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Abstract: The improvement of the stand yield and economic benefits of Cunninghamia lanceolata
(Lamb.) Hook, one of the most important plantation trees in China, has always been a concern. An
appropriate planting density plays an important role in increasing productivity. To determine the
optimum planting density of C. lanceolata, we measured leaf morphology, gas exchange parameters,
and photosynthetic pigments in replicate leaves on 4-year-old saplings grown in four canopy posi-
tions under a low (D1), medium (D2), and high (D3) planting density (approximately 900, 2505, and
6660 trees·ha−1, respectively). We then ranked trait variations using the coefficient of variation to
explore the influence of planting density. Planting density significantly influenced the leaf morphol-
ogy, gas exchange parameters, and the photosynthetic pigment contents of C. lanceolata. Medium
planting density (D2) resulted in a larger leaf area and specific leaf areas, a higher net photosynthesis
rate, and higher photosynthetic pigment contents. The responses of leaf gas exchange parameters
had the most plastic traits that responded to planting density. An appropriate planting density and
leaf position might improve C. lanceolata leaf morphology and physiological attributes, which in turn
would facilitate growth.

Keywords: phenotypic plasticity; specific leaf area; light condition; plantation; canopy layer

1. Introduction

Planting density is the main factor controlled by foresters during the entire process of
forest cultivation, and it is also the basis for forming specific horizontal stand structures.
The selection of planting density is an important technique in plantation management.
Planting density has a direct influence on productivity, and determining the appropriate
density is the most significant step during plantation. The effects of different planting densi-
ties are closely related to population structures, which cause plants tocompete for resources
such as light, water, and CO2 in the habitat. To adjust to various environments and be
more competitive, plants must tolerate, withstand, and respond to environmental changes
through metabolic, developmental, morphological, and physiological adjustments [1,2].
Leaf traits are particularly sensitive to environments that vary across different conditions
and include morphological and physiological characteristics; they also play key roles in
plant adaptation to various growth environments [3]. Furthermore, different planting
densities directly affect the initiation and intensity of resource competition among trees [4].
A higher planting density means less space among plants; competition then intensifies, and
self-thinning is likely to occur early. This affects tree quantity and quality as well as stand
productivity [4–6]. No serious competition among plants under a low planting density has
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been observed due to a lower mutual shading between saplings. However, under such
conditions, leaves are exposed to full sunlight and high temperatures, and an excess of
light may lead photoinhibition, which is detrimental to growth and development [7,8].
Competitive interactions and understorey development are similarly driven by the vertical
and horizontal forest canopy structure, which are indicators of past forest development [9].
The amount of light intensity that reaches the leaf surface of seedlings and saplings under
canopies is significantly reduced by the effect of the canopy structure [10]. Thus, the posi-
tion of a leaf determines its light distribution and interception, which affects its morphology
and photosynthetic characteristics. In practice, planting trees close to each other also leads
to a dimmer environment around lower mature leaves, while the upper developing leaves
are exposed to more intense light. Thus, considering the set of characteristics analyzed,
changes in planting density and leaf position would alter environmental conditions around
leaves. Accordingly, the response mechanisms of plants in different layer positions and
planted at various densities should be determined.

Photosynthesis is the basis of plant growth and a decisive physiological process for
productivity, which is influenced by environmental factors such as light, temperature, CO2
concentration, soil fertility, and other external factors [11]. In addition, most reactions in
the photosynthetic process occur in highly plastic leaves [12], the main light-harvesting
organs of plants. Therefore, studying the photosynthetic capacity in the leaves of plants in
different habitats helps understand their survival, growth ability, and adaptability to ever-
changing environmental conditions [13,14]. The photosynthetic pathway can be divided
into the processes of light interception, absorption, utilisation, and transformation. Some
characteristics represent each step of these processes, from interception (specific leaf area)
to light absorption and transformation (photosynthetic pigments). The morphological and
physiological attributes of leaves are important in photosynthetic regulation and can pro-
vide a structural framework for gas exchange and optimized photosynthetic function [15].
The internal factors of leaves, especially those related to leaf anatomy and morphology,
leaf age, chlorophyll content, nitrogen and carbohydrate concentrations, can also affect
the photosynthetic capacity [11]. An increased leaf thickness and chlorophyll content
result in increased contents of Pn and Gs, which help to capture more light, resulting
in a higher conversation of light energy to chemical energy [11,16]. Simultaneously, the
considerable variation in morphology and structure reflects the phenotypic plasticity of
leaves [14]. These characteristics represent a fundamental mechanism of growth responses
to environmental variation and could be good predictors of growth [17]. Therefore, leaf
characteristics have served as indicators of plant acclimation potential and adaptation
mechanisms [18,19].

Cunninghamia lanceolata (Lamb.) Hook is one of the most important plantation tree
species in the subtropical zone due to its high-quality timber, fast growth, and cultivation
history of 1000 years. Cunninghamia lanceolata plantations occupy almost 8.95 × 106 ha
in subtropical China and have a standing timber volume of 625 × 106 m3, representing a
typical forest ecosystem [20]. Thus, C. lanceolata is an extremely important reforestation
and economic tree species in southern China. Foresters have recently attached greater
importance to the operation and management of C. lanceolata plantations, and the effects
of planting density have been investigated. Most studies of C. lanceolata plantations have
focused on the effects of planting density on productivity [21], stand volume [22], soil
microbial community structure [23], soil phosphorus bioavailability, and phosphatase activ-
ity [24]. However, it is still not clearly known how the leaves of C. lanceolata respond (both
morphologically and photosynthetically) to a variable leaf position and planting density.
Therefore, we investigated planting density and leaf position in 4-year-old C. lanceolata
plantations. Here, we considered how and to what extent planting density and leaf posi-
tion affect the morphological plasticity response of C. lanceolata, how the photosynthetic
characteristics of C. lanceolata respond to changes in the environment, and whether planting
density and leaf position impact how traits relate to performance and each other. We
hypothesized that: (1) C. lanceolata saplings will exhibit a unique set of morphological,
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physiological, and plant light-use strategies for adaptation to variable conditions; (2) plant-
ing density would synergistically act with leaf position in shaping morphological (leaf
length, width, area, and specific leaf area) and biochemical features (net photosynthesis
rate, stomatal conductance, intercellular CO2 concentrations, transpiration rate, water use
efficiency, limiting value of stomata), and photosynthetic pigment contents of C. lanceolata
leaves; and (3) the plasticity of leaf physiological traits play a key role for C. lanceolata to
adapt to varied planting densities. We also searched for potential relationships between
planting density, leaf position, and their combined effects on plant response mechanisms.
Our findings provide valuable insights into optimum planting density for the establishment
and growth of C. lanceolata.

2. Materials and Methods
2.1. Experimental Site and Experiment Design

The study area was located at Mayi Mountain, a small offset branch of the Wuyi
Mountain range, at an altitude of 178–212 m above sea level, Fujian Province, China
(26◦55′7”–26◦56′34” N, 117◦45′6”–117◦47′12” E). The area was planted with Yang-061
C. lanceolata seedlings during the spring of 2017, and density was evaluated in 4-year-old
C. lanceolata plantations during the spring of 2021. The three planting density gradients
were 900, 2505, and 6660 trees·ha−1 (D1, D2, and D3, defined as low, medium, and high
density, respectively). The trials compriseda randomized complete block design. Each
density level comprised three plots (nine in total). Each plot was 20 × 20 m, with a buffer
zone of two rows of the same density of Michelia macclurei seedlings around each plot and
a fixed boundary of concrete piles.

Three uniform trees were selected from the upper, middle, and lower positions of each
sample plot to minimize the effects of slope on leaf characteristics. Cunninghamia lanceolata
is clearly vertical by layer. Four-year-old C. lanceolata trees can be divided into four canopy
layers from top to bottom, with layers of branches for different growth ages. Test leaves
were selected from a position near the top of the branch of each canopy layer. That is, the
front end of the branch of different layers was defined as different leaf positions from top
to bottom: Z1 (first layer), Z2 (second layer), Z3 (third layer), and Z4 (fourth layer).

2.2. Measurements of Leaf Area and Dry Mass

Leaf traits were estimated by randomly sampling 10 healthy and fully expanded green
leaves from the same leaf position, in each layer of each test tree, in the same plot. Images
of leaves were acquired using an Epson Expression 10000XL scanner (Tokyo, Japan); then,
the length (cm), width (mm), and projected area (foliage without petioles, cm2) [25] were
calculated with WinRHIZO image analysis software (Version 2003e, Regent Instruments,
Québec City, QC, Canada). Leaves were then individually placed in paper bags and
oven-dried at 80 ◦C. Upon reaching a constant dry mass, the dry mass of each leaf was
determined. The specific leaf area (SLA, cm2·g−1) was calculated as the leaf area divided
by the corresponding oven-dried mass per leaf.

2.3. Measurement of Leaf Gas Exchange Attributes

Leaf gas exchange was measured at different leaf positions and from fully expanded
and intact leaves from test trees in all plots. Leaf gas exchange parameters, such as net
photosynthesis rate (Pn), leaf stomatal conductance (Gs), intercellular CO2 concentration
(Ci), and transpiration rate (Tr) were measured using an LI-6400XT portable photosynthesis
system (LI-COR Biosciences Inc., Lincoln, NE, USA). Water use efficiency (WUE) was cal-
culated as Pn/Tr, and the limiting value of stomata (Ls) was then deduced according to the
equation, Ls =1 − Ci/Ca, where Ca is the atmospheric CO2 concentration [26]. Before mea-
surement, test leaves were spread without overlap in a leaf chamber with a photosynthetic
photon flux density of 1000 µmol·m−2s−1 for 30 min. Environmental conditions in the leaf
chamber comprised photosynthetic photon flux density 1000 µmol·m−2s−1, CO2 concen-
tration 400 µL·L−1, block temperature 25 ◦C, and chamber flow rate 300–500 µmol·s−1 to
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maintain relative humidity between 40% and 60%. The gas exchange parameters in the
leaves were measured from 26–30 January 2021. All parameters were measured twice on
cloud-free mornings between 9:00 and 11:00 a.m. The areas of leaves were photographed
immediately after measuring gas exchange.

2.4. Measurement of Photosynthetic Pigment Contents

After measuring the saplings as described above, the leaves were immediately placed
in liquid nitrogen and transported to the laboratory to determine photosynthetic pigment
contents. Leaf samples (0.1 g fresh weight) were chopped, soaked in 20 mL of acetone:
ethanol (1:1 mixture), then sealed in glass test tubes and stored under darkness to extract
chlorophyll until the leaves became blanched [27]. The absorbance of extracts was measured
at 663, 645, and 470 nm, using a UV-2800 spectrophotometer (Shimadzu Corp., Kyoto,
Japan). Chlorophyll a (Chl a), b (Chl b), total chlorophyll (Chl[a + b]), and carotenoid (Car)
contents were calculated as described [27] and are expressed as mg·g−1 fresh weight.

2.5. Statistical Analysis

Differences in leaf morphology and photosynthetic characteristics at different planting
densities and leaf positions were determined using one-way ANOVA and post hoc least
significant difference (LSD) tests. Plant responses were analyzed using a two-way ANOVA,
with planting density and leaf position as fixed factors. Trait plasticity in leaf morphology,
leaf gas exchange parameters, and photosynthetic pigment contents were compared using
coefficients of variation (CV), as described previously [28]. The CV scores of each variable
and leaf position were calculated as 100 × SDX/X, where SDX is the standard deviation
of treatment means, and X is the grand mean of treatment means [28]. The CVs of all
four positions were averaged for each trait, then ranked to compare relative plasticity.
Statistical significance was established at p < 0.05. All statistical analyses were performed
using SPSS version 20.0 for Windows (SPSS, Inc., Chicago, IL, USA). Data are presented as
means ± standard error. All analyses were replicated nine times per planting density and
per position.

3. Results
3.1. Interactions between Planting Density and Leaf Position

The two-way ANOVA explained much of the variation in traits, with a mean R2 of
0.454 (0.274–0.590; Table 1). All traits were strongly influenced by planting density. Leaf
position significantly affected all traits of leaf morphology, leaf gas exchange parameters,
and photosynthetic pigment contents, except for leaf area. Interactions between planting
density vs. leaf position were significant among all traits related to leaf morphology
or gas exchange parameters, except for intercellular CO2 concentration and the limiting
value of stomata. However, the interaction did not significantly affect leaf photosynthetic
pigment contents.

3.2. Effects of Planting Density on Leaf Morphology

Planting density, leaf position, and their interactions, significantly affected leaf length,
leaf width, and SLA (Table 1). The D2 planting density had the largest leaf length of all
position layers among the planting densities, except for the Z2 leaf position (Figure 1A).
Leaf length significantly increased as the leaf position changed under the D1 (p < 0.001)
and D2 (p < 0.001) planting densities. In contrast, leaf length initially increased and reached
a maximum at the Z2 position, then decreased at the Z3 and Z4 positions under the D3
density. Leaf width decreased consistently with the change in leaf position among the three
planting densities (Figure 1B). Particularly under the D3 density, leaves were significantly
narrower at the four positions than at other densities. Leaf areas were significantly higher
under D1 and D2, than under the D3 planting density, except for the Z2 leaf position, and
most were maximal under the D2 density (Figure 1C). Leaf area trends were inconsistent
among the planting densities. Both D1 and D2 tended to significantly increase, whereas
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the D3 density significantly decreased at lower positions. The SLA significantly increased
from the Z1 to Z4 positions among all densities (Figure 1D). The SLA was maximum at
the lowest leaf position (Z4) at all three densities. The SLAs on the Z1 were significantly
smaller than those at the other positions.

Table 1. Summary of ANOVA for main effects of density (df = 2), position (df = 3), and interactions (df = 6) with leaf
morphology and photosynthetic characteristics of C. lanceolata saplings (n = 9).

Group Trait
F-Value

Model R2

Planting Density Leaf Position Planting Density ×
Leaf Position

Morphology

Leaf length 18.776 *** 96.263 *** 24.772 *** 0.308
Leaf width 121.998 *** 158.859 *** 5.542 *** 0.414
Leaf area 111.154 *** 0.221 ns 30.034 *** 0.274

Specific leaf area 9.284 *** 225.683 *** 7.945 *** 0.410

Gas exchange
parameters

Net photosynthetic rate 4.450 ** 49.233 *** 4.962 *** 0.477
Stomatal conductance 50.285 *** 12.840 *** 2.835 ** 0.433

Intercellular CO2
concentration 88.031 *** 6.326 *** 0.666ns 0.494

Transpiration rate 66.897 *** 6.286 *** 2.729 ** 0.453
Water use efficiency 74.294 *** 6.091 *** 2.676 ** 0.473

Limiting value of stomata 86.676 *** 5.064 ** 0.706 ns 0.486

Photosynthetic
pigment content

Chl a 23.674 *** 27.126 *** 1.564 ns 0.590
Chl b 3.575 * 18.307 *** 0.992 ns 0.415
Car 18.072 *** 25.563 *** 1.972 ns 0.565

Chl (a + b) 17.422 *** 26.706 *** 1.512 ns 0.564

Significance of F-ratio: * p < 0.05, ** p < 0.01, *** p < 0.001, ns—not significant.
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Figure 1. Leaf length (A), leaf width (B), leaf area (C), and specific leaf area (D) of C. lanceolata sap-
lings under different planting densities (D1–D3). Bars are the mean values with standard error. 
Lowercase letters indicate significant differences among leaf position variations (Z1–Z4) at the 
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Figure 1. Leaf length (A), leaf width (B), leaf area (C), and specific leaf area (D) of C. lanceolata
saplings under different planting densities (D1–D3). Bars are the mean values with standard error.
Lowercase letters indicate significant differences among leaf position variations (Z1–Z4) at the same
planting density; capital letters indicate significant differences among planting density variations
at the same leaf position. D1 = low density, approximately 900 trees·ha−1, D2 = medium density,
approximately 2505 trees·ha−1, D3 = high density, approximately 6660 trees·ha−1; Z1 = first layer,
Z2 = second layer, Z3 = third layer, and Z4 = fourth layer.
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3.3. Effects of Planting Density on Leaf Gas Exchange Parameters

The leaf gas exchange attributes of the leaves at the four positions responded dif-
ferently to planting density (Figure 2). Pn did not significantly differ at the Z1 and Z2
positions among the three densities, but significantly decreased with increasing density
at the Z3 and Z4 positions (Figure 2A) and decreased from the Z1 to the Z4 leaf position
under the D2 and D3 planting densities. The Pn was highest at the Z3 position under
the D1 density. Leaf stomatal conductance was significantly higher under D3 than the
other planting densities across all leaf positions (Figure 2B). Under the three densities, Gs
overall tended to decrease among leaf positions. Leaf position did not cause any significant
changes in Ci under the D1 (p = 0.089) and D3 (p = 0.122) planting densities. The Ci of
all leaf positions was significantly higher under D3 than under the other two densities,
reaching a maximum of 258.16 µmol CO2·mol−1 (Figure 2C). Within the same leaf positions
in layers under the D2 and D3 planting densities, Tr was significantly higher than D1, and
did not significantly differ among different leaf positions under the D1 density (p = 0.199;
Figure 2D). WUE was the highest in the D1 planting density across all leaf positions among
the three planting densities (Figure 2E). With decreasing leaf position, the WUE initially
increased from Z1 to Z3, then declined at the Z4 position under the D1 and D2 densities.
However, WUE significantly decreased under the D3 density (p < 0.001). Leaf position did
not cause any significant variation in Ls under the D1 (p = 0.057) and D3 (p = 0.527) planting
densities. All leaf positions under the D3 planting density had significantly lower Ls and
declined with decreasing leaf position, compared with the other densities (Figure 2F).
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Figure 2. Net photosynthetic rate (Pn, (A)), stomatal conductance (Gs, (B)), intercellular CO2 con-
centration (Ci, (C)), transpiration rate (Tr, (D)), water use efficiency (WUE, (E)), and limiting value
of stomata (Ls, (F)) of C. lanceolata saplings in different leaf positions (Z1–Z4) and under different
planting densities (D1–D3; as detailed in the caption of Figure 1).
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3.4. Effects of Planting Density on Photosynthetic Pigment Contents

The Chl a content significantly differed among the three densities at the same leaf
position and appeared to be highest under D2 across all leaf positions, but it did not
significantly differ between the D1 and D3 densities (Figure 3A). In contrast, the Chl b
content did not significantly vary among all leaf positions under any density (Figure 3B).
The Chl (a + b) contents of the Z1 and Z2 leaf positions did not significantly differ among
the planting densities (Figure 3C). The Car content was higher at D2 than at the other
densities (Figure 3D). The contents of Chl a, Chl b, Chl (a + b), and Car significantly
increased with changes in leaf position among the planting densities.
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densities (D1–D3; as detailed in the caption of Figure 1).

3.5. Phenotypic Plasticity

The traits significantly varied in response to planting density (Table 2). The most
plastic traits in response to planting density were leaf gas exchange parameters, in the
decreasing order of net photosynthetic rate > water use efficiency > intercellular CO2
concentration > transpiration rate > limiting value of stomata > stomatal conductance. In
contrast, the least plastic traits in response to planting density were the photosynthetic
pigments, Chl b, Chl (a + b), Car, and Chla contents. The CVs of gas exchange parameters,
morphology, and photosynthetic pigments traits were higher for leaves in the Z4 than those
of the other leaf positions.
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Table 2. Coefficient of variation (CV%) for each trait and leaf position, ranked from highest to lowest across leaf position
(n = 27).

Group Trait Z1 Z2 Z3 Z4 Average CV

Gas exchange
parameters

Net photosynthetic rate 40.56 40.36 51.01 48.07 45.00
Water use efficiency 45.78 45.83 42.63 35.79 42.51

Intercellular CO2
concentration 38.86 37.72 50.16 37.59 41.08

Transpiration rate 37.09 36.35 45.84 34.04 38.33
Limiting value of stomata 28.51 26.71 31.63 31.75 29.65

Stomatal conductance 21.65 17.12 24.22 24.71 21.93

Morphology

Leaf area 18.05 15.33 18.62 25.12 19.28
Leaf length 11.63 14.27 15.24 17.13 14.57
Leaf width 12.85 10.24 12.06 14.59 12.43

Specific leaf area 5.89 8.35 11.10 17.09 10.61

Photosynthetic
pigment content

Chl a 10.45 7.96 9.04 14.54 10.50
Car 10.02 6.40 7.53 13.64 9.40

Chl (a + b) 8.52 6.79 7.36 12.29 8.74
Chl b 6.62 6.11 5.48 9.09 6.82

Leaf position average 21.18 19.97 23.71 23.96

4. Discussion

Plant leaf morphology is mostly plastic in different environments, presumably in part
to optimize leaf function according to varied resource constraints, such as light, water,
and mineral nutrients [12]. In the current study, with the increase in planting density and
the decrease in leaf position between the D1 and D2 densities, the length, area, and SLA
of C. lanceolata leaves significantly increased, indicating larger and thinner leaves. This
morphological adaptation of C. lanceolata can ensure that leaves maximize light capture and
optimize light harvesting under a higher density and alower leaf position. Our findings
are in agreement with those reported by Ku et al. [29], who highlighted that plants adapt
to density stress by changing leaf architecture to compete more effectively for resources.
Moreover, Bhusal et al. [30] found that the leaf length, width, and area of two apple
cultivars determined their physiological performance, i.e., a larger leaf size resulted in
higher photosynthesis. Shade avoidance is a response to the detection of neighboring plants
and begins when planting density increases. This helps plants out grow their neighbors by
reallocating resources that enlarge the leaf area and capture maximum sunlight for seedling
development. Adjustments at the leaf level are critically important in the forest understorey,
where light is usually the most limiting resource [31]. A densely planted and closed canopy
also dramatically reduces light penetration in the lower positions and interior parts of the
canopy, thereby reducing the interception and availability of light forleaves growing in the
understorey. An exponential decrease in the relative photosynthetically active radiation
in the canopy with respect to canopy depth was observed in previous studies [32,33]. In
contrast, the leaf length, width, and area of C. lanceolata saplings significantly decreased
under the D3 planting density. Taken together, C. lanceolata leaves optimize light capture
and utilisation by increasing their leaf areas and SLAs within a certain range, as a possible
response strategy to increasing planting density and decreasing leaf position. However,
they are unlikely to thrive in a heavily shaded understorey under high density. The leaf
area was smaller in C. lanceolata grown in the Z1 position; among the three densities, the
areas of leaves grown in this position were smaller under exposure to full sunlight and
higher temperatures, which might be a protective mechanism. In addition, the specific
leaf area of C. lanceolata was smaller in the Z1 position. Our findings are in line with
those of Elaeagnus angustifolia leaves, which became smaller and thicker under moreintense
light [34]. Because excessive irradiance is detrimental to photosynthetic tissues, plants must
produce smaller and thicker leaves with a higher leaf mass per unit area under intense
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light conditions. This morphology of C. lanceolata leaves allows heat dissipation and helps
avoid damage from overheating and high transpiration rates [35,36].

Leaf gas exchange traits are the physiological basis of plant yield and play a central
role in biomass formation and accumulation. The Pn is one of the most important indices
reflecting photosynthetic capacity and photosynthetic potential productivity [13,37]. The
Pn directly affects plant growth and development, which is also influenced by both stom-
atal and non-stomatal factors [38]. In the present study, as leaf positions decreased in
C. lanceolata saplings, Pn increased first from Z1 to Z3, then significantly decreased at the
Z4 position under the D1 density. The results indicate that leaves in a high position were
exposed to higher temperatures and more intense light. This resulted in stomatal closure,
which contributed to CO2 uptake resistance and a stomatal limitation, which might be
responsible for depressing Gs and Ci, and in turn suppressed the photosynthetic capacity
through the absence of photosynthetic assimilation material and decreased water loss [8].
However, Pn significantly decreased with decreasing position under the D2 and D3 plant-
ing densities. This might be because the quality of light becomes significantly less intense
with a decrease in the canopy layer under medium and high planting densities. Here, the
Pn declined with increasing planting density, probably due to the gradual development
of mutual shading between saplings under the D2 and D3 densities. Analysis of Ls and
Ci from Z1 to Z3 under the D2 density revealed that leaf position significantly affected
the Ls value, which significantly increased. In contrast to Ls, Ci was suppressed, and the
changes in Ls values and Ci constituted the main reason for the stomatal limitation that
suppressed Pn. Otherwise, Ci significantly increased from Z3 to Z4 under both the D1
and D2 densities, while Ls decreased. In addition, the D3 density induced decreases in
Ls and increases in Ci. Accordingly, we deduced that the main reason for the reduced
photosynthetic rates of the Z4 position under the D1 and D2 densities and all positions
under the D3 density was a non-stomatal limitation [39]. Increasing planting density and
decreasing leaf position result in rapid canopy closure and increased radiation interception,
which reduces light in the forest understorey. A weaklight environment around leaves
adversely affects the development of photosynthetic capacity and light tolerance, which
impedes leaf photosynthetic capacity with decreasing Pn, such as the activity and content
of ATP and ribulose-1,5-bisphosphate carboxylase-oxygenase (RuBisCo), owing to the
existence of a systemic irradiance signal in plants. On the contrary, intercellular CO2 could
not be fully utilized and was enriched at the cellular level, so the trend of the intercellular
CO2 concentration was upward.

Leaf chlorophyll content is another important factor that determines the rate of photo-
synthesis and plant growth and also plays an important role in the self-protection mecha-
nism of the plant apparatus under adverse conditions [40]. Chlorophyll content is directly
related to the Pn intensity of plants [7,41]. However, the chlorophyll contents of C. lanceo-
lata sapling leaves were not entirely consistent with Pn under both bright and dim light
in our study. Indeed, changes inphotosynthesis and chlorophyll content do not always
correspond [42]. Excessive irradiance could seriously damage the pigments and impair the
photosynthetic system, and we found significantly low chlorophyll contents at high leaf
positions and under a low planting density. The effects of light on leaf chlorophyll contents
have been confirmed [43,44]. A low Chl a/b ratio indicates highly efficient utilisation
of dim light [39,45]. Nevertheless, the Chl a/b ratio of C. lanceolata leaves was higher at
lower positions in our study, due to the greater increase in the content of Chl a than Chl
b with decreasing leaf position among the different planting densities, which might not
be conducive to the capture of a high proportion of blue-violet light in the lower layer
position. The contents of Chl (a + b) were maximal and the Pn was minimal in the Z4 leaf
positions among the three planting densities, indicating a lesser effect of chlorophyll. The
effects of other factors such as chloroplast structure damage, enhanced membrane lipid
peroxidation, and decreased ATP and RuBisCo activity and content might be particularly
responsible for depressing Pn in the Z4 leaf positions.
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The ability of an organism to alter its morphological and physiological traits in re-
sponse to environmental changes is defined as phenotypic plasticity [46]—an important
strategy by which individual plants adjust to environmental heterogeneity [47]. Changes
in planting density might have induced differences in morphological and physiological
traits that significantly affect C. lanceolata sapling growth. In the present study, the CV was
significantly higher for leaf gas exchange parameters than for other traits. Photosynthetic
capacity is likely to play a crucial role in facilitating the persistence of C. lanceolata saplings
in their environments. However, the photosynthetic pigments of C. lanceolata leaves re-
sponded minimally to changes inplanting density. Our findings also confirmed that the
capacity for plasticity in leaves atdifferent positions can differ depending on their strategy.
In contrast to other positions, both the morphological and physiological traits of leaves in
the Z4 position showed the greatest plasticity, as they occur in heterogeneous environments
with intense resource competition.

5. Conclusions

Leaf morphology, gas exchange parameters, and photosynthetic pigment contents of
C. lanceolata significantly varied in different planting densities and positions. Our findings
showed that C. lanceolata leaves can optimize light capture and utilization by increasing
leaf areas and specific leaf areas, but the morphological response had some limitations and
did function under high density. The leaf physiological traits of C. lanceolata, especially
gas exchange parameters, played a key role in the adaptation of C. lanceolata to different
planting densities. With the increase in planting density and a decline in leaf position,
a dimmer light environment around leaves adversely affected the development of the
photosynthetic capacity with decreasing Pn, and the effects of non-stomatal limitation on
Pn gradually became apparent. These data further confirmed that the effects of planting
density and the environment should be fully considered during C. lanceolata seeding.
Ensuring an appropriate planting density, pruning extended and vigorous shoots, and
decreasing mutual shading among adjacent mature leaves would improve light penetration
and distribution within the tree canopy, and consequently enhance the photosynthetic
capability of C. lanceolata leaves and increase plantation yield. Taken together, the study is
of great significance for a yield increase and the management of C. lanceolata plantation.
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