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Palm Species Traits Determine Soil
Nutrient Effects on Seedling
Performance

Colton Collins*, David A. Wardle and Kelly M. Andersen*

Asian School of the Environment, Nanyang Technological University, Singapore, Singapore

Environmental gradients influence plant establishment, survival, and functional traits.
Along the Panama Canal Isthmus there is a strong rainfall gradient with an underlying
mosaic of soil types ranging in soil nutrient availability. In this region, tree species
distribution patterns are correlated with soil phosphorus availability and rainfall patterns,
but how understory plant species such as palms relate to these factors is less clear. We
hypothesized that due to greater resource use efficiency and optimal biomass allocation,
specialist species will have greater seedling performance growing in home soil and sites
compared to species not occurring there. To test this hypothesis, we used two specialist
species (Chamaedorea tepejilote and Geonoma congesta) and two generalist species
(Geonoma cuneata var. cuneata and Chamaedorea pinnatifrons), and for these four
species we measured traits on seedlings and assessed their performance in shade
house and field transplant experiments using five soils. Soils were sourced from five
sites which varied in nutrient availability and rainfall, and were distributed along lowland
tropical forests of the Panama Canal Isthmus. In the shadehouse experiment, leaf
functional traits were determined by species rather than soil nutrient availability. However,
in the shadehouse experiment, seedling biomass allocation, and relative growth rate
were determined by interactions between species and soil, with weak support for
home-site advantage for one of the species. In the field transplant experiment, seedling
survival was strongly related to dry season water availability. However, species tended
to have high survival at home sites and other sites with higher dry season rainfall.
Together, results from these experiments suggest that understory palm species seedling
performance are determined by species-specific responses to the combination of
soil nutrient and water availability. This indicates that while soil nutrients influence
seedling biomass allocation, dry season water availability determines both specialist
and generalist seedling survival and therefore distributions along the soil nutrient and
moisture gradient.

Keywords: biomass allocation, functional traits, home-site advantage, lowland tropical forest, seedling
performance, understory palms
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INTRODUCTION

Abiotic environmental factors, including climate, soil nutrients,
and light are drivers of seedling performance, including
their survival, growth, and functional traits, and consequently
influence species distribution patterns (Grubb, 1977; Grime,
2006; Engelbrecht et al., 2007). These abiotic factors do not
operate independently of each other. For example, in lowland
tropical forests, high mean annual precipitation (MAP) and
temperatures leads to high rates of leaching of labile cations
and phosphorous from the parent material during soil formation
(Vitousek and Sanford, 1986; Sollins, 1998), and therefore result
in nutrient limitation of rock-derived nutrients necessary for
successful seedling regeneration (Alvarez-Clare et al., 2013).
In addition to nutrient limitation, dry season soil moisture
availability can also impose a filter on seedling regeneration
and species composition (Baltzer et al., 2005; Engelbrecht et al.,
2007; Condit et al., 2013). However, disentangling the effects
of different abiotic drivers such as soil nutrient availability
and dry season water deficit on seedling performance may
reveal different mechanisms that drive habitat associations and
ultimately species distribution patterns along environmental
gradients (Fortunel et al., 2016).

Plants show trade-offs between “acquisitive” strategies aimed
at rapid resource uptake driving fast growth rates, and
“conservative” strategies aimed at the retention of resources and
longer life spans (Diaz et al., 2004; Wright et al., 2004; Diaz et al.,
2016). The traits underpinning these strategies are responsive
to environmental gradients, including soil nutrient (Richardson
et al., 2004; Peltzer et al, 2010), and moisture availability
(Maharjan et al., 2011; Pollock et al., 2012; McLean et al., 2014).
For example, plants growing in fertile soils allocate biomass
aboveground and are associated with high relative growth rates
(RGR), leaf-area ratios (LAR), specific leaf area (SLA; Aerts and
Chapin, 2000; Palmiotto et al., 2004; Dent and Burslem, 2009),
and height (Yavitt and Wright, 2008; Ali and Yan, 2017), whereas
those growing in low-nutrient soils allocate more biomass
belowground and are associated low RGR and SLA (Tilman
and Wedin, 1991; Aerts and Chapin, 2000). Together, plant
functional traits govern how species both influence and respond
to their environment (Diaz et al., 2004) and can drive community
assembly (Laughlin and Laughlin, 2013; Kumordzi et al., 2015).
Among plant groups, monocots and particularly, palms, produce
leaves with high leaf toughness (Dominy et al., 2008) and lignin
(Santiago, 2007), slow decomposition rates, and low SLA and
nutrient content compared to dicots, suggesting palms may
have conservative plant economic strategies. However, despite
the high species diversity and abundance of palm species in
lowland tropical forests, we know little about how functional
traits vary among palm species or the ecological significance of
this variation compared to the breadth of information for their
woody counterparts.

Understanding drivers of palm species distributions is central
to understanding whole forest community ecology in lowland
tropical forests because palms act as filters that affect tree
seedling growth and survival (Farris-Lopez et al., 2004; Wang
and Augspurger, 2004). Palms reduce seedling establishment

by modifying microsite conditions through increasing leaf litter
depth and decreasing light availability (Farris-Lopez et al.,
2004). Therefore, it is important to better understand drivers
of palm species distribution patterns. Palm species distribution
patterns, phylogenetic structure, and ecological interactions are
all influenced by soil conditions, such as nutrient and moisture
availability (Clark et al., 1995; Emilio et al., 2013; Camara-Leret
et al., 2017; Muscarella et al., 2019). For example, palm species
distribution patterns are strongly correlated with soil phosphorus
and base cations across landscape scales in lowland Amazonia
(Camara-Leret et al, 2017) and soil nitrogen availability in
lower montane forests in western Panama (Andersen et al.,
2010a,b). Although there have been many studies examining
the relationship between soil parameters and palm species
distributions, fewer studies have experimentally tested the
mechanisms responsible for driving these patterns along soil
gradients or examined plant functional traits.

The Panamanian Isthmus presents an ideal study system for
exploring species habitat specialization because of its mosaic of
environmental conditions. The complex environmental variation
in this region is due to a strong rainfall gradient which ranges
from 1,500 to 3,000 mm MAP from the Pacific to Caribbean
sides of the 60 km Isthmus (Paton, 2020a,b), as well as a
diverse geology resulting in a range of soil properties (Turner
and Engelbrecht, 2011; Cusack et al., 2018). Soil nutrients and
moisture are the main abiotic factors that drive a near complete
floristic turnover of woody species in the lowland tropical forests
across the 60 km Panama Isthmus (Pyke et al., 2001; Engelbrecht
et al., 2007; Condit et al., 2013). In addition to shifts in species
composition, there are large changes in fine root biomass driven
by variation in soil base cation availability (Cusack et al., 2018),
and changes in community-level leaf trait values, such as SLA
and leaf thickness, driven by variation in both soil moisture
and phosphorus (Umaiia et al., 2021). This demonstrates strong
species selection and trade-offs along multiple resource gradients
for trees, but it is unclear whether understory plant species follow
the same patterns.

One of the most extensively studied understory palm
communities occurs in the Fortuna Forest Reserve (Fortuna)
and surrounding lower montane forests of western Panama, a
hot spot for palm species diversity and endemism (Andersen
et al., 2010a; Prada et al,, 2017). In Fortuna, understory palm
species community composition and functional traits are related
to shifts in soil nitrogen, cation, and aluminum availability
(Andersen et al., 2010a, 2012), whereas tree (woody and palm)
species composition is related to soil phosphorus availability and
rainfall (Prada et al, 2017). Furthermore, seedling transplant
experiments of understory palm species have revealed that whole-
plant functional strategies of low nutrient specialist species
give them a performance advantage at low soil nutrient sites
(Andersen et al., 2010b, 2014; Andersen and Turner, 2013). These
findings suggest that functional traits and seedling performance
drive understory palm species distribution patterns across the
soil nutrient gradient at Fortuna, where species show “home-
site advantages” when growing in soils they are associated with
compared to species absent from the site. Here, we expand on
these studies by using seedling experiments to test the effects of
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soil nutrient and moisture availability on seedling performance
of four contrasting understory palm species along soil nutrient
availability and rainfall gradient in lowland tropical forests of the
Panama Canal Watershed.

To specifically examine the effects of soil nutrient availability
on understory palm seedling performance and functional traits,
we conducted a shadehouse experiment growing seedlings of
four species in soil collected from five sites varying in soil
nutrient availability along the Panama Canal (Table 1; Turner
and Engelbrecht, 2011; Cusack et al., 2018). Nutrient availability
varied from “low nutrient” soil that is depleted in phosphorus and
base cations to “high nutrient” soil that is rich in phosphorus.
We included two site specialist species (Chamaedorea tepejilote),
from site Pipeline Road Plot 15 (an intermediate nutrient site),
and Geonoma congesta, from site Fort Sherman (a low nutrient
site). We also included two site generalist species (Geonoma
cuneata var. cuneata and Chamaedorea pinnatifrons) from the
lower montane Fortuna sites which have soils that range in
nutrient availability (Table 2). In this study, a species was defined
as a specialist if it is found at one site, i.e., that is has a single soil
nutrient ranking. A species was classified as a generalist if it is
found at multiple areas which vary in soil nutrient availability.
While the ratio of generalist to specialist palm species across
these sites is poorly understood, in western Amazonian lowland
rainforests generalist species have wide tolerances to differences
in soil fertility and outnumber specialist species (Ruokolainen
and Vormisto, 2000). To further understand how abiotic factors
(including both soil nutrients and moisture availability) influence
seedling survival of the four palm species, we also transplanted
seedlings of all four species into the five field sites. We expected
that, due to higher resource use efficiency and optimal biomass
allocation, the specialist species (C. tepejilote and G. congesta)
would show greater seedling performance in the soil and at
the site that they are associated with compared to species not
occurring at those sites. On that basis we tested the following four
hypotheses:

(H1) To maximize returns of investment in leaf resources,
leaf traits such as SLA, LAR, photosynthesis rates (Ag,t),
and dark respiration rates (Rq,,x) will decline as soil fertility
declines. Furthermore, we expected the species associated
with low nutrient, phosphorus and base cation depleted
soils (G. congesta) to have higher leaf resource-use efficiency
and the species associated with intermediate nutrient soil
(C. tepejilote) to have leaf traits to maximize carbon gains
when grown in their home soil compared to species not
absent from those soils.

(H2) Root mass ratio (RMR) should increase as soil fertility
declines to meet nutrient demands at the expense of leaf
mass ratio (LMR), stem mass ratio (SMR), and growth
potential. The specialist species are expected to maximize
allocation to leaf biomass to increase growth potential
in their home soils compared to other species absent
from those soils.

(H3) Due to increased resource-use efficiency (H1)
and optimal biomass allocation patterns (H2),
specialists growing in the soil they are associated with

will achieve higher RGR compared to species not
occurring in those soils.

(H4) Since specialist species have higher resource-use
efficiency (H1), higher nutrient/water uptake efficiency
biomass allocation patterns (H2), and higher RGR (H3),
they will have higher seedling survival rates when growing
at the sites where they naturally occur than will species not
occurring at those sites.

By simultaneously examining the above hypotheses, we
aim to advance our understanding of the mechanisms that
influence establishment, survival, and functional traits of
seedlings of understory palm species, and thus their distribution
patterns along soil nutrient and moisture gradients in lowland
tropical forests.

MATERIALS AND METHODS
Study Sites and Soil Nutrient Gradient

The present study was conducted at five one-hectare sites in
lowland tropical forest along the Panama Canal (Pyke et al,
2001; Engelbrecht et al., 2007; Condit et al., 2013) ForestGEO
data portal'. These sites following nomenclature from Pyke et al.
(2001) and Cusack et al. (2018), and ForestGEO data portal (see
text footnote 1) include the Fort Sherman/San Lorenzo crane
site (SH), La Laguna/Rio Paja (M25), Pipeline Road plot 9 (P9),
Pipeline Road plot 15 (P15), and Campo Charges (CCH; Table 1).
MAP of these sites range from 2,177 mm at site M25 to 2,848 mm
at site SH, with dry seasonal precipitation deficit ranging from
570 mm at site CCH to 492 mm at site SH (Condit et al., 2013);
ForestGEO data portal (see text footnote 1). In general, soil
nutrient availability and dry season water deficit increase as MAP
decreases among sites (Condit et al., 2013; Cusack et al., 2018;
Umana et al., 2021). The M25 site represents a low nutrient site
with low MAP, however, the fine texture soil allows it to maintain
high soil available water capacity for a given gravimetric soil
moisture content (Kursar et al., 2005).

To quantify the soil nutrient gradient, soil samples were
collected in May 2004. At each site, three subsamples were
collected from the top 10 cm of the soil, representing the main
rooting zone (Cavelier, 1992), and bulked at eighteen locations in
each of the 1-ha plots. Each of the eighteen composite samples
per site were divided into four subsamples to measure soil
moisture content, nitrate and ammonium, pH, and cation (Al,
Ca, Fe, K, and Mg) and phosphorous concentrations. In addition,
nitrogen mineralization and nitrification rates were estimated
using in situ PVC incubation tubes at each of the soil sampling
locations. After 30 days, soil from the tubes was collected
and processed for ammonium and nitrate concentrations. For
nitrate and ammonium analyses, 2.0 g of fresh soil were
extracted with 2M KCl and analyzed colormetrically on a Latchat
QuikChem flow injection analyzer (Hach Company, Loveland,
CO, United States). Soil pH was measured in a 1:3 fresh soil
solution with distilled water. Soil cation and phosphorus analyses

'www.forestgeo.si.edu
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TABLE 1 | Environmental conditions and plot locations of five sites along a soil nutrient gradient in lowland tropical forests of the Panama Canal Watershed.

Watershed Fort Sherman La Laguna Pipeline Road Plot 9 Pipeline Road Plot 15  Campo Charges
Site code SH M25 P9 P15 CCH
Environmental variables

Soil nutrient ranking Low Low Intermediate Intermediate High
Geology? Chagres sandstone Rhyolite Pre-tertiary basalt/Gatuncillo Gatunocillo formation Alhajuela formation
Soil order? Oxisol Ultisol Inceptisol Alfisol Alfisol (Mollisol)
Latitude (degrees) 9.281 9.079 9.169 9.162 9.211
Longitude (degrees) —79.975 —79.799 —79.741 —79.745 —79.600
Elevation (m) 140 110 160 70 109
Topography Irregular Sloping Irregular Level Sloping
Succesional status Primary Secondary Primary Mature Mature

Soil variables

pH 4.63 4+ 0.03° 4.51 4+ 0.03° 5.90 + 0.09° 6.02 + 0.08° 6.51 +£0.072
Al (cmol/kg dry soil) 20.78 + 0.99° 12.04 + 0.39P 7.31 +£0.582 6.82 £+ 0.442 7.86 +1.22
Ca (cmol/kg dry soil) 1.04 +£0.2° 0.21 4+ 0.02° 8.18 4+ 0.46° 6.19 + 0.45° 18.42 +1.472
Fe (cmol/kg dry soil) 1.48 £0.122 111 +0.112 1.13+0.072 1.88 £0.052 1.835 £ 0.092
K (cmol/kg dry soil) 0.12 + 0.01P 0.07 £ 0.01P 0.12 £ 0.01° 0.27 + 0.03° 1.20 +0.122
Mg (cmol/kg dry soil) 1.27 £0.17¢ 0.68 £ 0.07° 477 £ 0.27° 2.55 4+ 0.16¢ 11.38 £ 1.52
P (g g dry soil~ ") 4.59 + 0.420¢ 2.95 4 0.15° 10.74 + 0.51° 7.35 & 0.320¢ 32.68 + 4.012
CEC (%) 249+ 1.1P 14.4 4+ 0.34 21.8 + 0.8 17.6 + 0.4°d 40.4 + 3.72
NO3 (g g dry soil~1) 3.28 + 0.50°4 1.8+0.159 6.43 4 1.23% 8.34 + 0.628P 11.65 + 1.312
NH, (g g dry soil~ ) 30.47 + 1.08° 48.86 + 3.16° 50.08 4+ 1.19° 66.40 + 3.792 27.37 £ 1.18°
Nitrification (g g dry soil day~1) 1.830 £ 0.162 0.96 £+ 0.072 115+ 0.122 112 +0.122 1.06 £ 0.212
N mineralization (j.g g dry soil day ) 3.24 £+ 0.22° 1.75 £ 0.142 2.31+0.22 0.59 + 0.2° 2.35 +£0.32
Base saturation (%) 10.29 + 1.114 8.70 + 0.63¢ 61.12 +£2.25° 53.03 +£2.72° 77.31 £ 1.682
Moisture

Annual precipitation? (mm) 2848.2 2176.9 2344.7 2330.1 2481.2

Dry season moisture deficit® (mm) —491.7 —553.6 —545.4 —549.4 —-570.8

Soil water content (dry season;% dry mass) 70.8 £ 3.0° 322+1.2° 50.3 4+ 1.82 358 +1.2° 46.7 £ 3.92
Soil water content (wet season;% dry mass) 89.7 + 2.3 441 £1.7° 67.7 £2.22 515+ 1.7° 731 +£3.32
Soil water content (% dry mass) 81.24+3.3° 39.1 +2.1P 60.5 + 3.02 450 + 2.6° 62.5 + 4.52
Combined PCA axes

PC1 environmental —1.88 + 0.06° —2.01 £ 0.03° 0.18 +£0.13° 0.08 +£0.11¢ 3.68 + 0.312
PC2 environmental 1.86 +0.219 —0.22 4017 —0.46 40170 —1.89 +0.19° 0.72 4+ 0.262
PC3 environmental —0.12 + 0.28¢ —0.55 + 0.16° 0.31 +£0.21° 0.60 + 0.19° —0.23 + 0.442

Geology, soil order, and annual precipitation is based on Cusack et al. (2018). Dry season moisture deficit is based on ForestGEO data portal (www.forestgeo.si.edu). Soil
samples were collected 10 cm below the soil surface from each plot (n = 90 samples). Cation exchange capacity is abbreviated as CEC. All means are shown + SE and
different letters among sites indicate statistically significantly different means after a Bonferroni correction (P < 0.05).

TABLE 2 | List of species and their general morphology and associated habitats.

Genus and species Chamaedorea pinnatifrons Chamaedorea tepejilote Geonoma congesta Geonoma cuneata var. gracilis
Authority (Jacq.) Oerst. Liebm. H. Wendl. ex Spruce (H. Wendl. ex Spruce) Skov
Growth habit Aerial Aerial Aerial Acualescent

Life form Treelet Treelet Treelet Shrub

Leaf shape Pinnate Pinnate Pinnate Bifid

Habit Solitary Solitary or Clumped Solitary or Clumped Solitary or Clumped

Elevational range 010 2,700 m 0to 1,600 m 0to 1,000 m 0to 1,200 m

Site associations Fortuna Forest Reserve P15 SH Fortuna Forest Reserve

Seed collection location Fortuna Forest Reserve Pipeline Road forests SH Fortuna Forest Reserve

were conducted by extracting 2.5 g fresh soil with Mehlich I Optima 2000 (Perkin Elmer Inc., Shelton, CT, United States).
extractant (Mehlich, 1984) and the filtrate analyzed by inductively ~ Soil water content was measured by weighing fresh soil and soil
coupled plasma optical emission spectroscopy on a Perkin-Elmer  samples dried at 100°C for 72 h to enable the calculation of the
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amount of dry soil used in all measurements. We used principal
components analysis (PCA, see statistical analyses for details)
to rank the sites by soil nutrient availability. The sites with the
lowest nutrient availability were SH and M25, with sites P9 and
P15 being intermediate, and site CCH having high soil fertility,
with the main soil nutrient gradient driven by soil P and cation
concentration and soil pH (Figure 1A).

Species Selection and Seed Collection

We focused on four common understory palms species within
the subfamily, Arecoideae (Table 2): C. pinnatifrons (Jacq.) Oerst,
C. tepejilote Liebm., G. congesta H. Wendl. ex Spruce, and
G. cuneata subsp. cuneata (H. Wendl. ex Spruce; Baker et al,
2011; Henderson, 2011). All species are Neotropical long-lived
perennials that differ in general morphology, life history, habitat
association, and spatial distribution (Henderson et al., 2019). We
define soil-based habitat associations on occurrence within the
Panama Canal Watershed region. Preliminary surveys suggest
that two of the four species are site specialists: C. tepejilote
occurs at intermediate soil nutrient sites and G. congesta occurs
at a low soil nutrient sites in the lowland tropical forests of
the Panama Canal Watershed (Table 2). The other two species
are generalist species in the lower montane forests of Fortuna
Forest Reserve in western Panama, including the most abundant
species in the lower montane forests of Fortuna, G. cuneata,
as well as C. pinnatifrons (Andersen et al., 2010a). G. congesta,
ranges from Honduras to Panama and occurs locally at the SH
site where the seeds for the experiments were collected from.
C. tepejilote, ranges from Mexico to Colombia and occurs at
the P15 site and seeds of this species were collected along the
Pipeline Road forests. G. cuneata, ranges from Nicaragua to
Ecuador and contains a complex of subspecies (Henderson, 2011)
including several within Panama. G. cuneata subsp. indivisa
Henderson, occurs locally at SH, P9, and P15. However, the seeds
used in the experiments were collected from G. cuneata subsp.
cuneata “fortuna morphotype” (Henderson, 2011), which occurs
across the soil nutrient gradient at the Fortuna Forest Reserve
(Andersen et al., 2010a, 2014). C. pinnatifrons, spans from Mexico
to northern South America (Henderson et al., 2019). However,
this species did not occur at any of the five sites used in our
study and seeds were collected from the Fortuna Forest Reserve
where it occurs across the soil nutrient gradient (Andersen et al.,
2010a, 2014). We collected seeds for all four species from the field
between July and September 2005.

All seeds for the experiments were germinated at the Santa
Cruz Experimental Site, Panama. Soils were collected from the
five sites and mixed with washed sand in a 30:70 sand: soil ratio.
Seeds were sowed into germination trays containing the soil type
that the seedlings would be transplanted to for the shadehouse
and field experiments.

Shadehouse Experiment

To determine the effect of soil nutrient availability on seedling
performance and functional traits, we conducted a completely
randomized, factorial design shadehouse experiment by growing
seedlings of the four species in soil from the five field sites.
Once the seedlings had germinated with one fully expanded

leaf, one seedling was transplanted per pot which contained
freshly collected soils from the field sites that had been mixed
with sand in a 30:70 sand:soil ratio. Ten seedlings per species
* soil combination were planted in pots, resulting in a total of
200 plants. Pot size ranged from 0.5L for the smaller Geonoma
species to 2L for the larger Chamaedorea species. Seedlings
were watered during the dry season (January-April) and as
needed to supplement natural rainwater during the wet season.
Temperature was maintained at ambient conditions while light
levels were maintained at 2% light conditions to simulate natural
understory conditions within the shadehouse. Seedlings were
moved around continuously during the experiment to avoid any
bias in growing conditions.

Seedling survival was monitored for the experiment over
416 days, as at this time all the seedlings had produced multiple
leaves and had started to reach the size limits of their pots. Light
saturated photosynthetic capacity (Agsy) and dark respiration
(Rgark) were measured on the youngest fully mature leaf of all
individuals surviving to the end of the experiment using a Li-
Cor 6400 portable photosynthesis system (LI-COR Inc., Lincoln,
NE, United States). Measurements were made with the following
chamber conditions: <75% relative humidity, temperature of 25—
28°C, air flow rate of 500 wmol-s~! and CO, of 400 ppm. Light
saturation curves were performed to determine saturating light
conditions for a subset of individuals of each species (data not
shown), after which light levels were set to 400 wmol-m~—2 s~ !
for the Ay measurements (Chazdon, 1986). For R k., leaves
were left for 15 min to stabilize with the light source turned
off. The mean values of five-point measurements over 60 s
were recorded for gas exchange measurements. After the gas
exchange measurements were complete, all surviving seedlings
were destructively harvested to measure leaf area and biomass
allocation patterns. Seedlings were separated into leaf, stem, and
root components and dried for 72 h at 65°C. Prior to drying,
fresh leaves were digitally scanned using a Cannon CanoScan
LiDE 100 flatbed scanner (Cannon, Melville, NY, United States)
and leaf area was estimated using Image] software’. Harvest data
were used to calculate SLA (leaf area per leaf mass; mm?-mg~1),
LAR (leaf area per whole plant mass; mmz'mg_l), LMR (leaf
mass divided by whole plant mass; LMR), SMR (stem mass
divided by whole plant mass; SMR), and RMR (root mass divided
by whole plant mass; RMR), and RGR (biomass at harvest
subtracted by initial biomass divided by number of days since
planting; RGR; mg-g~!-day~!). These parameters are indicative
of resource use and acquisition, carbon allocation, and overall
seedling performance. All seedlings of G. cuneata died before
traits were measured at the end of the experiment.

Field Transplant Experiment

To examine seedling survival under field conditions, we
conducted a split-plot transplant experiment with ten gardens of
paired exclosure and open (control) subplots randomly located
at each field site. Transplant locations were chosen to represent
closed canopy forest locations for all field sites. A regional study
suggests that light transmittance to the understory of these forests

Zhttps://imagej.nih.gov
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are generally around 1-2% annually throughout the Panamanian
Isthmus (Brenes-Arguedas et al., 2011). In November 2005,
twenty seedlings of each of the four species were transplanted
at each of the five sites, resulting in 400 seedlings in total.
Within each site we set up ten randomly located gardens and
established paired 50 x 50 cm subplots, i.e., a control subplot and
a treatment subplot. One seedling per species was transplanted
into each paired subplot (i.e., two seedlings per garden). Paired
subplots were <1 m from each other and gardens were at least
20 m from each other. Exclosure subplots were covered by
1 mm transparent mesh to exclude herbivores, while control
subplots were completely open to herbivores. Soil cores were
taken adjacent to the experimental subplots at every census to
monitor gravimetric soil moisture. Seedlings were monitored on
average every 63 days on eight occasions, or 505 days in total.
Seedling performance did not differ between the paired control
and exclosure subplots and data was pooled prior to analysis by
calculating the mean survival rate (%) per species per garden
(n =10 per site).

Data Analysis

To examine how soil nutrients affect seedling leaf functional
traits, biomass allocation and RGRs in the shadehouse
experiment, we conducted two-way ANOVAs to test for
differences in mean values among species, soil, and their
interaction. We assessed whether model assumptions were met
using graphical diagnostics. We used a backward elimination
model simplification approach based on Akaike Information
Criterion values and reported the statistics from the final (best
fit) models. Tukey’s post hoc tests were then used to identify

significant differences between means at P = 0.05, using the R
package “emmeans” (Lenth, 2021).

To examine seedling survival in the field transplant
experiment, we used generalized linear mixed effect models
using the glmer function in the R package “lme4” (Bates et al.,
2015). Mean seedling survival rates per garden were fitted using
Poisson distribution and log link families with species, site,
and their interactions as fixed effects and garden as a random
effect. To examine species specific survival rates at the end of
the field transplant experiment, generalized linear models (glm)
were performed for each species separately followed by Tukey’s
post hoc tests at P = 0.05 to examine differences in the mean
survival among sites.

We conducted two separate PCA. The first analysis was
performed on the soil nutrient data, to enable us to rank the
five sites by overall soil nutrient availability. The second analysis
was performed on the seedling trait and RGR data from the
shadehouse experiment to examine whole-plant trade-offs among
species and soil type. The PCAs were conducted using the R
package FactoMineR (Lé et al, 2008). The data was centered
and standardized to one unit of variance, but not transformed
prior to analysis.

RESULTS

Shadehouse Experiment

Leaf Functional Traits

In the shadehouse experiment, the mean and standard error for
SLA across all the seedlings was 306 £ 9.5 mm? g~ !. The best
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fit model for SLA showed that only species differed significantly
(F2, 86 = 70.91, p < 0.0001). Across all soil sources, C. tepejilote
a significantly higher mean SLA (362 + 7.9 mm? g~ !) than the
other species, and G. congesta had a significantly higher SLA
(276 £ 12.5 mm? g~!) than C. pinnatifrons (187 £ 12.8 mm?
gfl; Figure 2A).

The mean LAR across all the seedlings was 138 £ 4.1 mm?
g_l. The best fit model for LAR retained both species (Fa,
82 = 38.5, p < 0.0001) and soil (Fy4, g2 = 3.99, p < 0.01), but
not their interaction. C. pinnatifrons had a significantly lower
mean LAR (86.6 + 6.35 mm? g~!) than either C. tepelijote
(154.0 + 3.88 mm? g_l) or G. congesta (143.0 + 6.13 mm?
g~ !; Figure 2B). In addition, LAR was higher across all species
growing in soil from P15 (143 4+ 10 mm? g~!) and CCH
(150 £ 9.97 mm? g~ 1) than M25 (122 + 7.62 mm? g~ 1), with
intermediate values for SH and P9.

The mean light-saturated photosynthesis (Agy) across all
seedlings was 2.29 4 0.115 wmol-m~2.s~!. Photosynthetic
rates significantly differed among species (Fz46 = 8.03,
p < 0.001) but were unaffected by soil or its interaction
with species. Photosynthetic rate was significantly higher for
C. tepejilote (2.90 + 0.131 wmol-m~2.s~1) than C. pinnatifrons
(1.73 4+ 0.131 pmol'm~2-s7!), with intermediate rates for
G. congesta (2.21 £ 0.157 pwmol-m~2.s~1; Figure 2C).

The mean Ryark for all seedlings was
0.54 #+ 0.04 wmol-m~2-s~1. The best fit model for R, showed
a significant difference between species means (Fa, 42 = 7.19,
p < 0.01) with a non-significant soil effect retained in the
model (Fy,42 = 2.29, p = 0.08). Leaf respiration was significantly
greater for G. congesta (0.74 £ 0.11 pmol-m~2.s~!) than for
C. pinnatifrons (0.34 + 0.035 wmol-m~2-s~ 1), with intermediate
Ry rates for C. tepejilote (0.61 + 0.042 pmol-m~2.s71;
Figure 2D).

Biomass Allocation

In the shadehouse experiment, the mean LMR across all seedlings
was 0.463 £ 0.009. LMR was significantly influenced by the
interaction between species and soil (Fs,74 = 2.38, p < 0.05)
and by the main effects of species (F2,74 = 15.17, p < 0.0001)
and soil (F4,44 = 12.03, p < 0.0001; Figure 3A). Among species
and soil combinations, LMR was highest for G. congesta in soil
from P15 (0.58 % 0.03) and lowest for C. tepejilote in soil from
M25 (0.33 + 0.02). We found that LMR for C. tepejilote was
lower than C. pinnatifrons when growing in the M25 site soil
(t = 5.89, p < 0.001). Furthermore, C. tepejilote LMR differed
among soils, with lower LMR when growing in low nutrient site
soils compared to high nutrient soils and had an intermediate
LMR in the P9 soil, although LMR in P9 soil was significantly
higher than in M25 soil (t = 5.26, p < 0.001).

The mean SMR across all seedlings was 0.330 & 0.009. SMR
was significantly influenced by the interaction between species
and soil (Fg,74 =2.78, p < 0.01), and by the main effects of species
(F2,74 = 14.82, p < 0.0001), and soil (F4,74 = 11.60, p < 0.0001;
Figure 3B). For all soil and species combinations, C. tepejilote
in soil from M25 had the highest SMR (0.47 £ 0.02) while
G. congesta in soil from CCH had the lowest SMR (0.21 £ 0.03).
C. tepejilote had higher SMR compared to the two other species

when growing in the M25 site soil. Furthermore, for C. tepejilote,
SMR was higher when growing in the M25 site soil compared to
all other soil sources.

The mean RMR across all seedlings was 0.197 = 0.005. There
was no significant interactive effect between species and soil,
but root mass was significantly influenced by the main effects
of species (Fz,74 = 13.58, p < 0.001) and soil (F4,74 = 7.45,
p < 0.0001). RMR of C. tepejilote (0.21 £ 0.01) was higher than
that of the other two species (Figure 3C). Across all species, RMR
of seedlings growing in soils from SH (0.23 4 0.01) was higher
than for the other four soils (Figure 3C).

Relative Growth Rate

In the shadehouse experiment, the mean RGR across all species
and soils was 11.5 £ 0.25 mg-g~!-day~!. There was a significant
interaction between soil and species (Fg,74 = 3.01, p < 0.01),
and significant differences among the species (Fa,74 = 9.76,
p < 0.0001) and soil (F4,74 = 7.16, p < 0.0001) on RGR. For all
soil and species combinations, C. tepejilote in soil from P15 had
the highest RGR (14.5 4 0.58 mg-g~! day~!) while G. congesta
in soil from CCH had the lowest RGR (9.41 £ 0.92 mg-g~!
day~!; Figure 4). When growing in the P15 soil, C. tepelijote had
significantly higher RGR than G. congesta (t = 3.77, p = 0.05).
Furthermore, C. tepejilote had significantly higher RGR growing
in P15 soil, where it naturally occurs, than in lower nutrient soils,
whereas RGR in the highest nutrient soil (CCH) was similar to all
soils (Figure 4).

Principal Components Analysis of Traits

For the PCA of the seedling trait data for the shadehouse
experiment, the primary ordination axis (PC1) explained 30.8%
of the total variation and represented increasing values of LAR
and SLA, and more acquisitive leaf traits (Figure 1B). Species
aligned along PC1. The second axis (PC2) explained 27.1% of the
total variation and represented a shift from high leaf investment
(LMR) to high stem investment (SMR). Soils aligned along PC2.
As soil fertility increased (from soils from sites SH and M25 to
soils from sites P9, P15, and CCH), there was an increase in
seedling LMR and a decrease in SMR.

Field Experiment

Seedling Survival

Seedling survival by the end of the field experiment was
significantly influenced by the interaction between site and
species (x? = 214, df = 12, p < 0.0001), and by the main effects of
site (x2 = 540, df = 5, p < 0.0001) and species (x? = 986, df = 4,
p < 0.0001). After 505 days, overall survival across all species
except C. tepejilote was highest at SH (low-nutrient, high-rainfall
site; mean £+ SE = 57.5 £ 5.23%), and lowest at CCH (high-
nutrient, low-rainfall site; 0.0% =+ 0.0) where all seedlings of all
species died after 120 days during the first dry season (Figure 5).
Among species, survival rates across all sites were highest for
C. tepejilote (40.2 £ 5.69%) and lowest for C. pinnatifrons
(26.3 £ 3.71%). For the species that naturally occurs at the P15
site (C. tepejilote), survival rates were 80.0 &= 2.83% at that site
and did not differ from survival at the P9 or SH sites, but survival
at these three sites were higher than that for M25 (45 £ 2.12%;
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z-ratio = 9.89, p < 0.0001) and for CCH (with zero seedlings
surviving). For the species that naturally occurs at the SH site
(G. congesta), survival was higher at its “home-site” (65 £ 2.5%)
than at the other four sites, i.e., P15 (z-ratio = 2.89, p < 0.05), P9
(z-ratio = 11.36, p < 0.0001), M25 (z-ratio = 17.68, p < 0.0001),
and CCH (z-ratio = 25.5, p < 0.0001; Figure 5C).

DISCUSSION

We used seedling experiments to better understand how four
understory palm species respond to gradients of soil nutrients
and rainfall in lowland tropical forests of Panama. In the
shadehouse experiment, leaf functional traits were determined
by species, whereas RMR was highest at the lowest nutrient
site and with generally biomass allocation and RGR shifting
with species-specific responses to soil source. By contrast, in
the field transplant experiment seedling mortality was largely

determined by dry season water availability rather than soil
nutrient availability among the sites. Together, these results
suggest that seedling performance is responsive to soil fertility
when there is sufficient soil moisture. Thus, by pairing controlled
and field experiments, we determined that seedling survival, and
hence potentially species distribution, are strongly constrained
by dry season water availability, whereas soil nutrient availability
shapes subsequent seedling biomass allocation and RGRs.

Species ldentity Is Driving Leaf

Functional Traits

In contrast to the predictions of our first hypothesis, we did
not find that leaf morphological traits such as SLA and LAR,
or physiological traits, such as Agy and Ry, responded to
soil fertility, and these traits were instead mainly determined
by species identity. The only trait that differed among soils
was LAR which was lower for seedlings growing in one of
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the low nutrient soils compared to high nutrient soils. In
addition, we did not find any differences between generalist
and specialist species leaf trait responses to soil fertility.
Among the three species, the species associated with the
intermediate fertility P15 site (C. tepejilote) had the most
acquisitive leaf trait strategy whereas the generalist species
found throughout the lower montane Fortuna sites in western
Panama (C. pinnatifrons) had the most conservative leaf trait
strategy. Our findings contrast experiments where leaf traits
of seedlings grown in contrasting soil types follow the leaf
economic strategy with higher SLA and LAR when growing
in high resource environments (Baltzer et al., 2005; Dent and
Burslem, 2009). Our findings also contrast with a parallel
shadehouse experiment of five Chamaedorea species across
the Fortuna soil gradient, where seedlings of C. pinnatifrons
had higher photosynthetic rates than C. tepejilote and all
species showed strong soil-driven shifts in photosynthetic
rates (Andersen, 2021). One possible explanation for the
discrepancy between these experiments is that soil nitrogen,
a key nutrient for photosynthesis, is generally high across
the lowland soil gradient (Figure 1A, PC2), whereas soil

nitrogen partly drives the lower montane soil gradient (Andersen
et al, 2010b, 2014). This suggests that soil phosphorus and
cations, the main drivers of the lowland soil nutrient gradient,
do not strongly influence palm seedling leaf traits. However,
evidence from tree species along the lowland Panama Isthmus
shows changes in community-level leaf trait measures such
as SLA and thickness are driven by variation in both soil
phosphorus and moisture (Umafa et al, 2021). Thus, it is
possible that understory palm leaf traits are more responsive
to variation in soil nitrogen than phosphorus availability,
while tree species are more responsive to variation to soil
phosphorus among sites.

Biomass Allocation Responds to Soil

Nutrient Availability

Our second hypothesis predicted that RMR for each species
would increase as soil fertility declines to meet nutrient demands
at the expense of LMR, SMR and overall growth potential.
While palms use roots to access water and nutrients, in this
shadehouse experiment, nutrient availability varied by soil source

Frontiers in Forests and Global Change | www.frontiersin.org

10

May 2022 | Volume 5 | Article 733636


https://www.frontiersin.org/journals/forests-and-global-change
https://www.frontiersin.org/
https://www.frontiersin.org/journals/forests-and-global-change#articles

Collins et al.

Seedling Performance of Palm Species

A C. tepejilote B C. pinnatifrons
1.001 1.001
0.75+ 0.751
0.501 0.501
0.251 0.251
2 0.00+1 0.001
:_‘_-5 100 300 0 100 200 300
©
-8 C G. congesta D G. cuneata
& 1.00] 1.00]
©
2
-'E-’ 0.75 0.75
E g
a & L
0.501 0.501
0.251 0.251
0.001 0.001
200 300 400 500 100 200 300 400
Time (days)
Site SH — M25 — P9 — P15 — CCH
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while water availability remained constant for all soil and species
combinations. This suggests that root mass seems to increase
in response to nutrient availability. In line with this we found
that RMR was greatest at the least fertile SH site, suggesting
that seedlings increased investment in roots to acquire limiting
nutrients when grown in the lowest nutrient soil at the expense of
allocation to leaf biomass. Both LMR and SMR had interactions
between species and soil source. However, LMR generally
increased with increasing soil nutrient availability, whereas SMR
tended to decrease. This is in line with optimal allocation theory
which predicts that allocation to belowground and support tissue
increases with decreasing soil nutrient availability (Chapin, 1980;
Poorter et al., 2012). In shadehouse experiments in French
Guiana and Malaysia, seedlings of tree species showed similar
trade-offs between above and belowground allocation with soil
nutrient availability (Baraloto et al., 2005; Dent and Burslem,
2009). In palm seedling field experiments in Fortuna, RMR did
not respond to nitrogen addition (Andersen et al., 2010a) but did
increase as soil nutrient availability decreased (Andersen et al.,
2014), suggesting that RMR and biomass allocation trade-offs for
palm seedlings are driven by rock-derived nutrients such as soil P

and cations. Furthermore, in the Fortuna transplant experiment,
seedlings of species associated with the lowest nutrient site
showed biomass allocation patterns that would promote growth
compared to species not occurring at that site. However, here
we found that despite the influence of soil source on biomass
allocation, there was no indication that species were able to
optimize their biomass allocation to promote growth in the soils
they were associated with compared to species not occurring
in that soil type.

Home Site Advantage for Relative

Growth Rate

Our third hypothesis predicted that specialist species growing
in the soil they are associated with should have a higher
RGR compared to species not occurring in those soils. We
found that C. tepejilote had higher RGR when growing in
the soil for which it is associated with compared to the low
nutrient specialist species (G. congesta) but not the Fortuna
generalist species C. pinnatifrons. Furthermore, C. tepejilote
had higher RGR at higher compared to lower nutrient soils,
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suggesting that C. tepejilote may have adaptations that enhances
growth and performance in higher fertility soils. Similarly, in
a seedling transplant experiment in Fortuna, C. fepejilote was
one of the species associated with the intermediate soil nutrient
site Palo Seco and also had a growth advantage at home
(Andersen et al., 2014), further supporting the hypothesis that
this species is able to maximize its growth in soils where it
occurs naturally. However, the mechanism for the enhanced
growth performance of C. tepejilote in intermediate nutrient soils
in lowland shadehouse experiment remains unclear as we did
not observe greater resource use efficiency or optimal biomass
allocation of this species compared to others. Our findings
corroborate an Amazonian transplant study, where growth rates
of habitat specialists were often but not always highest when
growing in the soil they are associated with (Fortunel et al., 2016).

In contrast to C. tepejilote, the low-nutrient specialist,
G. congesta, did not differ in RGR compared to other species
when growing in the soil it is associated with. This contrasts
with the general trends from the Fortuna transplant experiment,
where species associated with low nutrient soils had strong
growth advantages when grown at home (Andersen et al., 2014).
Furthermore, G. congesta did not show significant differences in
RGRs across the soil nutrient gradient, suggesting that G. congesta
has a highly constrained and low RGR that may help it survive
in low nutrient soils but may be outcompeted at higher nutrient
sites as it had significantly lower RGR than C. tepejilote in the
P15 soil. Alternatively, RGR of G. congesta may also be driven
by other factors such as light and soil moisture, which may vary
among sites in the field, but which were kept constant in the
shadehouse experiment.

Soil and Rainfall Gradients Influence

Seedling Survival

Our fourth hypothesis predicted that specialist species will
have higher seedling survival rates at sites where they occur
naturally compared to other species and compared to their
survival at sites where they do not occur. In line with
this, we found that the low nutrient specialist, G. congesta,
had higher seedling survival rates growing at its home site
compared to the other sites. However, C. fepejilote tended to
have higher survival compared to other species regardless of
lowland site. Nonetheless, for the site specialist C. fepejilote,
survival rates were highest at its home site P15, and at sites
P9 and SH, all of which have a lower dry season moisture
deficit compared to the other sites. We also found that
seedling survival for all species was high at the low nutrient
site SH which has the highest annual rainfall (2,848 mm)
and the highest soil water content during the wet season
(89.7 £ 2.3 mm) and dry season (70.8 % 3.0). Across all
species, seedling survival rates were lowest at lowland site
CCH which has the highest nutrient soil and dry season
water deficit (571 mm). In the Fortuna seedling transplant
experiment in lower montane forests, species showed strong
home-site advantages in survival at low and high nutrient sites,
but not intermediate nutrient sites (Andersen et al., 2014).
However, the mechanisms driving home site survival advantages

in the Fortuna lower montane experiment and this lowland
experiment are expected to differ due to differences in MAP
and seasonality. The lower montane soil gradient has a rainfall
gradient of 4-10 m MAP with no substantial dry season
compared to the 1.5-3 m MAP gradient and strong 4-month
dry season at sites in this lowland experiment (Andersen et al.,
2014). Furthermore, the lower montane experiment found that
survival was mediated by herbivores, whereas protection from
herbivores had no effect on survival in the lowland experiment.
Similarly, our findings corroborate a transplant study where
home-site survival advantages across lowland tropical forests
in Amazonia were related to moisture and soil gradients, but
not herbivory for seedlings of habitat specialist tree species
(Fortunel et al., 2016).

Although the focus of this study was on belowground
environmental variation, light availability can also influence
seedling survival (Cintra and Horna, 1997; Record et al., 2016).
Field transplant locations were chosen to represent closed canopy
forest locations across all field sites. We do not have field light
data, but a regional study suggests that light transmittance at
the understory layer in these forests is generally around 1-2%
annually throughout the Panamanian Isthmus (Brenes-Arguedas
et al., 2011), and this is in line with previous measurements
at two of our study sites, ie, P9 (Gaviria et al, 2017)
and SH (Brenes-Arguedas et al., 2011). Together, our results
suggest that the main driver of seedling survival is dry season
water availability, thus drought tolerance or avoidance may be
important mechanisms, especially with more frequent droughts
associated with extreme El Nifio events, that determine species
distributions along the Panama Canal Isthmus (Engelbrecht et al.,
2007; Browne et al., 2021).

CONCLUSION

In this study, we found that although soil nutrient availability
was an important driver of seedling biomass allocation and
RGR in a controlled shadehouse setting, dry season water
availability determines seedling survival in the field. This
work demonstrates the necessity of transplant experiments to
disentangle resource-based and climatic factors in understanding
species pre-adaptions and response to environmental change. If
lowland tropical forests in Panama are driven by soil nutrient and
rainfall gradients, then changes in soil fertility due to nitrogen
deposition (Hietz et al., 2011) and soil moisture availability
caused by climate change have the potential to alter species
distributions and forest dynamics (Engelbrecht et al., 2007).
Conservation and restoration efforts of forests across the isthmus
of Panama will need to consider the responses of individual
species to such changes. Here, we observed the effects of limiting
resources on four palm species. These understory species act as
filters that affect seedling growth and survival in forest (Farris-
Lopez et al,, 2004; Wang and Augspurger, 2004). Therefore,
factors that affect the growth and distribution of these palm
species will indirectly impact tree seedling recruitment and forest
regeneration. Further research on additional species is needed to
obtain a more comprehensive view of forest dynamics in relation
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to spatial variation in the landscape of soil nutrient availability
and rainfall patterns.
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