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Abstract: Predicted climate-induced changes in the Great Lakes include increased variability in water
levels, which may shift periphyton habitat. Our goal was to determine the impacts of water level
changes in Lake Superior on the periphyton community assemblages in the Keweenaw Peninsula with
different surface geology. At three sites, we identified periphyton assemblages as a function of depth,
determined surface area of periphyton habitat using high resolution bathymetry, and estimated
the impact of water level changes in Lake Superior on periphyton habitat. Our results suggest
that substrate geology influences periphyton community assemblages in the Keweenaw Peninsula.
Using predicted changes in water levels, we found that a decrease in levels of 0.63 m resulted in a
loss of available surface area for periphyton habitat by 600 to 3000 m2 per 100 m of shoreline with
slopes ranging 2 to 9◦. If water levels rise, the surface area of substrate will increase by 150 to 370 m2

per 100 m of shoreline, as the slopes above the lake levels are steeper (8–20◦). Since periphyton
communities vary per site, changes in the surface area of the substrate will likely result in a shift in
species composition, which could alter the structure of aquatic food webs and ecological processes.

Keywords: Great Lakes water levels; climate change; periphyton; food webs

1. Introduction

Since the 1950s, the climate of the Great Lakes continues to change: air temperatures
have increased by 1.3 ◦C, precipitation has increased 14% with less snow and more rain,
and summer lake surface temperatures have increased by 2.5 ◦C [1]. Models predict that
climate-induced changes in the Great Lakes include an increased variability in lake lev-
els [2]. For instance, water levels in Lake Michigan and Lake Huron are nearly 1 m higher
compared to the long-term average since 1918 [3]. Levels in Lake Superior and Lake Erie
are also higher than historical records [3]. Fluctuating water levels fundamentally affect
the biophysical and chemical properties of the Great Lakes [4] including lake circulation,
aquatic communities, ecosystem productivity, fish and wildlife habitat quality, and the
availability and quality of water for human use [5–7]. In particular, microbial communities
in aquatic ecosystems may quickly change in response to increased air and water tempera-
tures. For instance, warmer water temperatures may change the composition of periphyton
communities, which then may disturb ecological processes and function.

Periphyton communities are diverse and include photosynthetic organisms such as
diatoms, green algae, and cyanobacteria, which are found attached to benthic substrates
in aquatic ecosystems. As primary producers, they form the base of many aquatic food
webs, providing fixed carbon to numerous trophic levels both directly and indirectly.
Periphyton are often used in bioassessment (see [8] for review) in part because of their role
in food webs, their high diversity and species richness in small samples [9], and their vari-
able community structure based on the chemical and physical environment. Nutrient type
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and concentration influence periphyton community composition, with specific taxa pro-
moted with the additions of nitrogen and phosphorus [10]. Diatoms in particular are
commonly used as bioindicators because they are both diverse and sensitive to nutri-
ents [10]. The physical structure of aquatic environments, including size of rocks [11],
stone roughness [12] and refuge from disturbance [13] influence periphyton community
composition and biomass [14,15]. Previous research investigating periphyton communities
has documented distinct changes in relation to geology. For example, in southeast Brazil,
researchers [16] found decreases in the relative biovolume of diatoms, with concurrent
increases in green algae with increasing surface roughness. More specifically, they found
decreases in taxa that adhered to surfaces using pads and stalks, such as Eunotia flexuosa
(Brébisson) Kützing and Gomphonema gracile (Ehrenberg), with greater surface rough-
ness. Despite changes in community composition, there were similar values of diversity,
richness and evenness in periphyton communities of various surface roughness [16].

The purpose of this study was to determine the impact of water level changes in
Lake Superior on periphyton community assemblages in areas of the Keweenaw Peninsula
with different subsurface geology. At three locations in the Keweenaw Peninsula, all with
variable geology, we had the following objectives: (1) determine periphyton community
assemblages as a function of depth, (2) determine surface area of periphyton habitat
using high resolution bathymetry, and (3) determine the potential impacts of shifting lake
levels on periphyton habitat and community assemblages based on forecasts for Lake
Superior [17,18].

2. Materials and Methods
2.1. Site Location

The Keweenaw Peninsula in Lake Superior contains diverse geology in a relatively
small geographic area (1455 km2; Figure 1). In the small area we expected similar air and wa-
ter temperatures and nutrient (phosphorus and nitrogen) concentrations. Because temperature
and nutrients influence periphyton growth, this location provided an opportunity to com-
pare periphyton community assemblages as a function of geology and microtopography.
We selected three sites in the Keweenaw Peninsula based on nearshore geology and accessi-
bility: McLain State Park (ML) had loose sand and gravel with patches of Freda Sandstone
bedrock; Hunter’s Point Park (HP) contained basalt andesite lava flows and Copper Harbor
Conglomerate with rhyolitic pebble; and Brunette Park (BP) was Jacobsville Sandstone
with some loose sand and gravel [19]. At each site, we delineated three transects for field-
work, that were approximately 60 m apart. Three sampling locations per transect at three
repetitive depths (z = 0, z = 1 m and z = 2 m; 27 total locations), were studied. Each transect
began at the shoreline (elevation = 183.5 m) and extended into the water perpendicular to
the shore to a maximum depth of 2 m. These depths were all within the euphotic zone of
Lake Superior (42 ± 2 m; [20]), as well as the water mixing zone, since nearshore depths
are those likely influenced by a change in lake level.

2.2. Sample Collection

At each sampling location, we collected water for nutrients and physical data, along with
periphyton samples from directly above or from the lake bottom from 10 to 13 August
2019. Whole water samples (250 mL) were collected for total phosphorus and nitrate
using a VanDorn water sampler suspended directly above the lake bottom and placed
into acid-washed bottles; nutrient samples were frozen the day collected and delivered to
Superior Analytics (Lake Superior State University, Sault Ste Marie, MI, USA) for analyses.
We used a calibrated Hydrolab multi-probed instrument to measure pH, temperature,
electrolytic conductivity and dissolved oxygen by suspending the probe directly above
the lake bottom. Triplicate rocks were gently collected by hand at each sampling location.
In depths of 1 and 2 m, we collected rocks opportunistically in an area of approximately
25 m2. Each rock, regardless of depth, was measured (length, width, depth) to approximate
surface area. Periphyton were removed from the three rocks using toothbrushes rinsed with
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distilled water [21] and placed into a centrifuge tube for each sampling location. These sam-
ples were placed in coolers and shipped without preservatives for the identification and
quantification of diatoms. Field periphyton samples were cleaned in the lab using 5.25%
sodium hypochlorite followed by rinsing and decanting with filtered water until being pH
neutral [22]. Cleaned diatom frustules were mounted in Naphrax® (Brunel Microscopes,
Chippenham, UK) and enumerated at 1000× using an Olympus CX31 (Olympus, Tokyo,
Japan). Species identifications of at least 600 diatom valves were made using a variety of
references including Krammer and Lange-Bertalot [23], Krammer and Lange-Bertalot [24],
Krammer and Lange-Bertalot [25], and Krammer and Lange-Bertalot [26], and Diatoms of
North America [27]. With nine sampling locations per site, this sampling effort resulted in
27 water samples for total phosphorus and nitrate, measurements of pH, water temperature,
electrolytic conductivity and dissolved oxygen, and composite periphyton samples.
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McLain State Park, Hunter’s Point Park and Brunette Park.

Spatial data were collected and processed by Michigan Technological University
(Great Lakes Resource Center, Houghton, MI, USA) using an Iver autonomous underwater
vehicle (AUV) to generate a high-resolution map depicting the structure of the lake bottom.
The AUV was pre-programmed to travel back and forth within the study area and collect
multibeam XYZ point locations at a rate of 1000 per second, resulting in a point cloud of
depth data at a resolution of 10 cm along each swath.

2.3. Quantitative and Spatial Analyses

We used a combination of univariate, multivariate and spatial analyses to address
study objectives. Total phosphorus and nitrate were compared by site and depth using a
two-way ANOVA with interaction following assessment with Shapiro-Wilk and Levene’s
Tests for normality and equal variance. Additional abiotic data including pH, temperature,
conductivity and dissolved oxygen were compared by site using summary statistics and
we used non-metric multidimensional scaling (NMDS) to examine a Bray-Curtis similarity
matrix of periphytic diatom assemblages across depths and sites. The similarity of sites,
depths and their interaction, as well as multiple comparisons, were compared using post
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hoc Adonis. All quantitative analyses were conducted using R Version 3.4.0 [28] with the
packages car [29], MASS [30], and vegan [31].

To analyze the structure of the lake bottom, we implemented a hierarchical three-
dimensional spatial analysis using ArcScene v 10.4.1 software [32], where the first step was
to characterize each of the three study sites using 4 m topo bathymetry [33], and the second
step was to characterize microtopography and surface irregularities for periphyton habitat
within each of the three study sites using high-resolution data from the AUV (Figure 2).
At each sample location, we used Spatial Analyst Tools to calculate slope and analyze
depth from the topo bathymetry data. We calculated slope from the change in depth along
three 100 m transects starting from the shoreline. Using the AUV data, we converted
the XYZ files to a raster surface grid with a resolution of 30 cm to account for error in
measurements between points and create a contiguous depth surface in order to quantify
substrate structure and surface area. We randomly selected three 400 m2 plots within the
study area in which we calculated surface area and plotted the change in depth on the
surface of the substrate along a transect within the center of each plot. We modeled the
amount of surface area of substrate that would be exposed in each study site location based
on future projections (−0.63 m to 0.52 m; Table 1) in water levels in Lake Superior [17].

Water 2021, 13, x FOR PEER REVIEW 4 of 15 
 

 

Spatial data were collected and processed by Michigan Technological University 
(Great Lakes Resource Center, Houghton, MI, USA) using an Iver autonomous underwa-
ter vehicle (AUV) to generate a high-resolution map depicting the structure of the lake 
bottom. The AUV was pre-programmed to travel back and forth within the study area 
and collect multibeam XYZ point locations at a rate of 1000 per second, resulting in a point 
cloud of depth data at a resolution of 10 cm along each swath. 

2.3. Quantitative and Spatial Analyses 
We used a combination of univariate, multivariate and spatial analyses to address 

study objectives. Total phosphorus and nitrate were compared by site and depth using a 
two-way ANOVA with interaction following assessment with Shapiro-Wilk and Levene’s 
Tests for normality and equal variance. Additional abiotic data including pH, tempera-
ture, conductivity and dissolved oxygen were compared by site using summary statistics 
and we used non-metric multidimensional scaling (NMDS) to examine a Bray-Curtis sim-
ilarity matrix of periphytic diatom assemblages across depths and sites. The similarity of 
sites, depths and their interaction, as well as multiple comparisons, were compared using 
post hoc Adonis. All quantitative analyses were conducted using R Version 3.4.0 [28] with 
the packages car [29], MASS [30], and vegan [31]. 

To analyze the structure of the lake bottom, we implemented a hierarchical three-
dimensional spatial analysis using ArcScene v 10.4.1 software [32], where the first step 
was to characterize each of the three study sites using 4 m topo bathymetry [33], and the 
second step was to characterize microtopography and surface irregularities for periphy-
ton habitat within each of the three study sites using high-resolution data from the AUV 
(Figure 2). At each sample location, we used Spatial Analyst Tools to calculate slope and 
analyze depth from the topo bathymetry data. We calculated slope from the change in 
depth along three 100 m transects starting from the shoreline. Using the AUV data, we 
converted the XYZ files to a raster surface grid with a resolution of 30 cm to account for 
error in measurements between points and create a contiguous depth surface in order to 
quantify substrate structure and surface area. We randomly selected three 400 m2 plots 
within the study area in which we calculated surface area and plotted the change in depth 
on the surface of the substrate along a transect within the center of each plot. We modeled 
the amount of surface area of substrate that would be exposed in each study site location 
based on future projections (−0.63 m to 0.52 m; Table 1) in water levels in Lake Superior 
[17]. 

 
Figure 2. Process of bathymetric analysis of Lake Superior at three study sites in the Keweenaw Peninsula, Michigan. Topo 
bathymetry data (4 m) was used to characterize the general structure of the lake bottom at each study site, Brunette Park, 
Hunter’s Point and McLain State Park (left). At each study site, an autonomous underwater vehicle (AUV) was pre-pro-
grammed to collect multibeam XYZ data, which was used to create high-resolution (0.3 m) maps of microtopography at 
each study site. Three 400 m2 plots were established to quantify the structure of surface irregularities of the substrate for 
periphyton habitat (right). 

Figure 2. Process of bathymetric analysis of Lake Superior at three study sites in the Keweenaw Peninsula, Michigan.
Topo bathymetry data (4 m) was used to characterize the general structure of the lake bottom at each study site, Brunette Park,
Hunter’s Point and McLain State Park (left). At each study site, an autonomous underwater vehicle (AUV) was pre-
programmed to collect multibeam XYZ data, which was used to create high-resolution (0.3 m) maps of microtopography at
each study site. Three 400 m2 plots were established to quantify the structure of surface irregularities of the substrate for
periphyton habitat (right).

Table 1. Historic and future Lake Superior water levels (m) along with the water level of the current
study (sample collection at z = 0) [17] for comparison.

Minimum (m) Maximum (m) Reference

Historic Data
(1918–2020) 182.72 183.91 Great Lakes

Dashboard [17]

Current Study (2019) 183.86

Future Projections
(2068–2105)

182.42 183.74 Lofgren et al. [18]
183.22 183.47 Angel et al. [34]
183.24 183.27 Hayhoe et al. [35]

3. Results
3.1. Physical and Chemical Data

Water temperature, dissolved oxygen and conductivity were similar at all sites
(Table 2). Nitrate was not significantly different by site (p = 0.1773, F2,18 = 1.9077) nor
depth (p = 0.9405, F2,18 = 0.0615), nor interaction (p = 0.1063, F4,18 = 2.2308; Figure 3). In ad-
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dition, total phosphorus was not significantly different by site (p = 0.5177, F2,18 = 0.6830)
nor depth (p = 0.6617, F2,18 = 0.4226), nor interaction (p = 0.7017, F4,18 = 0.5497; Figure 2).

Table 2. Mean nitrate, total phosphorus, temperature, dissolved oxygen, and conductivity with standard error and number of
observations in parentheses by site (BP—Brunette Park, HP—Hunter’s Point, ML—McLain State Park) and depth (0–2 m).

Site/
Depth (m)

Nitrate
(mg L−1)

Total Phosphorus
(ug L−1)

Temperature
(C)

Dissolved
Oxygen

(mg L−1)

Conductivity
(µs cm−1)

BP 0.33 ± 0.00 (9) 52.89 ± 3.94 (9) 19.78 ± 0.27 (9) 11.59 ± 0.40 (9) 88.02 ± 0.38 (9)
0 0.32 ± 0.01 (3) 50.67 ± 2.60 (3) 20.57 ± 0.18 (3) 10.50 ± 0.14 (3) 88.67 ± 0.78 (3)
1 0.33 ± 0.01 (3) 57.33 ± 6.89 (3) 19.30 ± 0.61 (3) 11.72 ± 0.56 (3) 87.97 ± 0.80 (3)
2 0.33 ± 0.00 (3) 50.67 ± 10.84 (3) 19.47 ± 0.09 (3) 12.54 ± 0.70 (3) 87.43 ± 0.32 (3)

HP 0.33 ± 0.01 (9) 50.67 ± 3.84 (9) 21.30 ± 0.14 (9) 10.17 ± 0.25 (9) 91.51 ± 0.22 (3)
0 0.35 ± 0.01 (3) 55.00 ± 7.55 (3) 21.63 ± 0.30 (3) 9.22 ± 0.14 (3) 90.97 ± 0.29 (3)
1 0.31 ± 0.02 (3) 46.00 ± 8.89 (3) 21.30 ± 0.15 (3) 10.83 ± 0.26 (3) 92.23 ± 0.23 (3)
2 0.32 ± 0.00 (3) 51.00 ± 4.58 (3) 20.97 ± 0.09 (3) 10.47 ± 0.09 (3) 91.33 ± 0.15 (3)

ML 0.32 ± 0.00 (9) 58.11 ± 5.09 (9) 20.88 ± 0.61 (9) 9.88 ± 0.13 (9) 93.42 ± 1.73 (3)
0 0.31 ± 0.00 (3) 65.33 ± 8.35 (3) 23.30 ± 0.11 (3) 9.61 ± 0.06 (3) 97.03 ± 4.60 (3)
1 0.32 ± 0.00 (3) 49.67 ± 3.48 (3) 19.90 ± 0.11 (3) 9.77 ± 0.06 (3) 93.07 ± 0.98 (3)
2 0.32 ± 0.01 (3) 59.33 ± 12.91 (3) 19.43 ± 0.12 (3) 10.25 ± 0.28 (3) 89.90 ± 0.23 (3)
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Figure 3. Ordination following non-metric multidimensional scaling of Bray-Curtis similarities of periphytic diatom
communities determined at various depths (0–2 m) at Brunette Park (n = 9), Hunter’s Point (n = 5) and McLain State Park
(n = 5). Note that although nine samples were analyzed at each site, not all samples contained periphyton, especially in the
active wave zone, z = 0 m. Stress = 12.84; ellipses per site represent the 95% confidence interval of the site centroid. Post-hoc
Adonis revealed that periphyton communities were significantly different among sites (p < 0.05).



Water 2021, 13, 253 6 of 14

3.2. Periphytic Diatom Assemblages

Composite samples were collected for periphyton determination from three rocks
at each sampling location. Mean rock surface areas, with standard errors, were similar
(BP: 842.3 ± 149.7 cm2; HP: 752.4 ± 137.8 cm2; ML: 1136 ± 184.7 cm2) and up to 600 valves
were identified and counted per sample. Not all samples contained periphyton, including
those collected in the active wave zone at HP and ML.

Periphyton communities were compared using non-metric multidimensional scaling
of a Hellinger transformed Bray-Curtis similarity matrix (Figure 3). The lowest stress
(12.84%) was achieved using the metaMDS function in vegan [31]. Post hoc Adonis indi-
cated that communities were different based on site (p = 0.001), but neither depth (p = 0.160)
nor their interaction (p = 0.187). Further, pairwise comparisons with a Holm’s adjustment
revealed that all sites had significantly different periphyton communities (BP:HP, p = 0.046;
BP:ML, p = 0.006; HP:ML, p = 0.046). We used similarity percentages (SIMPER) and de-
termined the species that contributed up to 50% of the cumulative differences in sites
(Figure 4). Sites at BP were characterized by high abundances of Achnanthidium minutis-
simum (Kützing) Czarnecki and Encyonopsis cesatii (Rabenhorst) Krammer, whereas HP
contained greater Cymbella helvetica Kützing and ML was characterized by high amounts of
Gomphonema procerum Reichardt and Lange-Bertalot and Tabellaria flocculosa (Roth) Kützing.
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Letters above site bars indicate significance (p < 0.05) following post-hoc, pairwise Adonis with Holm’s adjustment.

3.3. Spatial Modeling and Habitat Structure

At a resolution of 4 m, substrate structure and surface area differed among the study
areas. This resolution characterized the physical structure of the substrate at a broad
scale. ML and BP were similar in slope and bathymetric structure (Figures 5 and 6).
Within the first 100 m extending from the shoreline, both ML and BP had slopes of <3◦ and
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maximum depths of <2.7 m, whereas HP had steeper and more variable slopes ranging
2 to 9◦ and maximum depths of <3.5 m within the first 100 m (Figure 7). Beyond 100 m,
slopes increased at HP, but were not as steep at ML and BP.
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Within a 400 m2 subset at each study site, high-resolution (0.3 m) bathymetry data from
the AUV revealed that substrate surface structure was more variable at BP and HP than
ML (Figures 8–10). This resolution was necessary in the context of the periphyton habitat,
where communities respond at a much finer scale than the 4-m resolution bathymetry data.
This scale depicts the variability in the texture of the lake bottom as it relates to habitat
structure. The change in depth of substrate over a 0.3 m distance averaged 3.88 ± 0.50 cm
at BP. At HP, the substrate structure was more than two times more variable and averaged
at 7.87 ± 1.10 cm over a 0.3-m distance. The substrate at ML was smooth and did not
provide much structure or surface area for periphyton. The average change in the depth
of substrate over 0.3 m at ML was 1.76 ± 0.22 cm. Over a 400 m2 area and at a resolution
of 0.3 m, substrate surface area averaged 400.74 ± 6.67 m2 at ML, 404.30 ± 2.29 m2 at BP,
and 426.2 ± 6.7 m2 at HP (Figures 8–10, respectively).

With predicted lake level changes ranging between −0.63 and 0.52 m, the amount of
available habitat will change. Based on the bathymetric structure of each site, a 0.63-m drop
in lake levels will substantially expand the amount of exposed substrate by as much as
36 m in areas with shallow slopes (<3◦) at ML and BP. This exposure equates to a reduction
in the available surface area for periphyton habitat by 600 to 3000 m2 per 100 m of shoreline.
At HP, with slopes ranging 2 to 9◦, a 0.63 m drop in lake levels will expose 426 to 1917 m2

of substrate per 100 m of shoreline. If water levels rise, the surface area of substrate will
increase by 150 to 370 m2 per 100 m of shoreline, as the slopes above the lake levels are
steeper, and range 8–20◦.
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4. Discussion

Periphytic diatom community assemblages were different at Brunette Park (BP),
Hunter’s Point (HP), and McLain SP (ML). Since physio-chemical parameters were similar
at these sites, our study provides evidence that subsurface geology influences periphyton
community assemblages in the Keweenaw Peninsula.

Microtopography including substrate size, orientation, and surface irregularities can
influence algal biomass and species composition [11,13,15,36,37], because it creates micro-
habitats that have different resource availability (e.g., colonization area, light), sedimenta-
tion efficiency [38], cell adhesion [39], water flow [40], and protection from disturbances
such as grazing or scouring [13,36]. Greater surface irregularities are likely to protect
small adnate species [13], whereas large, loosely attached species make use of light and
nutrients [41]. The orientation of the substrate can alter the water flow (e.g., laminar vs.
turbulent), light intensity, and predation of periphyton [15,37,42]. Murdock and Dodds [15]
discovered that rougher, more horizontal surfaces collected more algal biomass in a single
Kansas stream, and Glasby and Connell [42] found that epibiotic community assemblages
differed between horizontal and vertical surfaces in Australian rocky reefs. The physical
size of substrata can also influence periphyton communities. Ledger and Hildrew [11]
found that total chlorophyll biomass, dry-mass, and density of algal units increased with
substrate particle size in an acidic stream in southern England.

Differences in substrate and microtopography at our study sites likely contributed
to periphyton community differences. At a fine scale (less than 2 mm), the sand grains of
Jacobsville (BP) and Freda sandstone (ML) have greater surface roughness than Copper
Harbor Conglomerate (HP) [19]. Souza and Ferragut [16] determined that increasing the
surface roughness resulted in decreases in periphyton using stalks and pads, and increases
in periphyton using mucilaginous matrices. Our results were not as definitive. BP and
ML were characterized by both greater roughness of the substrate particles, but smoother
bathymetric structure. At these sites, there were greater amounts of the stalked diatoms,
Achnanthidium minutissimum and Gomphonema procerum, whereas the substrate particles at
HP were less rough, but the bathymetric structure was more variable. However, HP was
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characterized by another stalked diatom, Cymbella helvetica. Part of this confusion could be
explained by A. minutissimum, which adheres to the substrate using shorter mucilaginous
stalks than other stalked diatoms. In addition, Souza and Ferragut [16] determined that
an increasing biofilm over the course of their study may have minimized the effect of
roughness. Bergey [36] found that small crevices were dominated by A. minutissimum
and smooth services by adnate diatoms. Substratum roughness can provide relief from
grazing [13] and brushing [15]. Since subsurface geology at HP was less rough and thus
provided little refuge, it is not surprising that these microhabitats would facilitate taxa
capable of rapid colonization, such as C. helvetica [43]. Variable surface roughness based
on geology provided at our three sites in the Keweenaw, could provide the microhabitats
required by periphyton with different attachment strategies.

Substrate roughness can be difficult to separate from geology, as they are often cor-
related. Rock type and geologic formation can cause dissolved minerals to influence
periphyton habitat [12]. Conductivity can be influenced by mineral components of the
pore fluid [19]. Although Bergey [13] found no difference of algal growth with substratum
chemistry, we can only speculate as our measurements for parameters such as electrolytic
conductivity, were in the water directly above the benthos. As a result, our study cannot
assess the potential chemical influence of geology on periphyton habitat.

All sampling depths included in the current study were from the active wave zone.
As a result, in addition to substrate roughness, it is also possible that physical disturbance
from wave action is shaping these periphyton communities. Unfortunately, physical disturbance
from wave action in lentic habitats remains understudied, as the focus of past research on
physical disturbance has been conducted in lotic environments. In a small, geographically
proximate, inland lake natural and artificial physical disturbance was investigated [44].
The results of this study from the natural physical disturbance of wave action showed that
tightly adhered taxa such as Achnanthidium were present at the highest abundances near
shore in the higher disturbance zone, while longer stalked taxa (e.g., Gomphonema) and
species that form filaments loosely attached to substrates (e.g., Tabellaria, some Encyonema)
increased in presence as disturbance decreased. Similar trends can be seen in the shifting
abundances of the species within different study areas (Figure 3). In the present study,
the increase in Tabellaria abundance with increasing depth is consistent with Thomas [44]
as it is likely washed away from shoreline communities due to wave action, but present in
higher abundances at depth as it is able to settle to the bottom undisturbed. The decrease
in Achnanthidium minutissimum at ML is also consistent with past results, which showed
that adnate attached taxa are outcompeted in low disturbance, deeper sites and are most
abundant near shore. The response of Encyonema silesiacum, which lives in tubes of mucilage
forming long thin “colonies”, at ML and BP, increasing at depth/lower disturbance fits with
this model, but at HP runs counter to this thinking. Gomphonema procerum abundance does
not change much at any one site, but is different between sites, so despite its attachment
to surfaces with mucilage stalks, it does not seem to be responding to differing levels of
disturbance in these systems.

With predicted lake level changes ranging from a −0.63 m drop to an increase in lake
levels by +0.52 m [17], the amount of surface area of periphyton habitat will change at
each site. Since periphyton assemblages were different at BP, HP and ML, changes in lake
levels will likely result in increases in some taxa and decreases in others. For instance,
in areas such as ML and BP with shallow slopes ranging <3◦, the amount of periphyton
habitat will decrease drastically with lake level drops exposing more substrate, but the
relative abundance of stalked species such as A. minutissimum will increase and replace
species such as Enoyonopsis cesatii, which were more abundant at deeper depths. In areas
of Lake Superior with more variable bathymetry, species such as T. flocculosa and E. cesatii
will likely increase in relative abundance, whereas A. minutissimum will decrease. Due to
steeper bathymetric slopes at HP, the changes in relative abundance of periphyton species
will not be as drastic as those at ML and BP, because water level drops will not expose as
much substrate at HP. In some areas, a predicted drop in lake levels of 0.63 m may expose
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10x as much substrate in shallow sites (ML and BP) than in sites such as HP with steeper
bathymetric slopes. Although the relative abundance of species at each site will change
with changes in water levels, the composition of communities will likely remain relatively
similar, as periphyton diatom assemblages did not substantially differ as a function of
depth. More specifically, since the geology of the substratum was similar within the range
of depths analyzed in this study, the periphyton at a macro-scale will likely change, but the
overall similarity across depths will remain high.

5. Conclusions

If Lake Superior water levels change, the surface area of periphyton habitat will change
in the Keweenaw Peninsula to varying degrees based on bathymetry. Although our study
does not test the cause-and-effect relationship between subsurface geology and periphytic
diatom assemblages, our results provide evidence that differences in microtopography
provided by geologic formations in the Keweenaw contribute to differences in periphytic
diatom assemblages. As such, if the surface area of geologic formations changes with water
levels, periphyton community assemblages will likely change. Since periphyton represent
the base of the aquatic food web in Keweenaw, this shift in species composition could have
implications for additional species.
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