or FL (r2= -0.002, p < 0.7) and sample plot area.
Mean GI values for all sample plots was 0.51  0.003 (0.42 - 0.95; Fig. 5d; Appendix G).
GI increased with increasing plot area (r2=0.37, p < 0.001), and this result is intuitive, suggesting
that greater sample plot area provides opportunity for a larger stream network to be contained
within the plot. A significant, but weak relationship was detected between GI and PI (r2= 0.08, p
< 0.001), suggesting a poor correlation between within plot connectivity (i.e., GI) and linkage to
the main channel (i.e., PI). Similar results were obtained when the relationship between GI and
FA was explored (r2= 0.02, p < 0.001), as well as GI and FL (r2= 0.08, p < 0.001).
Across the floodplain, NDVI values varied from those indicative of bare earth (≤ 0), to
grass and sparse vegetation (0.0 – 0.3), and dense vegetation (0.3 – 0.5). Values for NDVI < 0
were observed for 155 (28%) sample plots, most likely reflecting plots predominately
characterized by bare earth or rock. Mean NDVI value among sample plots was 0.09  0.01
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(-0.27 - 0.43; Fig. 6), reflecting a riverscape that is productive, and mostly dominated by grass or
sparse vegetation. At the same time, half of the sample plot NDVI values were > 0.11, and 77%
of the floodplain plots were productive exhibiting NDVI values ≥ 0.
Metrics representing both the heterogeneity and connectivity dimensions of complexity
were related to vegetation structural diversity; GESD, PI, and GI were included in the model of
best fit as defined by the lowest multiple regression AICc score (Table 2). This model showed a
significant relationship between predictors and response variable (p < 0.001; Table 3).
Together the complexity metrics explained 25% of the observed variation in VSDI (multiple r2
= 0.25, p < 0.001; Table 3). PI accounted for just over half of the variance explained by the
model (partial r2 = 0.14), while GESD (partial r2 = 0.08), and GI (partial r2 = 0.02) provided the
remaining explanatory power (Table 3).
The employed measure of vegetation diversity (VSDI) was significantly and robustly
related to log-transformed NDVI (r2= 0.51, p < 0.001; Fig. 7) suggesting exponential increases in
productivity associated with increased vegetation complexity. Values for VSDI and NDVI were
well distributed across both axes, illustrating broad and congruent variation in vegetation
structure and productivity (Fig. 7). A large number of plots (i.e., 55%) were found with VSDI
values > 0.7 but < 1.0 with corresponding NDVI scores between 0.16 and 0.2 (Fig. 7). Virtually
no plots were characterized by high VSDI (i.e., > 0.8) and low rates of productivity (i.e., < 0;
Fig. 7). In contrast, a number of plots had very low structural diversity (i.e., < 0.3), but
exceptionally high values for NDVI (Fig. 7). Assessment of the VSDI-NDVI regression revealed
that around a dozen plots had high residuals (i.e., high NDVI for relatively low VSDI). These
plots were examined in ArcGIS, and all but two were found to be in agricultural areas subject to
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Figure 6. Mean NDVI for each sample plot in the study site, computed
from 2013 NAIP imagery.
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Table 2. Results of AICc model of best-fit selections used to determine the relationship among VSDI
and topographic heterogeneity and connectivity metrics. The best-supported model is highlighted in
bold.

Fixed
GI + PI + GESD
GI + PI + FL + GESD
GI + PI + FA + GESD
PI + GESD
GI + PI + FL + FA + GESD
PI + FA + GESD
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AICc
-10.35

∆AICc
0

-8.98

1.36

-8.44

1.91

-7.82

2.53

-7.14

3.21

-6.31

4.03

Table 3. Results of multiple regression analysis used to determine the relationship among VSDI and
AICc selected GESD, PI, and GI metrics.

Estimate

SE

P

Partial r2

PI

0.070

0.009

<0.001

0.14

GESD

0.082

0.022

<0.001

0.08

GI

0.158

0.074

0.03

0.03

Parameter

Multiple R-squared: 0.25,
Adjusted R-squared: 0.25
F-statistic: 61.88 on 3 and 547 DF, p-value: < 0.001
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0.4

ln (NDVI + 1)

0.2

0.0

r2 = 0.51
p = <0.001
b = 0.38

-0.2

0.0

0.2

0.4

0.6

0.8

1.0

1.2

1.4

VSDI
Figure 7. Correlation among productivity (NDVI) and structural diversity (VSDI), as represented by the
linear relationship between ln-transformed NDVI and VSDI.
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an unknown amount of irrigation during the summer months. The remaining two plots were
adjacent main channel, suggesting possible ground water influence.
When considered simultaneously, the five metrics used to represent complexity and the
diversity metric (GESD, PI, FA, FL, GI, and VSDI) increased along both axes (PC1 and PC2) of
the PCA plot (Fig. 8). Together, PC1 and PC2 explained 70% of the total variance of the
complexity metrics (axis 1 = 52.8%, axis 2 = 18.7%; Fig. 8). Complexity metrics were most
highly and positively correlated with PC1 scores; VSDI, however, was displayed having a
positive correlation between PC1 and PC2 (Fig. 8). There was also a positive relationship
between NDVI scores along PC1 (r2 = 0.26, p < 0.001), and PC2 NDVI (r2 = 0.16, p < 0.001).
When considered together using a multiple regression, PC1 + PC2 had high explanatory power
in predicting NDVI (r2 = 0.42, p < 0.001; Table 4). These results are indicative of a positive
correlation among plot complexity metrics and NDVI values.
When VSDI was included with heterogeneity and connectivity metrics to test the
collective relationship between these complexity metrics and NDVI values the AICc model of
best fit included VSDI, GESD, FL, GI, and PI (Table 5), and the collective predictors were
robustly related to NDVI (P < 0.001) with greatest explanatory power among all models (i.e.,
r2=0.58, Table 6). NDVI values increased with increasing VSDI, FL, GI, and PI, but decreased
with increasing GESD (Table 6). Of all complexity metrics, VSDI had the greatest explanatory
power in predicting NDVI (partial r2 = 0.37; Table 6). Connectivity variables collectively
accounted for a moderate amount of explained variance (partial r2 = .18), and GERD accounted
for the least explanatory power (partial r2 = .03; Table 6).
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Figure 8. The relationship between complexity and NDVI was assessed using and PCA. A positive
correlation was detected among all complexity metrics and NDVI values. Together, PC1 and PC2
explained a great amount of the total variance of the complexity metrics.
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Table 4. Results of multiple regression analysis used to determine the relationship among NDVI and
PC1 and PC2 of the PCA. Analysis results reflects the relationship among complexity metrics
(represented by PC1 and PC2) and NDVI values

Estimate

SE

P

Partial r2

PC1

0.044

0.003

<0.001

0.26

PC2

0.058

0.005

<0.001

0.16

Parameter

Multiple R-squared: 0.42,
Adjusted R-squared: 0.42
F-statistic: 198.5 on 2 and 548 DF, p-value: < 0.001
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Table 5. Results of AICc model of best-fit selection used to determine the relationship among NDVI
and topographic heterogeneity, structural diversity, and connectivity metrics. The best-supported model
is highlighted in bold.

Fixed
VSDI + GESD + FL + GI + PI
VSDI + GESD + FA + FL + GI + PI
VSDI + GESD + FL + PI
VSDI + GESD + FA + GI + PI
VSDI + GESD + GI + PI
VSDI + GESD + FA + FL + PI
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AICc

∆AICc

-1012.48

0

-1011.59

0.88

-1008.51

3.97

-1007.33

5.15

-1007.32

5.16

-1006.46

6.02

Table 6. Results of multiple regression analysis predicting NDVI from AICc selected model of best fit
represented by GESD, VSDI, PI, FL, and GI complexity metrics

Estimate

SE

P

Partial r2

VSDI

0.330

0.017

<0.001

0.370

PI

0.030

0.004

<0.001

0.132

GESD

-0.043

0.009

<0.001

0.030

GI

0.078

0.032

0.014

0.027

FL

0.023

0.009

0.007

0.022

Parameter

Multiple R-squared: 0.58,
Adjusted R-squared: 0.58
F-statistic: 151.3 on 5 and 545 DF, p-value: < 0.001
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Discussion
Floodplain biophysical complexity was represented in this study using metrics of
topographic heterogeneity, structural diversity, and connectivity and each was found to be a
significant predictor of floodplain forest productivity. Topographic heterogeneity and
structural diversity collectively represent the spatial heterogeneity dimension of complexity,
and together with connectivity reflect two of the central dimensions of landscape
biocomplexity (Cadenasso et al. 2006). Through this research, I was able to quantify the
relationship floodplain biophysical complexity and terrestrial primary production, while also
addressing a potential mechanistic relationship among complexity, structural diversity, and
productivity.
Past studies of riverine complexity include investigations into the relationships
between complexity and geomorphic and hydrologic divers (Scown et al. 2016), complexity
and biodiversity (Hauer et al. 2016), and complexity and fish productivity (Luck et al. 2010).
Here, I extend this long history of inquiry by quantitatively linking characteristics of a
landscape renowned for its complexity as a terrestrial-aquatic interface to a functional metric
fundamental to all ecosystems, primary productivity. To do this, I explored the relationships
and potential causal association among complexity, structural diversity, and productivity
(Figure 1A) by first quantifying the association between complexity (i.e., heterogeneity and
connectivity metrics) and a biomass-based measure of vegetation structural diversity (i.e., the
complexity – diversity hypothesis), and then extended the causal chain to address the
relationship between diversity and a measure of productivity (i.e., the diversity – productivity
hypothesis) across a representative portion of the riverscape, and over more than 500
floodplain patches. With an alternative perspective, vegetation structural diversity was then
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grouped with connectivity and heterogeneity to address its potential expression as a component
of biophysical complexity and its influence on terrestrial primary production (i.e., complexity –
productivity hypothesis).
Connectivity is an ecosystem function concept that has been researched extensively in
both aquatic and terrestrial systems. Early research quantifying hydrologic connectivity in
floodplains included Ward et al. (1999), in which distance from the main channel was employed
as a connectivity indicator. Ward’s research displayed a positive relationship in which an
increase in distance from the main channel resulted in enhanced species richness. Malard et al.
(2000) later developed a surface hydrologic connectivity index, representing connectedness to
the main channel, which showed that riverscape heterogeneity rose with surface connectivity
during the spring and summer. Most recently, Scown et al. (2016) used spatial correlogram
modeling to quantify the connectivity dimension of a complexity index, which increased with
increasing patchiness across the landscape. The capability to quantitatively address hydrologic
connectivity has evolved over the years with a growing awareness of the relationship among
connectivity, diversity, and production, as well advancements in technological capacity.
By incorporating FL, FA, GI, and PI in this study, overland flow, within plot
connectivity, and lateral inundation from the main channel were represented, with equal
opportunity to influence NDVI. FL and FA reflect within and among plot connectivity caused by
overland flow, rather than lateral inundation from the main channel. FL is a useful metric for
quantifying connectivity; larger values indicate greater potential distance and time traveled by
water across the landscape, and thus more extensive flow paths linking to the point of interest.
Similarly, greater FA values reflects greater connectedness to upslope environments,
representing a greater influence from the surrounding inundated terrestrial landscapes. Overland

35

hydrologic connectivity has been shown to play an important role in regulating hillslope and
riparian runoff, altering residence time, and linking streams to their upland environment
(McGuire et al. 2005, Jencso et al. 2009, 2010, Emanuel et al. 2014). These links can have
significant implications for ecosystem function by maintaining ecological integrity, enhancing
productivity, maintaining habitat, and regulating nutrient and organic matter exchange (Mertes
1997, Tockner et al. 1999, Snyder et al. 2003, Sommer et al. 2004, Freeman et al. 2007).
Within plot connectivity was addressed using GI, and represents the potential flow of
water, energy, and nutrients within a sample plot. GI is a direct measure of the number of
corridors across the landscape. Forman and Godron (1986) define corridors as, “narrow strips of
land which differ from the matrix on either side.” Research into the role corridors in floodplains
is extensive and highlights the importance of these conduits in enhancing ecosystem function.
Greater hydrologic corridor connectivity in floodplains enable the dispersal capacity of biota
(Johansson et al. 1996, Schalk and Luhring 2010), enhance biodiversity (Tockner et al. 1999,
Karaus et al. 2013), increase habitat (Gurnell and Petts 2002, Amoros and Bornette 2002), and
retain as well as disperse nutrients and water (Larsen et al. 2015).
Unlike the other connectivity measures derived from topographic character alone, PI was
computed using HEC-RAS inundation modeling, and combines topography with flow paths
leading from the main channel. In contrast to FA, FL, and GI, PI is indicative of lateral
inundation during the flood-pulse, and it reflects a plots connectedness to the main channel,
rather than the up-gradient environment. The vast majority of connectivity research pertaining to
riverine systems has focused on this form of connectivity. Greater connectivity with the main
channel has been shown to enhance spatio-temporal variability in habitat type (Arscott et al.
2002, Van Der Nat et al. 2003, Whited et al. 2007), impact plant community composition and
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age (Salo et al. 1986, Hupp 2000, Bendix and Hupp 2000, Gurnell and Petts 2006), and affect the
abundance and distribution of aquatic and terrestrial communities (Ward et al. 1999, Jenkins and
Boulton 2003, Ballinger and Nally 2006, Leyer and Chiarucci 2006, Hauer et al. 2016). In the
rocky mountain region of North America, it is imperative to include a main-channel component
in connectivity analysis, as many ecosystems are dependent on the spring flood-pulse (Junk et al.
1989, Bayley 1995, Poff et al. 1997).
Vegetative structural diversity indices have been used to determine the relationship
between foliage height diversity and species diversity (MacArthur and MacArthur 1961, Kohn
1967, Karr and Roth 1971, Greenstone 1984, Rosenzweig and Abramsky 1993, Tews et al.
2004), as well as determining the efficacy of a structural diversity as a proxy for ecosystem
health (Debussche et al. 2001, Kalacska et al. 2007, Listopad et al. 2015). Through this study, I
was able to broaden our understanding of the importance of environmental complexity in
dictating ecosystem function by quantifying its impact on primary production in a floodplain
landscape. Incorporating a vegetative component also bolstered the spatial heterogeneity
dimension of biophysical complexity. In the context of this study, VSDI reflects variability in
vegetation structure, and it is an effective metric in that it may represent species diversity,
successional stage diversity, or a combination of both.

Topographic heterogeneity and connectivity vs. structural diversity
The assessment completed here for the Bitterroot River demonstrates that complexity,
represented by topographic heterogeneity and connectivity, can be a significant driver of
vegetative structural diversity in floodplain systems (Table 3). In the context of connectivity, PI
accounted for the vast majority of the explanatory power, indicating that the degree of plot
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connectedness to the main channel had the strongest control over determining VSDI. These
findings are consistent with previous research which highlights the importance of connectivity,
driven by flood-pulse regimes, in enhancing riparian plant diversity (Salo et al. 1986, Pollock et
al. 1998, Johnson et al. 2016, Bornette, Amoros, and Lamouroux 1998). Similar to our research,
Salo et al. (1986) identified a strong relationship between connectivity and diversity in an
Amazon floodplain, and he attributed the relationship to intermediate disturbance patterns, and
topographic spatio-temporal heterogeneity driven by the flood-pulse. Similarly, Pollack et al.
(1998) found a positive correlation between connectivity and diversity, again attributing this
phenomenon to flood regimes. It is clear from the abundant amount of research that floodplain
vegetative structure and diversity is highly dependent on flood-pulse inundation regimes.
The low predictive power of GI, in conjunction with the AICc rejection of other
connectivity metrics (Table 3), suggests that among and within patch connectivity (vs.
connectivity to the main channel) has relatively little influence over VSDI in the floodplain.
Therefore, overland flow of water potentially derived from precipitation or groundwater
inundation of lateral habitat had much less control over VSDI than did water sourced laterally
from the main channel. Mertes et al. (1997) explained how floodplains vary in their means of
inundation. While some were highly dependent on main-channel, others became saturated by
different means including groundwater, hyporheic water, precipitation, and upland flow, and in
some cases even prevented main-channel water from entering the floodplain. In the coastal rivers
of the Pacific Northwest region of the United States, means of riverine inundation patterns are
relative to elevation (Naiman et al. 2010). Flooding in the highest elevation rivers were shown to
be primarily snow-melt dominated, while those in the lowest are rainfall dominated. Our results
are indicative of a floodplain whose vegetative structural diversity is highly dependent on main-
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channel derived water, occurring as a result of spring snowmelt. These results corroborate
previous research that has shown vegetation succession patterns to be dependent on mainchannel derived flood patterns (Kalliola and Puhakka 1988).

Structural diversity vs. NDVI
VSDI was closely linked to NDVI and was found to be the strongest single predictor of
NDVI in the study. This result suggests that spatial heterogeneity in vegetation structure is
highly influential in determining rates of productivity in the floodplain. While VSDI was derived
from the vertical distribution of biomass within sample plots, it likely reflects positive
relationships between either species diversity (i.e., richness) and/or successional stage diversity,
and plant productivity. These findings are consistent with the diversity-production hypothesis,
and extend this train of thought to include a successional component that manifests in ecosystem
properties like biomass distribution.

Topographic heterogeneity, structural diversity, and connectivity vs. NDVI
Maximum explanatory power was achieved when topographic heterogeneity, structural
diversity, and connectivity metrics were combined to address variation in NDVI across the
floodplain. The inclusion of VSDI as a complexity metric in combination with others caused an
increase of 7% in predictive power over NDVI (r2=0.58; Table 6), as compared to direct linkage
of VSDI to NDVI (r2=0.51; Fig. 7). By including a structural component in quantifying the
heterogeneity dimension of complexity, I was better able to predict ecosystem productivity.
VSDI accounted for the vast majority of the explanatory power in this analysis, again
underlining the influence of spatial variability of vegetation structure in determining rates of
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productivity in the floodplain. GESD was the other spatial heterogeneity metric included in the
model, and the only metric to have a negative slope. Scown et al. (2016) used several
topographic heterogeneity metrics in part to develop a floodplain surface complexity index, but
no correlations were drawn to productivity. The negative slope linking GESD and NDVI
indicates that reduction in topographic variation is linked to increased productivity. Factors such
as water retention time and material deposition potential may enhance productivity in flatter
areas. More research is warranted to understand the relationship between the topographic
heterogeneity component of complexity and terrestrial primary production.
Of all the connectivity metrics, PI was again the most influential while and FL and GI
together accounted for a very small amount of the models ability to predict productivity. These
results were consistent with the topographic heterogeneity and connectivity vs. structural
diversity analysis, supporting the conclusion that a plots connectedness to the main channel has
greater control over productivity than within and among patch connectivity.

Conclusion
Through these analyses, I was able to quantify the association between complexity,
vegetation structural diversity, and terrestrial primary production. First, the association among
complexity (heterogeneity and connectivity) and vegetation structural diversity was explored to
address the complexity-diversity hypothesis. I then extended this line of causality by
investigating the relationship between vegetation structural diversity and terrestrial primary
production (diversity-production hypothesis). Finally, vegetation structural diversity was
included along with topographic heterogeneity and connectivity metrics to understand their
collectively influence floodplain productivity.
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Results from this study support a potential causal relationship among complexity,
vegetative structural diversity, and terrestrial primary production. Increasing topographic
heterogeneity and connectivity together enhanced vegetative structural diversity, while structural
diversity was shown to have a positive and robust correlation with productivity. These findings
supports the complexity-diversity hypothesis, the diversity-production hypothesis, and together
suggest a relationship in which complexity enhanced vegetative diversity, and diversity drives
productivity.
Collectively, topographic heterogeneity, structural diversity, and connectivity metrics had
great explanatory power in predicting NDVI (Table 6), indicating a direct relationship in which
complexity drives productivity, and supporting the complexity-production hypothesis. However,
the great explanatory power of VSDI in this analysis as compared to the other explanatory
metrics (Table. 6), in conjunction with the previous analyses, further supports a potential causal
relationship among complexity, diversity, and production.
Modern advancements in GIS and remote sensing technologies have enabled scientists to
further their understanding of the relationship between structure and function by monitoring such
phenomena at the landscape scale, while maintaining fine resolutions. This study exemplifies the
efficacy of geospatial technology in exploring the relationship between biocomplexity and
productivity in a floodplain environment. LiDAR data, multispectral imaging, and GIS allowed
us to quantify complexity and productivity metrics quickly, and across a large spatial scale at a
very high resolution, a task that would have proven otherwise to be extremely difficult.
An abundant amount of time and effort has been invested in research supporting the
notion that maintaining or restoring connectivity and the flood-pulse regime in aquatic systems is
essential for sustaining ecological integrity (Mitsch and Gosselink 1986, Naiman and Decamps
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1997, Heiler et al. 1995, Poff et al. 2007, Tockner and Stanford 2002, Peipoch et al. 2015).
Overland flow patterns showed very little control over ecosystem function in our analysis, and in
both cases, PI was a much better predictor of VSDI and NDVI. These results underline the
importance of maintaining a flood-pulse to ensure ecosystem function. Homogenization of the
landscape through riverine alteration and management has been shown to sever patch
connectivity to the main channel and across the landscape (Poff et al. 2007, Ward et al. 1999).
Maintaining complexity, by ensuring the natural flood regime is sustained in floodplain
ecosystems is therefore necessary to maintain biodiversity, production, and habitat in riverine
environments.

42

References
Amoros C, and Bornette G. 2002. Connectivity and Biocomplexity in Waterbodies of Riverine
Floodplains. Freshwater Biology 47 (4): 761–76.
Arc Hydro (version 10.2). 2015. ESRI.
http://resources.arcgis.com/en/communities/hydro/01vn0000000s000000.htm.
ArcGIS Desktop Advanced (version 10.4.1). 2016. Redlands, CA: Environmental Systems Research
Institute (ESRI).
Arscott DB, Tockner K, van der Nat D, and Ward JV. 2002. Aquatic Habitat Dynamics along a Braided
Alpine River Ecosystem (Tagliamento River, Northeast Italy).” Ecosystems 5 (8): 0802–14.
“ASPRS POSITIONAL ACCURACY STANDARDS FOR DIGITAL GEOSPATIAL DATA – ASPRS.”
2014. Edition 1, version 1.0. https://www.asprs.org/pad-division/asprs-positional-accuracystandards-for-digital-geospatial-data.html.
Auyang SY. 1999. Foundations of Complex-System Theories: In Economics, Evolutionary Biology, and
Statistical Physics. Cambridge University Press.
Ballinger A, and Mac Nally R. 2006. The Landscape Context of Flooding in the Murray–Darling Basin.
Advances in Ecological Research, 39:85–105.
Balvanera P, Pfisterer AB, Buchmann N, He JS, Nakashizuka T, Raffaelli D, and Schmid B. 2006.
Quantifying the Evidence for Biodiversity Effects on Ecosystem Functioning and Services.
Ecology Letters 9 (10): 1146–56.
Barton K. 2016. MuMIn (version 1.15.6). CRAN.
Bayley PB. 1995. Understanding Large River: Floodplain Ecosystems. BioScience 45 (3): 153–58.
Bendix J, and Hupp CR. 2000. Hydrological and Geomorphological Impacts on Riparian Plant
Communities. Hydrological Processes 14 (16–17): 2977–90.
Bornette G, Amoros C, and Lamouroux N. 1998. Aquatic Plant Diversity in Riverine Wetlands: The Role
of Connectivity. Freshwater Biology 39 (2): 267–83.
Bywater-Reyes S, Wilcox AC, Stella JC, and Lightbody AF. 2015. Flow and Scour Constraints on
Uprooting of Pioneer Woody Seedlings. Water Resources Research 51 (11): 9190–9206.
Cadenasso ML, Pickett STA, and Grove JM. 2006. Dimensions of Ecosystem Complexity: Heterogeneity,
Connectivity, and History. Ecological Complexity 3 (1): 1–12.
Caldwell SK, Peipoch M, and Valett HM. 2015. Spatial Drivers of Ecosystem Structure and Function in a
Floodplain Riverscape: Springbrook Nutrient Dynamics. Freshwater Science 34 (1): 233–44.
Cardinale, BJ, Srivastava DS, Duffy JE, Wright JP, Downing AL, Sankaran M, and Jouseau C. 2006.
Effects of Biodiversity on the Functioning of Trophic Groups and Ecosystems. Nature 443
Colwell R. 1998. Balancing the Biocomplexity of the Planet’s Living Systems: A Twenty-First Century
Task for Science. Bioscience; Oxford 48 (10): 786–87.
Connell JH. 1978. Diversity in Tropical Rain Forests and Coral Reefs - High Diversity of Trees and
Corals Is Maintained Only in a Non-Equilibrium State. Science 199 (4335): 1302–10.
Connell JH., and Orias E. 1964. The Ecological Regulation of Species Diversity.” The American
Naturalist 98 (903): 399–414.
Cottingham KL. 2002. Tackling Biocomplexity: The Role of People, Tools, and ScaleThis Article Uses
Case Studies from Aquatic Ecosystems to Demonstrate That a Key Component of a Successful
Biocomplexity Research Project Is the Careful Choice of People, Tools, and Scale to Answer the
Questions under Investigation. BioScience 52 (9): 793–99.
Croker RA. 1967. Niche Diversity in 5 Sympatric Species of Intertidal Amphipods (Crustacea Haustoriidae). Ecological Monographs 37 (3): 173–+.
Debussche M, Debussche G, and Lepart J. 2001. Changes in the Vegetation of Quercus Pubescens
Woodland after Cessation of Coppicing and Grazing. Journal of Vegetation Science 12 (1): 81–
92.

43

Díaz S, and Cabido M. 1997. Plant Functional Types and Ecosystem Function in Relation to Global
Change. Journal of Vegetation Science 8 (4): 463–74.
Emanuel RE., Hazen AG, McGlynn BL, and Jencso KG. 2014. Vegetation and Topographic Influences
on the Connectivity of Shallow Groundwater between Hillslopes and Streams. Ecohydrology 7
(2): 887–95.
Forman RTT, and Godron M. 1986. Landscape Ecology. Wiley.
Freeman MC, Pringle CM, and Jackson CR. 2007. Hydrologic Connectivity and the Contribution of
Stream Headwaters to Ecological Integrity at Regional Scales1. JAWRA Journal of the American
Water Resources Association 43 (1): 5–14.
Green DG., and Sadedin S. 2005. Interactions Matter—complexity in Landscapes and Ecosystems.
Ecological Complexity, Simulating the spatial and temporal dynamics of landscapes using generic
and complex models, 2 (2): 117–30.
Greenstone MH. 1984. Determinants of Web Spider Species-Diversity - Vegetation Structural Diversity
Vs Prey Availability. Oecologia 62 (3): 299–304.
Gurnell AM, and Petts GE. 2002. Island-Dominated Landscapes of Large Floodplain Rivers, a European
Perspective. Freshwater Biology 47 (4): 581–600.
Gurnell A, and Petts G. 2006. Trees as Riparian Engineers: The Tagliamento River, Italy. Earth Surface
Processes and Landforms 31 (12): 1558–74.
Hauer, FR, and Lamberti GA. 2011. Methods in Stream Ecology. Academic Press.
Hauer, FR, Locke H, Dreitz VJ, Hebblewhite M, Lowe WH, Muhlfeld CC, Nelson CR, Proctor MF, and
Rood SB. 2016. Gravel-Bed River Floodplains Are the Ecological Nexus of Glaciated Mountain
Landscapes. Science Advances 2 (6): e1600026.
Hauer FR, and Lorang MS. 2004. River Regulation, Decline of Ecological Resources, and Potential for
Restoration in a Semi-Arid Lands River in the Western USA. Aquatic Sciences 66 (4): 388–401.
HEC-GeoRAS (version 10.1). 2012. US Army Corps of Engineers.
http://www.hec.usace.army.mil/software/hec-georas/downloads.aspx.
HEC-RAS (version 5.0). 2016. US Army Corps of Engineers.
http://www.hec.usace.army.mil/software/hec-ras/.
Heiler G, Hein T, Schiemer F, and Bornette G. 1995. Hydrological Connectivity and Flood Pulses as the
Central Aspects for the Integrity of a River-Floodplain System. Regulated Rivers: Research &
Management 11 (3–4): 351–61.
Hillebran H, Bennett DM, and Cadotte MW. 2008. Consequences of Dominance: A Review of Evenness
Effects on Local and Regional Ecosystem Processes. Ecology 89 (6): 1510–20.
Hooper DU, Chapin FS, Ewel JJ, Hector A, Inchausti P, Lavorel S, Lawton JH. 2005. Effects of
Biodiversity on Ecosystem Functioning: A Consensus of Current Knowledge. Ecological
Monographs 75 (1): 3–35.
Hornung JP, and Lee Foote A. 2006. Aquatic Invertebrate Responses to Fish Presence and Vegetation
Complexity in Western Boreal Wetlands, with Implications for Waterbird Productivity. Wetlands
26 (1): 1–12.
Huete A, Didan K, Miura T, Rodriguez EP, Gao X, and Ferreira LG. 2002. Overview of the Radiometric
and Biophysical Performance of the MODIS Vegetation Indices. Remote Sensing of Environment,
The Moderate Resolution Imaging Spectroradiometer (MODIS): a new generation of Land
Surface Monitoring, 83 (1–2): 195–213.
Hupp CR. 2000. Hydrology, Geomorphology and Vegetation of Coastal Plain Rivers in the South-Eastern
USA. Hydrological Processes 14 (16–17): 2991–3010.
Hutchinson GE. 1961. The Paradox of the Plankton. The American Naturalist 95 (882): 137–45.
Hutchinson GE. 1957. Population Studies - Animal Ecology and Demography - Concluding Remarks.
Cold Spring Harbor Symposia on Quantitative Biology 22: 415–27.
Isenburg, Martin. 2016. LAStools (version 170203). Rapidlasso GmbH. https://rapidlasso.com/.

44

Jencso KG, McGlynn BL, Gooseff MN, Bencala KE, and Wondzell SM. 2010. Hillslope Hydrologic
Connectivity Controls Riparian Groundwater Turnover: Implications of Catchment Structure for
Riparian Buffering and Stream Water Sources. Water Resources Research 46 (10): W10524.
Jencso KG, McGlynn BL, Gooseff MN, Wondzell SM, Bencala KE, and Marshall LA. 2009. Hydrologic
Connectivity between Landscapes and Streams: Transferring Reach- and Plot-Scale
Understanding to the Catchment Scale. Water Resources Research 45 (4): W04428.
Jenkins KM, and Boulton AJ. 2003. Connectivity in a Dryland River: Short-Term Aquatic
Microinvertebrate Recruitment Following Floodplain Inundation. Ecology 84 (10): 2708–23.
Jensen JR. 2004. Introductory Digital Image Processing. 3 edition. Upper Saddle River, N.J: Prentice
Hall.
Jenson SK, and Domingue JO. 1988. Extracting Topographic Structure from Digital Elevation Data for
Geographic Information-System Analysis. Photogrammetric Engineering and Remote Sensing 54
(11): 1593–1600.
Johansson ME, Nilsson C, and Nilsson E. 1996. Do Rivers Function as Corridors for Plant Dispersal?
Journal of Vegetation Science 7 (4): 593–98.
Johnson SE, Amatangelo KL, Townsend PA, and Waller DM. 2016. Large, Connected Floodplain Forests
Prone to Flooding Best Sustain Plant Diversity. Ecology 97 (11): 3019–30.
Junk, WJ, Bayley PB, and Sparks RE. 1989. The Flood Pulse Concept in River-Floodplain Systems.
Canadian Special Publications of Fisheries and Aquatic Sciences 106:110-127.
Kalacska M, Sanchez-Azofeifa GA, Rivard B, Caelli T, Peter White H, and Calvo-Alvarado JC. 2007.
Ecological Fingerprinting of Ecosystem Succession: Estimating Secondary Tropical Dry Forest
Structure and Diversity Using Imaging Spectroscopy. Remote Sensing of Environment 108 (1):
82–96.
Kalliola R, and Puhakka M. 1988. River Dynamics and Vegetation Mosaicism: A Case Study of the River
Kamajohka, Northernmost Finland. Journal of Biogeography 15 (5/6): 703–19.
Karaus U, Larsen S, Guillong H, and Tockner K. 2013. The Contribution of Lateral Aquatic Habitats to
Insect Diversity along River Corridors in the Alps. Landscape Ecology 28 (9): 1755–67.
Karr JR, and Roth RR. 1971. Vegetation Structure and Avian Diversity in Several New World Areas. The
American Naturalist 105 (945): 423–35.
Kohn AJ. 1967. Environmental Complexity and Species Diversity in the Gastropod Genus Conus on
Indo-West Pacific Reef Platforms. The American Naturalist 101 (919): 251–59.
Larsen LG, Harvey JW, and Maglio MM. 2015. Mechanisms of Nutrient Retention and Its Relation to
Flow Connectivity in River–floodplain Corridors. Freshwater Science 34 (1): 187–205.
Levin SA. 1998. Ecosystems and the Biosphere as Complex Adaptive Systems. Ecosystems 1 (5): 431–
36.
Leyer I, and Chiarucci A. 2006. Dispersal, Diversity and Distribution Patterns in Pioneer Vegetation: The
Role of River-Floodplain Connectivity. Journal of Vegetation Science 17 (4): 407–16.
Lillesand T, Kiefer RW, and Chipman J. 2015. Remote Sensing and Image Interpretation. 7 edition.
Hoboken, N.J: Wiley.
Listopad CMCS, Masters RE, Drake J, Weishampel J, and Branquinho C. 2015. Structural Diversity
Indices Based on Airborne LiDAR as Ecological Indicators for Managing Highly Dynamic
Landscapes. Ecological Indicators 57 (October): 268–79.
Lorang MS, Whited DC, Hauer FR, Kimball JS, and Stanford JA. 2005. Using Airborne Multispectral
Imagery to Evaluate Geomorphic Work across Floodplains of Gravel-Bed Rivers. Ecological
Applications 15 (4): 1209–22.
Loreau M, Naeem S, and Inchausti P. 2002. Biodiversity and Ecosystem Functioning: Synthesis and
Perspectives. Oxford University Press.
Luck M, Maumenee N, Whited DC, Lucotch J, Chilcote S, Lorang M, Goodman D, McDonald K,
Kimball J, and Stanford JA. 2010. Remote Sensing Analysis of Physical Complexity of North
Pacific Rim Rivers to Assist Wild Salmon Conservation. Earth Surface Processes and Landforms
35 (11): 1330–43.
45

MacArthur RH, and MacArthur JW. 1961. On Bird Species Diversity. Ecology 42 (3): 594–98.
Maidment DR. 2002. Arc Hydro: GIS for Water Resources. ESRI, Inc.
Malard F, Tockner K, and Ward JV. 2000. Physico-Chemical Heterogeneity in a Glacial Riverscape.
Landscape Ecology 15 (8): 679–95.
McDonnell MJ, and Stiles EW. 1983. The Structural Complexity of Old Field Vegetation and the
Recruitment of Bird-Dispersed Plant Species. Oecologia 56 (1): 109–16.
McGuire KJ, McDonnell JJ, Weiler M, Kendall C, McGlynn BL, Welker JM, and Seibert J. 2005. The
Role of Topography on Catchment-Scale Water Residence Time. Water Resources Research 41
(5): W05002.
Mertes LAK. 2002. Remote Sensing of Riverine Landscapes. Freshwater Biology 47 (4): 799–816.
Mertes LAK. 1997. Documentation and Significance of the Perirheic Zone on Inundated Floodplains.
Water Resources Research 33 (7): 1749–62.
Michener WK, Baerwald TJ, Firth P, Palmer MA, Rosenberger JL, Sandlin EA, and Zimmerman H.
2001. Defining and Unraveling Biocomplexity. Bioscience 51 (12): 1018–23.
Mitsch WJ, and Gosselink JG. 1986. Wetlands. Van Nostrand Reinhold Company.
MPG Ranch. 2017. Accessed May 4. http://mpgranch.com/.
Mulder CPH, Bazeley-White E, Dimitrakopoulos PG, Hector A, Scherer-Lorenzen M, and Schmid B.
2004. Species Evenness and Productivity in Experimental Plant Communities. Oikos 107 (1): 50–
63.
Naeem S, Thompson LJ, Lawler SP, Lawton JH, and Woodfin RM. 1994. Declining Biodiversity Can
Alter the Performance of Ecosystems. Nature 368 (6473): 734–37.
Naeem S, Håkansson K, Lawton JH, Crawley MJ, and Thompson LJ. 1996. Biodiversity and Plant
Productivity in a Model Assemblage of Plant Species. Oikos 76 (2): 259–64.
Naiman RJ, and Decamps H. 1997. The Ecology of Interfaces: Riparian Zones. Annual Review of Ecology
and Systematics 28: 621–58.
Naiman RJ, Bechtold JS, Beechie TJ, Latterell JJ, and Van Pelt R. 2010. A Process-Based View of
Floodplain Forest Patterns in Coastal River Valleys of the Pacific Northwest. Ecosystems 13 (1):
1–31.
Naiman RJ, Decamps H, and Pollock M. 1993. The Role of Riparian Corridors in Maintaining Regional
Biodiversity. Ecological Applications 3 (2): 209–12.
Nijs I, and Roy J. 2000. How Important Are Species Richness, Species Evenness and Interspecific
Differences to Productivity? A Mathematical Model. Oikos 88 (1): 57–66.
Noe GB, and Hupp CR. 2005. Carbon, Nitrogen, and Phosphorus Accumulation in Floodplains of
Atlantic Coastal Plain Rivers, Usa. Ecological Applications 15 (4): 1178–90.
Norberg J, Swaney DP, Dushoff J, Juan Lin, Renato Casagrandi, and Simon A. Levin. 2001. Phenotypic
Diversity and Ecosystem Functioning in Changing Environments: A Theoretical Framework.
Proceedings of the National Academy of Sciences 98 (20): 11376–81.
Papadimitriou F. 2002. Modelling Indicators and Indices of Landscape Complexity: An Approach Using
G.I.S. Ecological Indicators, Hyatt S.I., 2 (1–2): 17–25.
Peipoch Mc, Brauns M, Hauer FR, Weitere M, and Valett HM. 2015. Ecological Simplification: Human
Influences on Riverscape Complexity. BioScience, September, biv120.
Pickett STA, Cadenasso ML, and Grove JM. 2005. Biocomplexity in Coupled Natural–Human Systems:
A Multidimensional Framework. Ecosystems 8 (3): 225–32.
Pickett STA, and Rogers KH. 1997. Patch Dynamics: The Transformation of Landscape Structure and
Function. In Wildlife and Landscape Ecology, edited by John A. Bissonette, 101–27. Springer
New York.
Poff NL, Allan JD, Bain MB, Karr JR, Prestegaard KL, Richter BD, Sparks RE, and Stromberg JC. 1997.
The Natural Flow Regime. BioScience 47 (11): 769–84.
Poff NL, Olden JD, Merritt DM, and Pepin DM. 2007. Homogenization of Regional River Dynamics by
Dams and Global Biodiversity Implications. Proceedings of the National Academy of Sciences
104 (14): 5732–37.
46

Pollock MM, Naiman RJ, and Hanley TA. 1998. Plant Species Richness in Riparian Wetlands—a Test of
Biodiversity Theory. Ecology 79 (1): 94–105.
Randlkofe B, Obermaier E, Hilker M, and Meiners T. 2010. Vegetation complexity—The Influence of
Plant Species Diversity and Plant Structures on Plant Chemical Complexity and Arthropods.
Basic and Applied Ecology 11 (5): 383–95.
Rosenzweig ML, and Abramsky Z. 1993. How Are Diversity and Productivity Related?
https://arizona.pure.elsevier.com/en/publications/how-are-diversity-and-productivity-related.
Salo J, Kalliola R, Häkkinen I, Mäkinen Y, Niemelä P, Puhakka M, and Coley PD. 1986. River Dynamics
and the Diversity of Amazon Lowland Forest. Nature 322 (6076): 254–58.
Schalk CM, and Luhring TM. 2010. Vagility of Aquatic Salamanders: Implications for Wetland
Connectivity. Journal of Herpetology 44 (1): 104–9.
Scown MW, Thoms MC, and De Jager NR. 2016. An Index of Floodplain Surface Complexity.
Hydrology and Earth System Sciences 20 (1): 431–41.
Snyder CD, Young JA, Villella R, and Lemarié DP. 2003. Influences of Upland and Riparian Land Use
Patterns on Stream Biotic Integrity. Landscape Ecology 18 (7): 647–64.
Sommer TR, Harrell WC, Solger AM, Tom B, and Kimmerer W. 2004. Effects of Flow Variation on
Channel and Floodplain Biota and Habitats of the Sacramento River, California, USA. Aquatic
Conservation: Marine and Freshwater Ecosystems 14 (3): 247–61.
Tabacchi E, Tabacchi AMP, Salinas MJ, and Décamps H. 1996. Landscape Structure and Diversity in
Riparian Plant Communities: A Longitudinal Comparative Study. Regulated Rivers: Research &
Management 12 (4–5): 367–90.
Tarboton DG, Bras RL, and Rodriguez-Iturbe I. 1991. On the Extraction of Channel Networks from
Digital Elevation Data. Hydrological Processes 5 (1): 81–100.
TerrSet Geospatial Monitoring and Modeling Software (version 18.2). 2016. Windows. Clark University.
Clark Labs. https://clarklabs.org/terrset/.
Tews J, Brose U, Grimm V, Tielbörger K, Wichmann MC, Schwager M, and Jeltsch F. 2004. Animal
Species Diversity Driven by Habitat Heterogeneity/Diversity: The Importance of Keystone
Structures. Journal of Biogeography 31 (1): 79–92.
Tilman D, Wedin D, and Knops J. 1996. Productivity and Sustainability Influenced by Biodiversity in
Grassland Ecosystems. Nature 379 (6567): 718–20.
Tilman D, Knops J, Wedin D, Reich P, Ritchie M, and Siemann E. 1997. The Influence of Functional
Diversity and Composition on Ecosystem Processes. Science 277 (5330): 1300–1302.
Tilman D, Wedin D, and Knops J. 1996. Productivity and Sustainability Influenced by Biodiversity in
Grassland Ecosystems. Nature; London 379 (6567): 718.
Tockner K, Malard F, and Ward JV. 2000. An Extension of the Flood Pulse Concept. Hydrological
Processes 14 (16–17): 2861–83.
Tockner K, Schiemer F, Baumgartner C, Kum G, Weigand E, Zweimuller I, and Ward JV. 1999. The
Danube Restoration Project: Species Diversity Patterns across Connectivity Gradients in the
Floodplain System. Regulated Rivers-Research & Management 15 (1–3): 245–58.
Tockner K, and Stanford JA. 2002. Riverine Flood Plains: Present State and Future Trends.
Environmental Conservation 29 (3): 308–30.
Tockner K, Lorang MS, and Stanford JA. 2010. River Flood Plains Are Model Ecosystems to Test
General Hydrogeomorphic and Ecological Concepts. River Research and Applications 26 (1):
76–86.
Tockner K, Pennetzdorfer D, Reiner N, Schiemer F, and Ward JV. 1999. Hydrological Connectivity, and
the Exchange of Organic Matter and Nutrients in a Dynamic River–floodplain System (Danube,
Austria). Freshwater Biology 41 (3): 521–35.
Tucker CJ. 1979. Red and Photographic Infrared Linear Combinations for Monitoring Vegetation.
Remote Sensing of Environment 8 (2): 127–50.
Turner MG, Gardner RH, and O’Neill RV. 2001. Landscape Ecology in Theory and Practice: Pattern
and Process. 2001 edition. New York: Springer.
47

Valett HM, Baker MA, Morrice JA, Crawford CS, Molles MC, Dahm CN, Moyer DL, Thibault JR, and
Ellis LM. 2005. Biogeochemical and Metabolic Responses to the Flood Pulse in a Semiarid
Floodplain. Ecology 86 (1): 220–34.
Valett HM, Hauer FR, and Stanford JA. 2014. Landscape Influences on Ecosystem Function: Local and
Routing Control of Oxygen Dynamics in a Floodplain Aquifer. Ecosystems 17 (2): 195–211.
Van Der Nat D, Tockner K, Edwards PJ, Ward JV, and Gurnell AM. 2003. Habitat Change in Braided
Flood Plains (Tagliamento, NE-Italy). Freshwater Biology 48 (10): 1799–1812.
Ward JV, and Stanford JA. 1983. The Intermediate Disturbance Hypothesis an Explanation for Biotic
Diversity Patterns in Lotic Ecosystems. Fontaine, T. D. Iii and S. M. Bartell (Ed). Dynamics of
Lotic Ecosystems. Xiii+494p. Ann Arbor Science Publishers: Ann Arbor, Mich., Usa. Illus.
Ward JV, and Stanford JA. 1995. Ecological Connectivity in Alluvial River Ecosystems and Its
Disruption by Flow Regulation. Regulated Rivers: Research & Management 11 (1): 105–19.
Ward JV, Tockner K, Arscott DB, and Claret C. 2002. Riverine Landscape Diversity. Freshwater Biology
47 (4): 517–39.
Ward JV, Tockner K, and Schiemer F. 1999. Biodiversity of Floodplain River Ecosystems: Ecotones and
connectivity1. Regulated Rivers: Research & Management 15 (1–3): 125–39.
Whited DC, Lorang MS, Harner MJ, Hauer FR, Kimball JS, and Stanford JA. 2007. Climate, Hydrologic
Disturbance, and Succession: Drivers of Floodplain Pattern. Ecology 88 (4): 940–53.
Wilsey BJ., and Potvin C. 2000. Biodiversity and Ecosystem Functioning: Importance of Species
Evenness in an Old Field. Ecology 81 (4): 887–92.
Wolf KL, Noe GB, and Ahn C. 2013. Hydrologic Connectivity to Streams Increases Nitrogen and
Phosphorus Inputs and Cycling in Soils of Created and Natural Floodplain Wetlands. Journal of
Environmental Quality 42 (4): 1245–55.
Zhang X, Friedl MA, Schaaf CB, Strahler AH, Hodges JCF, Gao F, Reed BC, and Huete A. 2003.
Monitoring Vegetation Phenology Using MODIS. Remote Sensing of Environment 84 (3): 471–
75.

48

Appendix

Appendix A. An inundation model was generated in HEC-RAS using the LiDAR derived DEM.
Results in the form of a raster were exported and visualized in ArcGIS using the HEC-GeoRAS
toolkit. The raster was overlain on the LiDAR DEM to determine how water is routed across the
floodplain.
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GESD (m)
Appendix B. A box-and-whisker plot showing the distribution of GESD values across the floodplain.
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VSDI
Appendix C. A box-and-whisker plot showing the distribution of VSDI values across the floodplain.
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PI
Appendix D. A box-and-whisker plot showing the distribution of PI values across the floodplain.
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FA (cells)
Appendix E. A box-and-whisker plot showing the distribution of FA values across the floodplain. FA
units are in raster cells.
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FL (m)
Appendix F. A box-and-whisker plot showing the distribution of FL values across the floodplain.
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GI
Appendix G. A box-and-whisker plot showing the distribution of GI values across the floodplain.
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